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CIHHUCOK HAUBOJIEE YACTO UCIIOJIB3YEMbBIX COKPAIIIEHUI

ABK — a0cimzoBast Kuciora

ABT — 1-aMHMHOOEH30TpHA30

A®K — akTuBHBIE (POPMBI KUCTIOPOAA

BC — BogoyzaepkuBatonias ciocoOHOCTb

BOXKX — Beicokoa(pexTrBHAS SKUAKOCTHAS XpoMmarorpadusi

'AMK — ramMa-aMUHOMACIISIHASL KUCITOTA

['63 — KOMOMHMPOBAHHOE BO3ACHCTBUE FePOMIIMIA U TIOUBCHHOM 3aCy XU

KK —>kacMOHOBas KUCIIOTA

M/IA — MaJIOHOBBIH JUAITBACTHT

CK — canvumiioBast KACIoTa

O,” — CYyIIEpOKCHIHBIM aHHUOH-PATUKAIT

H,O, — nepokent Bomopona

CO/I — cynepoxkcuamcMyTasza

[TOJI — nepekrcHOE OKUCTIEHUE JIATTUIOB

M/IA — MaJIOHOBBII JUAITBACTHT

X1 — xyopoduin

[19T" — mom3THIIEHITMKOTE-6000

AsA — ackopOar

APX — ackopbarnepokcruaaza

B. subtilis — Bacillus subtilis

ISR — induced systemic resistance (MHyIIMPOBAHHAS CUCTEMHAS! YCTOMUMBOCTD )
MIST — microbe induced systemic tolerance (MUKPOO WHAYIMPOBAHHAS CHCTEMHAs
YCTOMYHBOCTB)

PGP-0akrepun — pocrctimMynupyroiue Oakrepuu (plant growth-promoting bacteria)
PR-06enku — pathogenesis-related proteins

NaCl — xnopun Harpust

WGS — whole genome sequencing (OJIHOT€HOMHOE CEKBEHUPOBAHHUE)

GPX — myrarmonnepokcraaza

GR — myratnonpenykrasa

GSH u GSSG — BoccTaHOBNEHHAs U OKUACICHHAS (POPMBI TITyTaTHOHA



BBEJIEHHE

AKTYaJIbHOCTb. PacTeHusi BO BCEM MMPE TMOIBEPTatOTCsl Pa3IMUHbIM a0MOTHUYECKUM
cTpeccaM, TakMM KaK 3acyxa, 3acCOlICHHE, JKCTPEeMajlbHble TEMIIEpPATypbl, HETATUBHO
BIMSIFOLIMM HA POCT, Pa3BUTHE M MPOAYKTUBHOCTH arpOKYJIBTYP, MPUBOS K 3HAYUTETbHBIM
noTepsM yposkasi 1 kadectsa npoaykumn (Kosova et al., 2015; Lesk et al., 2016; Benedetto et
al., 2017; Ojuederie et al., 2019; FAO, 2016, 2021; 2022; Farooqi et al., 2020; Zandalinas et al.,
2021; 2022; Zhang et al., 2022; dos Santos et al., 2022), 4T0 HAHOCUT 3HAYUTENBHBIN YIIEPO
CENTLCKOMY XO3SICTBY, MAIICBOM MPOMBIIIICHHOCTH U SKOHOMUKE B 1IEsioM (Asseng et al., 2019;
Todorova et al., 2021; 2022). 31u cTpecchl 3a4aCTyr0 B3aUMOCBSI3aHbl U aKTUBUPYIOT OOLIKE
CUTHAJIbHBIE TYyTU PErYJISALMU KJICTOYHBIX PEaKIMii, HANpaBICHHBIX HA aaNTallHio, M,
CJICIOBATENIbHO,  BBI3BIBAIOT — CXOMHbIE  MOPGOPUZHONOTHYECKUE, OHMOXUMHUYECKHE U
MOJICKYJISIPHO-TEHETUUECKHE M3MEHEHMs y pacTennii (Munns, Tester, 2008; Huang et al., 2008;
Potters et al., 2009; dos Santos et al., 2022; Jiang et al., 2025). Hapymasi MmeTaOoim3M pacTeHuid
Ha (PU3MOOrMUECKOM, OMOXUMHYECKOM U MOJIEKYJIIPHOM YPOBHSIX, AOMOTUYECKHE CTPECCH
NPENSTCTBYET MPOPACTAHUIO CEMSIH, POCTY PACTEHMI, MPUBOIAT K MOBPEKICHUIO KIIETOUHBIX
KOMITAPTMEHTOB, JeTpajali OCNIKOB, WHAKTUBALMHM (PEPMEHTOB, CHIDKCHHMIO MOMIOIICHUS
NUTATEBHBIX BELIECTB, TPAHCUPAUMKA U (POTOCHHTE3A, 3aKPBITUIO YCTHUL], TOPMOMKEHUIO
pOCTa, YBIJAHUIO M BhICKIXaHWIO pacTenuid (Hasanuzzaman et al., 2014; 2020; Ahmad et al.,
2018; hang et al., 2025). Xotss pacteHuss W OOMAJAtOT IMIMPOKHAM CIIEKTPOM 3ALATHO-
NPUCHIOCOOMTENbHBIX ~ MEXAHM3MOB, MX 4YaCTO  OKa3blBAacTCs  HENOCTAaTOYHO  JUIst
NPOTUBOJACHCTBHSL CTPECCaM, 4acTOTa M MHTEHCHBHOCTH KOTOPBIX B YCIIOBHSIX IIOOAIBHOIO
M3MEHEHU Kmmara HeykJIoHHO pactet (FAQO, 2016; 2021; 2022; Farooqi et al., 2020). B cesizu
C 3TUM NpoOyieMa YCTONUMBOCTH PACTEHUI MHOTHE TO/IbI OCTAETCS OTHON M3 LICHTPATBHBIX B
(r3ronoruy 1 OMOXVMMHUH PACTEHHIA.

Cpenu aOMOTMYECKUX CTpecC-(aKTOpPOB, 3acyxa SBISETCS HauOOJIee CEPhE3HOM
npoOreMoii, 0COOSHHO B YCIOBHSIX ITOOANTBHOIO MoTemieHus kKmmMara (Asseng et al., 2019;
Ozturk et al., 2021). 3acyluMBBIE W MOTY3ACYIIMBBIE 3EMITH 3aHUMAOT OKOII0 40% momanm
CyIH, a AT BOIBI MOYKET CHIDKATh YPOXKAMHOCTE KYJIETYp Ha S0-80% exeronHo (Zhang

et al., 2018). Hanbonee mmpoKko KyJIIETUBUPYEMBIM 371AKOM (Hapsiy ¢ PUCOM M KYKYPy30ii),
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NOIBEP>KEHHBIM BO3ICHCTBHIO IE(ULATA BOMBL, SBJsICTCA mueHnAua (Triticum aestivum L.) —
BOKHEHIIAs NPOJOBOJILCTBEHHAS KYJbTypa, obecrneunBaromas oOonee 50% mnorpeOHOCTH
yenoBeka B nuiieBoit sHeprun (FAQO, 2016; 2021; 2022; Benedetto et al., 2017, Ahmad et al.,
2018) n OCHOBHOW WMCTOYHMK MUTATENBHBIX BewlecTB it 40% HaceneHus 3¢MHOIO 1apa
(Asseng et al., 2019). ComacHo maHHBIM MesKTyHapoqHOro coBera no 3epHy (International
Grains Council, IGC; https://www.igc.int/en/default.aspx) MUPOBOE POKU3BOACTRO MIICHUIIBI B
2021/2022 rony coctaBmio 781 MJIH TOHH MPW MOCEBHOM TUTOMaaM OKono 220 MIH ra, 4to
cocranisieT 30% ot 00mmero 00bemMa MPOU3BOACTBA 3€PHOBBIX KYIbTYp. [loutn 70% ypoxas
NIIEHUIBI TOTPEONSETCS HEMNOCPEACTBEHHO B MPOJOBOJBCTBEHHBIX 1IENSAX, TOIMa Kak
ocraBimecs 30% MPUXOAATCS HA KOPMOBBIE HYKIBI YKMBOTHOBOACTBA M MTPOMBILLIEHHY O
nepepaboTky. B 1enoM, Ha 1omo 31oi KyibTyphl ipuxoauTcs 20% oT 00LIEro KoJIM4ecTBa
NHIICBBIX KATOpUH M 25% pacTUTENbHBIX OCNKOB, MOTPEOIIEMBIX B MUPE, YTO ACHacT €&
KJTFOYEBBIM KOMITOHEHTOM TPOAOBONILCTBEHHOM Oe3onacHocti (IGC, 2022). Tlockonmbky
oxumaered, 4yro k 2050 romy HaceneHwe 3emiM  npeBbicT 10 Mupm  YenoBek
(https://www.fao.org’/home/en) s obecrnieueHHs MOTPEOHOCTEM YENOBEKA B MUTATEIIBHBIX
BEIIIECTBAX MUPOBOH CITPOC HA MIIEHUILY JO/DKEH YBEIMUMThCs mpuMepHO Ha 70% (Benedetto
etal., 2017; Zhang et al., 2018; Ahmad et al., 2018; FAO, 2021; 2022; Zandalinas et al., 2021).
Mera-aHaM3 JaHHBIX MOKA3bIBAET, YTO 3aCyxa 3aMETHO CHIDKACT arpOHOMHUYECKHUE
XAPAKTEPUCTUKH (BBICOTY pacTeHHi, OMOMacCy, YpPOKalHOCTb M KOMIIOHEHTHI YPOXKAHHOCTH )
NILIEHULBI, U OyAyLIME 3aCy X1 MOTYT MPUBECTH K €11Ie O0JIEe 3HAYUTENTHLHBIM TOTEPSIM YPOXKast.
Bbornee 60% Bcex MOCEBHBIX MITOLIAACH MUEHULIBI PACTIONIOMKEHBI B PAHOHAX ¢ HEAOCTATOYHBIM
1 HecTaOwITbHBIM YBakHEeHHEM (Benedetto etal., 2017; Ahmad et al., 2018; FAO, 2021; 2022).

Ha nporsskeHMM BCEro >KM3HEHHOTO IIMKJIA PACTeHMs SKMBYT B TECHOM CBSI3U C
pazHooOpazHoi mukpoOuoroid (Compant et al., 2019). CoBpeMeHHass Hayka ONPENCIISET
pacTeHus Kak XOJOOMOHTHI — €IUHYI0 CUCTEMY C MUKPOOPraHM3MaMu, (yHKIMOHUPYHOLIME
KaK I1eJ10€ W 3BOJTIOIMOHMpYIoIe coBmecTHO (Compant et al., 2019; lNanuesa u ap., 2023;
Mukherjee et al., 2025). Tlonaepskanue OanaHca TAKOH CIIOXHOM CHCTEMbI (HA3BaHHOM
«3KocucTeMoid Ha moBozke» (Foster et al., 2017)) KpUTUYECKH BOKHO IS €€ YCTOWYMBOCTH U
peam3alii  B3aMMOBBITOHBIX OTHOLIEHWH. B ycloBusiX cTpecca (3acyxu) pacTeHus

HANpaBJIEHHO OTOUPAIOT MUKPOOPraHW3Mbl, CUHTE3UPYIOIIME (DUTOTOPMOHBI, OCMOJIUTHL U
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AHTUOKCUIAHTBI. DT OAKTEPHU HE TOIBKO CTUMY/IUPYIOT POCT KOPHEBOM CHCTEMBI, YITyulliast
NOMJIOIICHNE BOIBL, HO W  «KOOMEPUPYIOTCS» JAPYr C JAPYroM, 4YTOOBbl YCHIIUTh
CTPECCOY CTOMUMBOCTD XOIOOMOHTA. Takoi CMMOMO3 MPEBPALLIAETCS B CTPATETHIO BELKUBAHMS,
I7ie MUKPOOHBIH KOMIIOHEHT XOJOOMOHTA BBICTYMAET KJTFOYEBBIM 3BEHOM B €10 aJalTalllu K
AKCTPEMAIBHBIM YCIIOBUSIM. | [pMEHeHHE NONE3HBIX pocTCTUMYNHpYrommx Oakrepuii (PGP-
Oaktepuii, Plant Growth-Promoting Bacteria) paccmarpuBaeTcs Kak NpUpOAHasl CTPaTeryst
MOBBILLIEHNUS QalTUBHOIO MOTEHIIMAA U CTPECC-YCTOMUMBOCTH pacTeHuii (MakcuMoB U JIp.,
2011;2018; Abd El-Daim et al., 2019; Fadiji et al., 2020; Awan et al., 2020; Glick, 2020; Velloso
et al., 2021; Oyedoh et al., 2025). SHnoputHEIE PGP-0akTepiy KOMOHU3MPYOT BHYTPEHHHAE
TKAHU PACTEHUH M WX KOJIOTMYECKUE HUIIMA OTIMYAIOTCS TOBBIIICHHONW CTaOMIBHOCTHIO (B
OTIMYHME OT JPYTUX ACCOLIMUPOBAHHBIX C PACTEHUSIMU MUKPOOPTaHU3MOB): OHHU 3alIIUILIECHBI OT
pE3KUX KoNeOaHUH BIKHOCTH, YD-M3NydeHUs U AcpUIUTa MUATATEIBHBIX BEIIECTB, UYTO
JENACT UX KITFOUEBBIMU « UTPOKaMI» B IOIITOCPOUYHOM aaNTalliK K SKCTPEMAIBHBIM YCIIOBUSM
(Tamumera u ap., 2023). SHAODUTHI SBOTIOIMOHAPOBATIM KaK MPOMEKYTOUHAS TPYTIa MEKITY
canmpoUTHBIMU OakTepusiMi U ¢uTonaroreHamu, 1 Jiroooit 13 300 000 BUIOB pacTECHUIA,
CYLLIECTBYIOIIMX B MUPE, MOXKET ObITh XO3SIMHOM OJHOTO WJTM HECKOJIBKMX BUJIOB SHIO(PUTOB
(Redman et al., 2011). PacreHue MOMKET Jerde afanTUpOBaTbCs K CTPECCY BMECTE C
pazuHbIMU OakTepuabHbIMK nomyssiiusimMu (Chebotar et al., 2015; Szymanska et al., 2018).
[ToaToMy SHIO(PUTHI MOYKHO HCHIONIB30BATh B KAYECTBE OMOYI00PECHUIA, CMSTYAIOITUX CTPECCHI
U3-3a UX MPSIMOTO B3aUMOACHCTBUSI C PACTEHUEM-XO3SIMHOM, YTO MPUBOJUT K MEHBLICH
KOHKypeHmu ¢ apyrumu mukpoOamu (Glick, 2014; Vaishnav et al., 2019; Naveed et al., 2022).

B mateparype uMeercs HemMano TaHHbIX O MOBBIIEHUN oA BiustHueM PGP-Oakrepuii
YCTOMYMBOCTA PAIAYHBIX KYJIBTYD K IIUPOKOMY CIHEKTPY CTPECCOBBIX BO3ICHCTBUNA
(Maxkcumos u zip., 2011; 2020; Sood et al., 2020; Yarullina et al., 2020; 2023; Lyu et al., 2021;
Sorokan et a., 2021; Rashid et al., 2022; Kuramshina et al., 2023; Anand et al., 2023; Chebotar
et al., 2024; Oyedoh et al., 2025). PesynsraraMm u3yyeHUs Pa3HOOOPA3HBIX MEXAHU3MOB
MUKpOO-uHAympoBanHoi ycroiunBoct (MIST, Microbe Induced Systemic Tolerance)
pacTeHuii MOCBSIEHB MHOTOUMCIIEHHBIE SKCIIEPUMEHTAIBHBIE PA0OTHI, LETbIHA psii 0030pHbBIX
crarcid. Ix anami3 nokasbiBaet, 4yro PGP-0akrepun KOIOHM3UPYs BHEIHKE (pPU300aKTEPUM)

WV BHYTPEHHUE (SHAO(PUTHI) TKAHW PACTCHWM, MOTYT MPSIMO W/WIM OMOCPEIOBAHHO
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CHIDKATh HEraTUBHOE BO3/ICHCTBIE (PUTOMATOreHOB A(P(HEKTUBHO KOHKY PUPY S 32 MPOCTPAHCTBO
u nutaresbHbie BemecTBa (MakcumoB u qip., 2011; Chebotar et al., 2016; Miljakovic et al.,
2020; Deniz et al., 2025), yny4inars NONIOMIEHAE PACTEHUSIMA BOIbI I MUHEPATIBHOE IMUTAHAE
(Khan et al., 2009, Palamappan et al., 2010; Sessitsch et al., 2012; bposko u ap., 2014; Uebotapb
u 1ip., 2016; Danish et al., 2019; Hussain et al., 2020), ¢porocunte3 u Boaublii 0OMeH (Nagqgash
et al., 2020), cHHTE3UPOBATh MUPOKUH CHEKTP PA3IMUYHBIX OMOAKTUBHBIX KOMIIOHEHTOB W
3aLMTHBIX COCIMHEHUIA C AHTHOMOTUYECKAMM, (pUTOrOPMOH-TTOOOHBIMH,
OCMOPETYJISITOPHBIMHU, AHTUOKCHAAHTHBIME cBOkcTBaMU (Dobbelacre et al., 1999; Cassan et al.,
2001; Arkhipova et al., 2005; 2007; Dodd et al., 2010; Malfanova et al., 2011; 2012; Saha et al.,
2016; Cakmakei et al., 2017, Kudoyarova et al., 2019; Ilyas et al., 2020; Cherepanova et al.,
2021; Rashid et al., 2021; Martynenko et al., 2022; Akhtyamova et al., 2024; Chebotar et al.,
2024); Bce S5TO NPUBOIMT K WHAYKIMM Kackala 3allMTHBIX PEaKuWil pacTeHuii u
(hopMupOBaHKIO CUCTEMHOM cTpecc-ycToiunBocT (Van Loon, 2007; Pieterse et al., 2014;
Bukhat et al., 2020; Rashid et al., 2021; Blake et al., 2021; Lyu et al., 2021; Anand et al., 2023;
Veselova et al., 2024). BeimeynoMsHyTele 3(Q(EKTBI PEryIMpyrOTCS CIIOKHBIM HAaOOpOM
CIIELM(PUYHBIX, MHO)KECTBEHHBIX M B3aUMOCBS3AHHBIX MEXAHM3MOB, MHOTME M3 KOTOPBIX
OCTArOTCsl HESCHBIMU M HY>KHaroTest B packpbitur (Niu et al., 2011; Berg et al., 2013; Rolli et
al., 2014; Pandey et al., 2017; Anand et al., 2023). Bmecte ¢ TeM 3(pPeKTUBHOCTE ACHCTBUS
PGP-6Gakrepuii BappHpyeTCs B 3aBUCMMOCTH OT MHOMECTBA (PAKTOPOB (BKIIFOUAs CIIECKTP
CUHTE3UPYEMbIX MMM COCAMHEHWH, BHUIbl pacTeHMH, WX HKOJIOro-reorpaduueckoe
MPOUCXOKICHUE, TCHETUYECKUE U COPTOBBIE OCOOCHHOCTH, BUIbI CTPECCOB U Ap.) (Madry et
al., 2013; Volis et al., 2015; Aldesuquy, Ghanem, 2015; Kypamumna u ap., 2019; [lycenkopa u
ap., 2020; Mapkosa u ap., 2023; Kolesnikov et al., 2023), yem orpaHUuMBacTCs UX BHEIPEHHUE
B MpakTuKy. llpeamnonaraercs, 4To MpU JOATOCPOUHBIX CTPECCOBBIX BO3ACHCTBUSX Oomee
3P PEKTUBHBIMA MOTYT SIBISITECS SHAOQUTHBIE criopooOpasyroime PGP-Oakrepumn Bacillus
subtilis cIOCOOHBIE KOJIOHM3UPOBATH BHY TPEHHUE TKAH! PACTEHMI M TIOJIOXKUTENBHO BITUSITH HA
obumwii metadonmmam m3HyTpH (Chebotar et al., 2015; 2024), k TOMy k¢ OHM OOLIETTPU3HAHBI KaK
oezomacubie  (GRAS, Generally Recognized as Safe) mis npumeHeHHs B MNHIICBOM
npombinuieHHOCTH (Harwood et al., 1992; Martinez, 2013; Su et al., 2020).
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Hecmotps Ha mmmpokue uccnenopanus poiu PGP-6akrepuii B CTUMyIMPOBAaHUM POCTa,
UX BIIMSHUE HA afanTalfio U yCTOHYMBOCTh PACTEHMI K a0MOTHYECKUM CcTpeccaM (3acyxa,
3aCOJICHUE, TOKCUYHBIE 3arPS3HUTENH U T.J.) B UX KOMOMHAUMIM MPUOOPETAET BCE OOMbIIEE
3naucHue (Lastochkina, Bosacchi, 2023; Oyedoh et al., 2025). Jlns ycnemHoi peanvzanuu
TexHONOrMM npuMeHeHuss PGP-Oakrepuii, Brmrowass sHOoQUTHBIE B. subtilis, Kak
BOCITPOM3BOIMMOIO MOAXOMa HEOOXOMMMO Ppa3BUTh OOJiee MIYOOKOE MOHUMAHWUE MHOTUX
(yHIAMEHTATBHBIX OMOXUMHYECKUX, (PU3MOTIOTMYECCKUX M MOJICKYJISIPHBIX MEXAQHU3MOB MX
B3aUMOJICHCTBHS C PACTCHUSIMU B CTPECCOBBIX YCJIOBUSIX. B&KHOE MECTO 3aHUMAIOT BOMPOCHI
O B3aUMMOCBSI3M MyTel NMepefadi CUTHAJIOB MPH PEryysiui (PU3HONIOrMYECKUX MPOLIECCOB Y
PacTeHWi, PA3MUAKOIIMXCS [0 CTPAaTeTWM afanTalyy K CTpeccaM, BKIIFOYas PacTeHUs
NILEHULIBI JIECOCTENMHOTO 3aNaJHOCUOUPCKOTO M CTEMHONO BODKCKOTO arpO3KOJIOTHYECKUX
rpynn (SKOTUIIOB) MPEACTARJISIFOIIMX, COOTBETCTBEHHO, 3anannyro Cudupb u [loBommkbe —
KPYTHEHIIME PErHOHBI-TPOM3BOAMTENN sipoBOid mieHubl B Poccun (OKykoBckmid, 1957,
[pirankog, 2011; MyxwutoB, Camyusios, 2014). XoTsi B MOCIIETHEE BPEMSL, YACTSETCS BHUMAHKUE
conocrabinieHuto 3pdexroB PGP-Oakrepuii Ha pa3HbIe COpTa KYJIETYPHBIX PACTCHUINA, B T.U. ITPU
abnotnueckux crpeccax (Aldesuquy, Ghanem, 2015; Kypamumina u mp., 2019; Mapkosa u ap.,
2023), cBeneHus IO CXOACTBY M PA3AUMsIM ACHCTBHS SHAOPUTHBIX B. subtilis Ha pacTeHUs
NILIEHULBI C PA3TTMYHBIMU CTPATEUAMU aJaNTalMK K 3aCyXe OTCYTCTBOBIM K MOMEHTY Hadaia
Hawel padoThl, @ 0 CUTHAIBHBIX MYTsIX, 3AyCKAEMbIX MU ITPU A0MOTHYECKUX cTpecca (M uX
KOMOMHAIMSX), HOCWIM (PparMEHTapHbIA Xapakrep. BakHYIO pPOjb WIPAcT PacKphITHE
ocoOcHHOCTEH BiMsHUS SHAOPUTHBIX PGP-Oaktepuii Ha OataHc (UTOrOPMOHOB Y
NOJBEPIHYTHIX CTPECCYy pacTeHuid, (PyHKIMOHUPOBAHUE KOMIIOHEHTOB AHTHMOKCHIAHTHOM
CHCTEMBI M ackopOar-nTyTatnoHoBOro (AsA-GSH) muknia B mojiepkaHiu peloKc-cTaryca,
(POTOCHHTETUUECKYIO JCATENTIBHOCTE (B TY. (DOTOXMMMYECKAs AKTHMBHOCTh, MapameTphbl
(yopecueHIn XJI0po(rilia, COCTOSHUE YCTHUIL) a TAKKE OapbEPHBIE CBOMCTBA KIIETOYHBIX
CTEHOK KOPHEW M BBISIBIICHUE B3aMMOCBSI3M € KOJIOHW3ALMEH OaKTEpUsIMA BHYTPEHHUX TKAaHEH
pacrenuii. Kpome Toro, ocraercss HEsCHbIM, 4eM OOyCJIOBJIEHbI BapHalliM B YCMEIIHOCTH
KOJIOHM3ALMKU OaKTepUsIMM TKaHEW pa3HbIX PACTCHMH-XO34€B M MNPUIAHME MM CTPECC-

TOJIEPAHTHBIX CBOMCTB B HEOIArONPUATHBIX YCIIOBHSIX TPOU3PACTAHUS.
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B cBsi31 ¢ HaMEUEHHOI 11E71bF0 OBUTH MOCTARJICHBI CIIETY FOLIHE 3a1a4M:

1. TlpoBecT KOMIJIEKCHYIO OICHKY BIIMSIHUS MHOKYJISILIMM CEMSIH SHAO(MUTHBIMU
OakrepusiMu  B. subtilis Ha ()EHOTHIT arpoOKyIsTYp M BBISIBUTH OCHOBHBIC (DPU3HOOrO-
OMOXUMHAYECKUE MTApaMETPhI HX YCTOWYMBOCTH K CTPeCC-(haKkTopam paziInyHOM MTPUPOIBbL.

2. Uzyunts MOp}onoro-(hu3noioriyeckue 1 OMOXUMUYECKUE MEXaHU3Mbl OTBETHBIX
peakumii K aeuuuTy Blard y KOHTPACTHBIX MO CTPATETHM faNTalih K 3aCyXe SKOTHUIIOB
MSTKOH MIICHUIBI  (JIECOCTEIHOIO  3aMaJHOCMOMPCKONO M CTEMHONO  BOJDKCKOIO) Ha
WHOKYJISILMEO SHAOPUTHBIMU B. subtilis.

3. HUccnenopare yuactie sHuoreHHelx (uroropmonoB (ABK, LK, UVK, CK) B
PeryIsiy SHAO(UT-OMOCPEAOBAHHON YCTOWUMBOCTH K BOTHOMY JAC(PUIIMTY Y KOHTPACTHBIX
0 CTPATETHH AJANTALMK K 3aCyXE€ PACTCHUH MIICHALBI B COYETAHUH C OLIEHKOH KOMITOHEHTOB
KJICTOUHBIX CTEHOK KOPHEW (JIMTHUH, CyOCPHH ).

4. TlpoBecTH CpaBHUTEIIBHBIA aHAIW3 BIMSHUA Ae(ULIMTA BIard U SHAO(UTHBIX B.
subtilis Ha mapaMeTpbl (POTOCHHTETMYECKOrO armnapara y KOHTPACTHBIX MO CTPareruu
aJanTalnyy K 3aCyXe paCTCHUI MIIIEHULIBL.

5. Tlpoananmm3upoBartk OMOXMMHYECKHE XapPAKTEPUCTUKH KOMIIOHEHTOB ackopOar-
n1yTatnoHOBOTO (AsA-GSH) kommjiekca aHTUOKCHIAHTHON CHCTEMBbI 3aLUTHI U BBISIBUTH WX
BO3MOXKHBII BKJIQ]I B BBI3BIBACMYIO SHAODHUTHBIMU B. subtilis CTaOMIHM3alMI0 PEAOKC-CTaTyca
¥ YCTOHYMBOCTH K BOTHOMY J€(PUIIMTY Y KOHTPACTHBIX MO aJANTUBHBIM CTPATETHSIM PACTCHUI
MIICHULTBI.

6. UccnenoBars criocOOHOCTh 3HAOPUTHBIX B. subtilis OKa3bIBaTh MPOJIOHTMPOBAHHBIN
3auMTHBIN 3PQEKT (BKIHoUas Bo3MoxkHOE yuactue [ AMK) Ha Mop(honoro-pu3noaorayeckue
1 OMOXMMUYECKUE MOKA3ATENH KOHTPACTHBIX MO CTPATETVM AaNTali PACTEHHUH MIICHUILIBI B
YCIOBUSIX KOMOMHUPOBAHHOTO cTpecca (repOMIUI+HTOYBEHHAS 3acyXa) U B IOCT-CTPECCOBBIMA
NEPUO, U OLICHUTH BIIMSIHUE MHOKYJISLIMU HA MPOLYKLIMOHHBIE TApaMETPbl 1 OMOXUMUYECKUI
COCTaB 3€pHa.

7. 1lpoBECTM TOIHONCHOMHOE CEKBEHMPOBAaHWE M OMOMH(OPMATHUYECKUI aHam3
reHoma imramma sHipoguta B. subtilis 10-4 i BBISBICHUS T€HETUYECKUX JETCPMUHAHT

NPOSIBIICHUST  (PYHKIMOHAIBHO BAKHBIX €r0 CBOMCTB, CBA3aHHBIX C (DOPMHPOBAHUEM
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3 PEKTUBHBIX B3aUMOACHCTBHIA C PACTEHUSIMH, CTUMYJISILIMEH POCTA M CTPECC-YCTOMUMBOCTBIO

Ha YPOBHE (DEHOTHUTIA ArPOKYJIBTYP.

OcHOBHbIE N0JI0’KE€HHS], BLIHOCHMbIE HA 3aIlHTY:

1. YauBepcaibHbIe (HECTIEHM(PUUECKAE) 3aIUTHBIE PEAKIIMH PACTCHUH, UH Ty IUPYEMBIE
SHAOPUTHBIMU B. subtilis B yCAOBUSIX NePUIMTA BIIArH, 3aCOJICHUS, TOKCUUYECKOTO JICHCTBHS
Cd, xkOMOMHMpPOBAaHHOM BO3IEHCTBAM OO0C3BOKMBAHUS C (Dy3aprO3HOW WHQEKIMEH u
repOMIIMAHBIM TIPECCUHTOM, BKJTIOHAIOT A(EKTUBHYHO KOJIOHW3AIMIO BHYTPCHHUX TKaHEH
PacTEHUH, CHIDYKEHHUE YPOBHS IEPEKMCHOTO OKUCIIEHUS JIMIAIOB, PETYISILHIO YPOBHS MPOJIMHA
Y TIOJZIEPKAHKUE TIOBBILIEHHOTO YPOBHS (DOTOCHHTETHYECKUX TUTMEHTOB, YTO MPOSIBIISIETCS B
CHIDKCHUH CTEMEHH MOBPEXKIAIOMIETO 3(P(EKTa CTPECCOB HA PACTUTENBHBIE OPraHU3MbI, U, B
KOHEYHOM MTOTE, MPESAOTBPALLACT MAICHUE YPOXKAs.

2. Pocrctumymapytonmii ekt B. subtilis 10-4 Ha pacTeHus mueHABE 00y CIOBICH
ObicTppiM  1,5-2-kparHbiM  HakorieHueM WYK Ha QoHE OTCYTCTBUST HM3MECHEHWI B
koHieHTpaimu [IK u ABK. AxtuctpeccoBblii 3(pdekr CBs3aH ¢ MPeAOTBpaLICHUEM
BBbI3BIBAEMOTO OOE3BOKMBAHUEM MajcHUsl coaepkanus YK, yMEHbIICHHEM aMIUTUTYIbI
casuroB B Oanance ABK/LIK 1 ¢ ycuneHreM OTIOKEHHUS JIMTHUHA U CyOeprHA B KIIETOYHBIX
CTCHKaX KOPHEW € MAKCMMAJIbHBIMH 3HAYECHMAMH JUI PACTEHWH YCTOMYMBOIO COpPTa B
CPaBHEHMM C PACTEHUSIMU YyBCTBUTEITLHOTO COPTA.

3. OuporenHas CK urpaet KIrOUEBYHO POJib B PEaM3alUM MMPENANANTAPYIOIETO U
AHTHCTPECCOBOTO AcHCTBUSI SHAOGHTA B. subtilis 10-4 Ha pacTeHMS MIICHALBI C KOHTPACTHBIMU
CTparerusiMM afanTalym B yCIOBUIX AS(DUIIMTA BIAry.

4. Tonnepskanue (POTOCUHTE3A Y MHOKYJIMPOBAHHBIX PACTEHUH MIIEHUITBI TIPH IEPUITATE
BJIArH CBs13aHO ¢ ontuMu3aiieii padotel OCII (MOBBIIIEHHEM MAKCUMATIBHOTO U 3(P(EKTUBHOTO
KBaHTOBbIX BbIXOMOB Fv/Fm, Y(II), CHWKEHMEM KBAaHTOBOIO BbIXOMA HEPErYIIMPYEMOi
quccunaipn dHEpruk Y(NO)), ¢ yBEMMUYEHUEM IJIONIAA JIMCTHEB W MPEAOTBPALICHUEM
Jerpajaiy - XJ0poQUUIOB MPUA  CTPECCE, C  PEryJsied YCTBUYHOM MPOBOAMMOCTH,
00CCIECUMBAIOIICH KOMITPOMUCC MEXKAY CHM)KCHMEM TOTEPH BOABI M MOMIEPKAHUEM
ra3000MEHa B 3aBUCUMOCTH OT CTPATETWH aIAITalliK K 3aCyXe U JUTUTEIBHOCTH CTPECCa.

5. KiroueByro posib B CHIDKEHUM YPOBHSI CTPECC-MHIYLIMPOBAHHBIX OKUCIUTEITBHBIX

TOBPEKACHUN KJICTOK W CTAOWIM3AIMH  PEIOKC-CTATyca KOHTPACTHBIX IO CTPATervu
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aIanTaluy K 3aCyXe MHOKYJIMPOBAHHBIX PACTCHUI MINEHUIBI YCTOMUMBOIO copra Jkana 70 u
4yBCTBUATEIBHOTO copra Canasar FOmnaeB B paHHKe (pasbl OHTOreHe3a (MpOpacTaHue-BCXOIbI )
urparoT AsA u GSH coOTBETCTBEHHO; TOT/Ia KaK B O0JIEE MO3HUE CTAIUK PA3BUTUS (KYILIEHUE )
— GR py1s pactenunii 000MX COPTOB.

6. Unokynsumst cemsiH sHnoguramu B. subtilis (10-4, 26]1) ciocoOCTBYET MOBBILIEHAI)
conepxanus 3HnoreHHo TAMK o crpecca B KOHTPACTHBIX MO CTPATETMH ANANTALAA K
00€3BOKMBAHUIO PACTEHMSX MILEHUIIBI U OBICTPOMY HAKOTUIEHUIO 3TOW aMMHOKHUCIIOTHI TIPU
BO3HUKHOBEHHUM CTpecca (KOMOMHAIMs repOMIMaa ¢ NMOYBCHHOW 3acyXOi) B CPaBHCHUM C
KOHTPOJIEM, YTO COMPOBOYKIAETCS MOBBIICHAEM YCTOMYMBOCTH PACTEHUI M YCKOPEHHBIM MX
BOCCTAHOBJICHUEM B TOCT-CTPECCOBBIM MEPUON, CBUACTEILCTBYS O BOBJICUCHHM 3TOTIO
COE/IMHEHHS! KaK CUTHAILHOW MOJIEKYJIbl B MPOLIECCHI BbI3bIBAEMON 3HIO(UTAMU CTpeEcC-
azanTauuy PacCTEHUMN.

7. llpennoceBHast MHOKyIsiuwst B. subtilis (10-4, 26]1) oka3bIBACT MPOIIOHTUPOBAHHBIN
3auMTHBIN A(PPEKT Ha POCT U OMOXMMHUYECKUE IMOKA3areid KOHTPACTHBIX MO CTPAarervuu
aJIanTally K 3aCyXe SKOTHITBI NIIECHHULIBI TP KOMOMHMPOBAHHOM CTpecce (repOrLma+3acyxa)
U CIOCOOCTBYET YCKOPEHHOMY MX BOCCTAHOBJICHHIO B TOCT-CTPECCOBBIM TMEPUOA, YTO
OTPaKAETCs HA MOBBIIIEHAN YPOXKAHHOCTH C YIyUILIEHMEM aMUHOKHUCIIOTHOTO, MUHEPAILHOTO
COCTaBa 1 NMoKazaresiei xJ1e00neKapHOro KaYeCcTBa 36pHA. Y YCTOMUYMBOIO SKOTHIIA ITPU CTPECCE
WHOKYJISILIMSL ~ YCWJIMBAET TCHETUUYECKUM  3AJIOKCHHBIC — 3AlUTHBIE ~ MEXAHW3MBL, Y
YyBCTBUTESTLHOTO — KOMIICHCUPYET HEJOCTAIOLIHE.

8. IIposiBreHKE POCTCTUMYIUPYFOIIMX M AHTUCTPECCOBBIX CBOMCTB 3HI0(uTa B. subtilis
10-4 Ha pa3nvuHbIC PACTECHUS U NPU Pa3HbIX CTPECCcax NETEPMUHMPOBAHA HAOOPOM TE€HOB,
ACCOLIMMPOBAHHBIX C KOJIOHM3ALMEH (KTYTUKOBasl TOABMXKHOCTb, XEMOTAKCHC, aJre3us,
(hopmupoanue OnorieHoK, cuaTe3 JIIC); ¢ ycBoeHneM nutare/ibHbIX 21eMeHToB (N, P, K| S,
Fe), cunrezom cuaepodopos, (uroropmoHoB (aykcubl, CK) m Apyrux OMOAKTUBHBIX
COCMMHEHMIA (BKJTtOYasi BUTaMUH B6, JieTyuue BEIIECTBAa aleTouH, 2,3-OyTaHauon), ¢
OMOKOHTPOJIEM YEpE3 CHHTE3 AHTUMHMKPOOHBIX arcHToB (NRPS-kmacrepel OarmnmsuHa,
OanuyuiacHa, cyOTWno3nHa A, OarpyumOakThHA, CypgakThHa, (PCHIMIMHA, MJIMNACTaThHA,
YHUKAQJIBHBIA TEPIICHOBBIA KIACTEP, CaKTH- W PAHTUNCHTUIABL, TPOTEA3bl, NIFOKAHA3bI), C

YCTOﬁQHBOCTBIO K a0MOTHYECKUM CIrpecCaM, BKIIOYasd ICHBI CHHTC3a OCMOIIPOTCKTOPOB
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(mpoyH, mmimH OctauH), [AMK, nommamuba cnepmuannHa, aetokcukaimu AD®K (COL,
DIYTATHOH), C PErylsiueil oOlMX CTpecc-peakiyii, MEpPeNayd CUTHATIOB KIIETKaMU W
YCTOWYMBOCTBIO K arPECCUBHBIM YCJIOBUSIM CPEIBI.

HavuHasi HoBH3HA:

BriepBeie MPOBEACHO KOMILIEKCHOE M3YyYEHWE BIMSIHUS SHIOPUTHBIX B. subtilis (Ha
npumepe mramma 10-4) npu BO3ACHCTBIM JeUIMTA BiIark HA TOPMOHAJIBHBIN CTaryc, ASA-
GSH ki, cocrostane OCII (OTOCHHTETHYECKOTO armapara, MOPQOJIOTHIO YCTHHLL, BOAHBIN
OOMEH, KOMIIOHEHTBI KJIETOYHOH CTEHKHM (JMrHuH, cyOepuH), [TAMK y KOHTpacTHbIX IO
CTpareruy afanTalyuy K 3acyXe PacTeHWil MuieHWbl [IpoBeneH aHaimm3 MOMHOTO TeHOMa
wramma B. subtilis 10-4 1 BBISIBIICHBI TCHETUYECKHAE JCTCPMUHAHTBI IPOSIBIICHUS 3AJI0KEHHBIX
Ha FEHOMHOM YPOBHE (PYHKIIMOHAITEHO-TIOJIE3HBIX €10 CBOMCTB HA YPOBHE (PEHOTUIIA PACTCHMIA-
X0351€B B HOPMAJIBHBIX M CTPECCOBBIX YCIOBUSIX.

BoisiBieHo, 4to  00mMe (YHUBEPCAIBHBIE) 3allMTHBIC PEAKIMKA  PACTCHUH,
UHIYLIUPYEMBbIE SHAOQUTHBIMU B. subtilis B yCloBUsSIX OO€3BOKMBAHUS, 3aCOJICHUS,
TOKCHYECKOro JeicTBust Cd, KoMOMHAIMK 00E3BOKUBAHKS C MH(UITUPOBAHUEM BO30OYUTENIEM
(dy3aproza W TEepOMIMAHBIM MPECCUHIOM, BKITHOYAOT A(MPEKTUBHYIO  KOJOHU3ALNIO
BHYTPEHHUX TKAHEW PACTCHUNA, CHIDKEHHE VYPOBHS IEPEKUCHOIO OKWCIICHHS JIMIHJIOB,
PEryJSILMIO YPOBHSL MPOJIMHA, YCWICHHE JIMTHU(MKAIMM KIETOYHBIX CTEHOK KOpPHEH |
NOJJIEP>)KAHUE MOBBIIEHHOH (POTOCHHTETUUYECKOM aKTUBHOCTH, UTO MPOSIBIISIETCS B CHY>KEHUU
CTENECHU MOBPSKIAOMIETO 3(PEKTa CTPECCOB HA PACTUTEBHBIE OPraHU3Mbl, U B KOHEUHOM
UTOTe, IPEAOTBPALLIAET CHIDKEHHUE YPOJKasl.

OOHapy>keHbI CXOACTBA (YHUBEPCAJIbHBIC MEXaHU3MbI) U pa3iuus (crermupuieckue
3¢ deKkThI) BIUSIHUS SHAOPUTHBIX B. subtilis Ha KOHTPACTHBIC TIO CTPATETHH aJaNTald K
3aCyX€ DKOTUIMOB MIICHUIILI (JIECOCTEMHOIO 3arnaJHOCUOUPCKOr0 M CTEMHOINO BOJLKCKOIO) B
YCHOBHSIX JeuumTa Biard. BrepBeIE yCTAHOBJIECHO, YTO KITFOUEBYHO POJb B PEaTM3aLMA
SHAOPUT-UHAYIMPOBAHHOTO  CHW)KEHHUSI  OKUCIIMTENIbHBIX — TOBPEXKICHUNA  KJIETOK U
cTa0WiM3alil  PEIOKC-CTaTyca PACTCHHWM TINCHWIBI HA PAaHHMX JTalnax OHTOINCHE3a
(mpopacTaHure-BCXobl) Urparor AsA ans ycroiunBoro copra Okama70 m GSH s
YyBCTBUATEIBHOTO copra Canasar FOmaeB; Torna kak Ha Oonee MO3AHUX CTAIUSX Pa3BUTHS

(kymieane) — GR mis oOoux coproB. Brepeele MoKazaH CTPECC-NPOTEKTOPHBIA A(QeKT
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SHIOQUTHBIX B. subtilis Ha (oToxummuueckyro aktuBHOCTe DCIl pacTeHmii miueHUIBl ©
KOHTPACTHbIMM ~CTparervsMi aanTallid K 3acyxe, NPOSIBJISIOIIMNACS B TOBBILICHUA
MakcumabHOTO (Fv/Fm) v addexrrraoro Y(II) KBaHTOBBIX BBIXOIOB, CHIPKEHUH KBAHTOBOTO
BbIxOa Heperymupyemoi muccunaimu sHeprud  (Y(NO)) OCI, 4uro cnocoOCTByeET
NOJIEP>KAHMEO TOBBIIEHHOH (JOTOCUHTETUUECKO# IESTEBHOCTH B CTPECCOBBIX YCIIOBUSIX, 4 B
NOCT-CTPECCOBBIA MEPUOA — OBICTPOMY BOCCTAHOBJICHHIO IO KOHTPOJIBHBIX 3HAYECHHIA.

BriepBbie ycTaHOBIIEHO, UTO OnocpenoBaHHas sHA0GUToM B. subtilis 10-4 ycTOWUMBOCTD
KOHTPACTHBIX [0 a/TANTUBHBIM CTPATErMsIM PACTEHMIA MIICHULIBI B YCIIOBUSX ACPUIIMTA BIIark HA
PaHHMX CTAAMSIX OHTOTEHE3A CBA3aHA C MPENOTBpallicHueM pe3koro capura B Oanance UYK/ABK
U MoepkaHueM ToBbIICHHOTO ypoBHs [IK. Pocrcrimymapyromnmii s¢dext oOyCorieH
ObICTpbIM 1,5-KparHbIM (JIjisi YyBCTBUTETHHOIO COPTA) U 2-KPaTHBIM (U1l YCTOWYHUBOIO COPTa)
HakoriehneM MYK Ha Qone orcyrctBus wameHeHuwii B koHueHtpaimu [IK m ABK.
AHTHCTPECCOBBIA APPEKT CBSA3aH C MPEIOTBPALLEHUEM CTPECC-UHIYLIMPOBAHHOTO CHIKEHHS
coneprkanust YK u ymenbleHrneM aMmrumtynbsl ¢aBuroB B Oanance ABK/LIK, ¢ ycunenvem
CUHTE3a JIMTHMHA W CYOEpUHA B KOPHSX C MAKCUMAJIbHBIMU 3HAYEHUSIMM JIsl PacTEHUiA
YCTOWYMBOIO copra Jkana’0 B CPABHEHUM ¢ YyBCTBUTEBHBIM cOpToM Canasar FOmaes.

BriepBbie ¢ HCMONB30BAHMEM MHTMOMTOPHOTO aHAIT3A ITPOACMOHCT PUPOBAHA KITFOUEBAs
ponb sHmodut (B. subtilis 10-4)-MHAYLIMPOBAHHOTO HakoMcHWs SHAoreHHoW CK  kak
TOPMOHJILHOTO MHTEPMEIMAra B peaM3allii TMPOTEKTOPHOTO JEHCTBHMS HA pACTEHUS
NIICHUIBI ¢ KOHTPACTHBIMU CTPATETWsIMU aiaNTallid B YCJIOBUSX BOAHOIO Aeduimra B
HAYaJIbHBIX CTAIUSX BETECTALMH.

HoeuzHoii obnanator ceenenmnst 00 yvactin sHporeHHoid [AMK B omocpenoBaHHOM
SHAOQUTHBIMA B. subtilis anantauui U yCTORYMBOCTH K KOMOMHUPOBAHHOMY BO3JICHCTBHIO
repOMIIMIHOTO TMPECCUHIAa M 3aCyXd PACTEHW MILIEHWIbI, KOHTPACTHBIX MO CTpareruu
aranraun kK 00e3BokuBaHuI0. Kononmzauws pacrenuii sunoguramu B. subtilis 10-4 u 26]]
CrocoOCTBYeT mMOBBIIEHNIO Oa3oBoro ypoBHs [AMK (mo crpecca) m ObICTpoMy €€
HAKOTJICHUIO TP BO3HUKHOBEHWM CTPECCa B CPABHEHMM C KOHTPOJIEM M YCKOPEHHOH
NEPECTPOMKE PACTUTENBHOIO META00M3Ma € YCWIICHMEM TE€HETUYECKH 3aJIOKEHHBIX
MEXAHU3MOB Y PACTCHUI YCTOMUMBOIO copra Jkana70 v KOMIIEHCAMEN HEAOCTAOMNX Y

pacTeHrii 4y BCTBUTENBHOTO copra Casnasar FOmaes.
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[Tory4eHbl TPUOPUTETHBIE JAHHBIE O MPOJOHTMPOBAHHOM 3alMTHOM 3(dekre
SHAOQUTHBIX B. subtilis (10-4, 26]/1) Ha POCT 1 OMOXMUMHUYECKUE MOKA3ATENH KOHTPACTHBIX MO
CTpareruy 3acyXOyCTOMUMBOCTM PACTCHWMI IMIICHUIIBI TPU KOMOMHHUPOBAHHOM CTpecCe
(repOuIma+3acyxa), YCKOPEHHOM MX BOCCTAHOBJIEHWMM B IOCT-CTPECCOBBIA MEPUOA W
(opMUpPOBaHMM TIOBBILICHHOTO YypOXKas 3€pHA C  YAYUIICHHBIM AMHHOKHCIIOTHBIM,
MHHEpaTbHBIM COCTABOM M APYTUMHU MOKA3ATENSIMUA KaueCTRa.

BriepBble BbISIBICHBI (PYHKIMOHAILHO-BAKHBIE CBOMCTBA M KITFOYEBBIE T€HbI SHA0(pUTA
B. subtilis 10-4, OTBETCTBEHHBIE 3a MPOSIBICHUE HA YPOBHE (JEHOTHIA PACTCHUIA-XO35CB
AHTH(DYHTATBHOM, POCTPETYJHMPYIOIICH M AHTHCTPECCOBOM AaKTMBHOCTEH C MOMOILBIO
MOJTHOTEHOMHOTO CEKBEHUPOBAHUS, (PyHKIIMOHATIBHON aHHOTAIMU U OMOUH(POPMATHUYECKOTO
aHaymi3a ero reHoma. [IposiBiieHHE POCTCTUMYJMPYIOUIMX U AHTUCTPECCOBBIX CBOMCTB B.
subtilis 10-4 Ha arpoKyJIsTYpbl MPU PA3HBIX CTPECCax ICTEPMUHUPOBAHA HAOOPOM TE€HOB,
ACCOLIMMPOBAHHBIX C KOJIOHM3AlMEH (MOIBIKHOCTb, XEMOTAKCUC, aare3us, (popMUpOBaHUE
ouoreHok, cuate3 JI1C); ¢ ycBoenneM mutarenbHbix aeMeHToB (N, P, K, S, Fe), cunrezom
cuniepodopos, putoropmoHOB (aykcuHbl, CK) 1 qpyrux OMOAKTHUBHBIX COCAMHEHUH (BUTAMUH
B6, neryume BemiectBa anerowH, 2,3-Oytanamon), ¢ OuokoHTposieM (NRPS-knacrepsi
Oarymi3uiHa, OalwiacHa, CyOTwo3uHa A, OarpyumOakThHA, CypQakThHA, (PEHIUIMHA
IUIMNIACTATUHA, YHUKAIBHBIA TEPHECHOBBIM KJacTep, CaKTH- M PaHTHIENTUIbI, MPOTEA3H,
DIIOKAHA3bl), C YCTOMYMBOCTBIO K AOMOTMUYECKHMM CTpeccaM, BKJIFOYAsh TEHbl CHHTE3a
OCMOITPOTEKTOPOB (MPosvH, uikH OcTanH, [ AMK), nonmuamMuHa ciepMuHa, JETOKCUKAI A
A®K (CO/I, myTaTtiioH ), ¢ peryssiiueid oOImMX CTPECC-PEaKIi, KJIETOUHON CUTHAIM3AINN |
YCTOMYMBOCT K AarpeCcCHBHBIM YCJIOBUSIM CPElbl. OTO CBUICTENLCTBYET O IIMPOKOM
MeTabONMMYECKOM MoTeHImane sHaodura B. subtilis 10-4 u GopmupoBannn 3PPeKTHBHOTO
B3AUMOJICHCTBHSL C PACTEHUSIMH B ONTHMAJBHBIX M CTPECCOBBIX YCIOBMSX, YTO
NOATBEP)KAACTCS  JaHHBIMM 00 MX  BIMSHMM HA  POCT, YCTOWYMBOCTH U
POy KTHBHOCTh/KAYECTBO arPOKYJIBTYP.

IIpakTHyeckasi 3HAYUMOCTDH PA0OThI:

BeoIsiBrieH psit 001X KPUTEPUEB, XaPAKTEPHU3Y FOLINX 3ATUTHOE ICHCTBUE SHITO(PUTHBIX
B. subtilis Ha (PU3MONIOTHIO Pa3IMYHBIX arpOKYIIBTYP (caxapHasi CBEKJIa, MIIEHUIIA, TOPOX,

(baconb, Kaprodesb) MpU pa3HOOOPA3HBIX CTPECCOBBIX BO3ICHCTBHSIX W WX KOMOMHAIMSIX
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(3aconenue, neuuUT Biard, Tokcwdyeckue WOHbl Cd, wH(uIMpoBaHWEe BO3OyaMTENIEM
allbTepHapro3a, 3acyxatQysapuo3, repouIma+3acyxa), BKIoHaronmil  3(HHEKTUBHYIO
KOJIOHM3ALMIO PACTEHHUH, CHUYKEHUE OKUCIUTEITBHBIX U OCMOTUYECKHMX MOBPEKICHUIA KIIETOK,
yCWIICHNE JIMTHA(QUKAMK KOpHEH W mopaepkanue (poTtocuHTe3a. BBIsSBICHHAS WHIYKLWS
sHpopurom B. subtilis 10-4 yCTOWYMBOCTM PACTEHWA MIICHHUIBI K BOAHOMY AC(HHUIIMTY,
3aCOJIEHUI0, TOKCHYECKOMY AciicTBHIO Cd M KOMOMHUPOBAaHHBIM CTpeccaM (repOuLma+3acyxa,
3acyxat+(y3apro3) Mo3BOSET OTHECTU 3TOT MPUPOIHBIA PErYsTOP pOCTa K Mpenaparam ¢
IIUPOKUM CIIEKTPOM 3AILUTHOTO ACHCTBUS.

Briepeeie B KOMIUIEKCHOM — aClEKTe  NPOAEMOHCTPUPOBAHA  peanm3alyst
JECTEPMUHUPOBAHHBIX HA TECHOMHOM YPOBHE (DYHKIIMOHATIBHO-MTOIE3HBIX CBOMCTB IITaMMa B.
subtilis 10-4 B (eHOTMNIE MHOKYIMPOBAHHBIX PACTEHWII B HOPMAIBHBIX M CTPECCOBBIX
YCJIOBHSIX, YTO MO3BOJISIET PACCMATPUBATH TIOTHONCHOMHBIA aHAITN3 B KAYECTBE HPPEKTUBHOTO
WHCTPYMEHTA Ul MPOTHO3UPOBAHMS arpOHOMHYECKOM 3(P(EKTUBHOCTH HOBBIX HM3OJISITOB.
[ToyueHHBIE PE3YABTATH OTKPBIBAKOT NEPCIEKTUBHI [T pa3paOOTKH MUKPOOHBIX ITPEMaparoB
W WHTErpaly ACCOLMUPOBAHHBIX C PACTCHUSMH SHAOPUTHBIX Oakrepuii B. subtilis B
CEJICKMOHHBIE TPOrPaMMbl IO  CO3IAHWIO KJIIMMATUYECKH YCTOMUYMBBIX arpOKYIBTYP.
[lonyueHHBIE CBEACHHS BHOCAT BKJIAA B TOHMMaHUWEC (DYHIAMEHTAIBHBIX OCHOB
B3aMMOACHCTBHS SHAODUTHBIX OaKTeprii B. subtilis C paCTCHUSIMU NIIEHHULIBI C KOHTPACTHBIMU
CTparerusiMM aanTalyy K BOAHOMY AS(PUIIATY 1 MOTYT OBbITh MCIIOIB30BaHbI TS Pa3pad0TKu
OMOMHOKYJISIHTOB, YCW/IMBAOIIMX TCHETUYECKH 3AIOKCHHBIC WA KOMIICHCUPYIOLIME
HEJOCTAOIIME MEXAHM3MBbl  3AIOWTHI  PACTEHWH, UIi BHEAPEHHS B SKOJOTMYECKH-
OPHUEHTUPOBAHHBIC TEXHOJIOTHM BBIPAIIMBAHUSL KYJABTYP B Pa3HBIX arpOdKOJIOTMYECKHX
PErMoHax B yCIOBHSIX MEHSFOLIETOCS KITMMATA.

[lepcrneKTMBHBIH 1715l TPAKTUYECKOTO MPUMEHEHNS SHAOPUTHBIN ramm B. subtilis 10-
4 npenonvpoBaH B HarmoHanbHOM OHOpECYpcHOM I1ieHTpe Bceepoccuiickoil KOMUIEKIMn
npoMbIIUIEHHBIX MUKpoopranmMoB HULL «KypuaroBckuii unctuty™ (T. MOCKBa) (peructp.
Homep: B-12988); mnomHOreHOMHas MOCHEAOBATENIBHOCTL —IITAMMa  JICTIOHMPOBAHA B
MexxayHaponHod  Oaze  manHeix  NCBI DDBIJ/ENA/GenBank  (Homep — aoctyma:
JAVHK X000000000, renomubiit mpoekt ID: PRINA1008864).
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IJIABA 1. OB30P JIUTEPATYPbI
1.1. IIpoOaema ycTOIYMBOCTH PACTEeHUIl K A0NOTHYECKHM CTpeccaM

B CBsI3M ¢ NPUKPEMNEHHOCTBIO K MECTy OOMTAHWSI PACTUTENBHBIC OPraHu3Mbl B
€CTECTBEHHON Cpeie OOMTaHMs YacTO MOABEPIKEHBI PA3IMUHBIM A0MOTHYECKUM CTPECCaM
(3acomneHue, 3acyxa, IKCTPEMAIBHBIE TEMIIEPATYPbI, TSHKEIBIE METAIIBL, ECTULIMIBL U AP.)
(Kosovacetal., 2015; Benedetto et al., 2017; Ojuederie et al., 2019; FAO 2016; 2021; Asseng
et al., 2019), koTOpBIE MPUBOIAT K CXOMHBIM MOBPEKAAOIIUM MOPHOPU3HOTOTHIECKIM,
OMOXMMHUYECKUM W MOJIEKYJITPHBIM M3MEHEHHSIM 3HAYMTEIbHO OTPAHNYMBAs POCT U OOLIY O
YPOXKaHOCTh CENTbCKOXO3MCTBEHHBIX pacteHnid (Abd El-Daim et al., 2019; Farooqi et al.,
2020; Zandalinas et al., 2021; 2022; dos Santos et al., 2022; Zhang et al., 2022; 2023; Kiang
etal., 2025). B OonbIIMHCTBE CiTy4acB aOMOTHYECKUE CTPECCHI BBI3BIBAIOT ACPUIIMT BOABI A
M3MEHAIOT JU(PPy3UI0 MUTATEIBHBIX BEUIECTB, CHIDKAKOT COAEPXKaHWE XJopodwiia u
NPUBOJAT K M30BITOUHOW TeHEpaumu akTWBHBIX (popm kucnoposa (ADK), tem cambiM
MOBPEKIast HYKIIEMHOBBIE KUCTOTHI, Ociaku 1 unuabl (Kaur, Asthir, 2017; Ahmad et al.,
2018; Farooqi et al., 2020). Kpome TOro, HeKOTOpble aOMOTUYECKUE CTPECCHI BHI3BIBAIOT U
JONOJIHUTENBHBIE MOBPEKIAOIIUE I(PPEKTH, B YACTHOCTH, 3aCOJICHUE CHWKAET POCT U
MPOMYKTUBHOCTh PACTEHMIA 3 CUET CICHU(PUUECKON MOHHOM TOKCHYHOCTH U OCMOTHYECKHUX
a¢pexroB (Mansour, 2000; dos Santos et al., 2022; Zhang et al., 2022), Tsoxenbie METAIIbI
OKa3bIBAIOT AHAJIOTUYHOE BO3JCHCTBUE HA PACTCHUS. OHM TOMAJAT B MOYBY, BOAY W
armocepy B pe3yasTare pa3inyHOi aHTPOMOTEHHOM AESTEbHOCTH (MHTy CTpHAIH3ALMS,
TOPHOAOOBIBAOIIAS W CEJIbCKOXO3SWCTBEHHAS! JIEATENBHOCTh, B T.4Y. HCIOIB30BAHUE
GyHrunmaoB, nectuaoB U ynoopenuid) (Varshney et al., 2012; Radchenko et al., 2021;
Todorova et al., 2022; Sharma et al., 2022). OkcrpeManbHble TeMIEparypel (BBICOKO- U
HU3KOTEMIEPATYPHBIN CTPECC) 3HAYMTEIILHO CHUKAKOT (DYHKIMOHMPOBAHWE (PEPMEHTOB,
JETICHUE KJIETOK, MPUBOIAT K YPE3MEPHOM IEHATYpaluy MEMOPaHHBIX OEITKOB, BBI3BIBAS
ru0esb KJIETOK MpH JUTATENNBbHBIX Bo3achcTBUsX (Allen, Ort, 2001; Anjum et al., 2011;
Zandalinas et al., 2018; Guo et al., 2018).

Cpemi  aOMOTHYECKMX CTPECCOB, 3aCyxa SBISETCS OJHMM M3 OCHOBHBIX

JMMUTHPYOLMX (PAKTOPOB pOCTa M MPOLYKTUBHOCTH CEJIbCKOXO3HCTBEHHBIX KYJIBTYP BO
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BceM mupe (Ahmad et al., 2018; Asseng et al., 2019; Farooqi et al., 2020). 3a nocnennue
JECATUIICTHSI IEATENBHOCTh YEJIOBEKA U UPE3MEPHOE UCTIOB30BAHUE TPUPOIHBIX PECYPCOB
HETaTUBHO TMOBJIMSIIM HA DKOCUCTEMBI M OMOpa3sHooOpa3ue 3eMIIM, BbI3BAaB MIOOATBHOE
MOTEIJICHUE, U3MEHCHHE KITMMaTa U aHTponoreHHoe 3arpsizaenue (Pascual et al., 2022). Bo
MHOTMX pEruoHax MHpa, BKJIrodas Poccuio, oTMeuaeTcsi ycToiuuBas TEHACHLUS K
YBEJIMYCHUIO YaCTOThl BOBHUKHOBEHUS M MTPOAOIDKUTEIBHOCTH 3acyX (Asseng et al., 2019).
BaxHbie 115 CEBCKOTO U JIECHOTO X035MCTBA KIIMMATHUECKUE M3MEHEHUS! OTCIICKUBAIOTCS
LleHTpaMi MOHUTOPUHTA 3aCyXH, PACHIONIOKEHHBIMU B Pa3HbIX Toukax Mupa (B T.U. LleHTp
MOHUTOPHHTA 3acyXu MeXrocy1apCTBEHHOTO COBETA M0 TuapoMeTeoposioruu crpadn CHIT
(Poccus)). CornacHo oT4yeTam Opranuzanmu OOBbEeTMHEHHBIX Harmii
(https://www.fao.org’/home/en) w1 HaumonameHOro VYnpapiaeHuss 10 Aa’pOHABTUKE U
Hccnenopanmnto Kocmuueckoro [poctpanctsa (https://earthobservatory nasa.gov/world-of-
change/globaltemperatures) ¢ koHia 20 Beka cpeaHsisi Temneparypa nosbicuiiachk Ha 0.8 °C.
Kak crienctue, yBeIMUCHUE YUCTA KIMMATUYECKUX aHOMAMKA (T.€. MEPUOIOB CHIIbHOM
3aCyXM WM AOKICH) MPUBOOUT K 3HAYMTENBHBIM YObITKaM (Ha 50-80%) BaskHEHIIMX
NPOIOBONBCTBEHHBIX KYJIBTYP, BKItouas muieHuny (Asseng et al., 2019; Pequeno et al.,
2021). Pa3znmuuHble KIMMATWYECKHE MOJCTM MPEACKA3BIBAKOT, YTO TAKWE HETATHBHBIC
U3MEHEHUS OKpY Karoulel cpefibl OyayT YCUIIMBATHCS U BO MHOTMX PETHMOHAX MPUBEIYT K
ropazzio Oosiee BeipakeHHbIM ToTepsiM ypokas (Lesk et al., 2016; Zandalinas et al., 2021;
2022). Ha ypoBHE (pM3M0IOTAM PACTEHUI NEDULMT BOABI YTHETAET POCT U (POPMUPOBAHUE
yporkast U3-3a HU3KOTO BOAHOTO MOTeHIMamna u typropa Tkanei (Kaur, Asthir, 2017; Farooqi
et al., 2020). B ycrmoBrsIX OrpaHAYEHUs BOABI POCT U TPOAYKTUBHOCTh KYJIETYP HA PaHHUX
CTAIMSIX PA3BUTHSI CHIKAIOTCS M3-32 HU3KOTO SHEProodecreyeHus], MOMIOMIEHUs BOAbI U
3arpyaHenus QyHkimil pepmentoB (Anjum et al., 2011; Kaur, Asthir, 2017). [Tocnemxyrourmii
CTPECC CHMXKAET BCXOXKECTh CEMSH, TUIOLIA/b JIMCTHEB, PA3pacTaHUE JIMCTLEB, NETICHUE U
VAJIMHEHUE KIIETOK, YTO CHWKAECT (POTOCHMHTETUUECKYIO AKTUBHOCTb, W, KaK CJIEACTBHUE,
NPUBOJMT K MHTMOMPOBAHMIO pocTta M (popmupoBanus ypoxas (Zadraznik et al., 2017).
Paznnuaror nouBEeHHY10, aTMOC(HEPHYIO, CYXYH0 U KOMOMHHPOBAHHYIO 3aCyXH, KaKIas U3
KOTOPBIX BbI3bIBACT CHEHM(PUUECKUE 3alIUTHBIE peakuuu pacTeHuil. [louBeHHas 3acyxa

XapaKTepU3yeTCsl HEAOCTATKOM BJIary, TOCTYIHOM PACTCHHSM, B TIOUBE MPH OTHOCHTENBHO
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HU3KUX TEMIEparypax Bo3ayxa. ATMOC(EpHas 3acyxa BbI3BaHA HU3KOW OTHOCHTEIBHOM
BJIXKHOCTBIO W BBICOKOW JTHEBHOW TEMIIEPATYPOA W MOYKET BO3ZHHKATEH MPU JOCTAaTOYHOM
YBIQKHEHAN TOYBBI (3uMuH U Ap., 2022). Hepgocrarok Bmarw B a3y mpopacTaHust U
(OPMUPOBAHUSL JIMCTHEB YMEHBINAET ACCHMWIAPYIOLIYK) TMOBEPXHOCTh HW)KHETO W
CPEIHETO SIPYCOB, YTO MPUBOAUT K YMEHBIICHUIO KOJTMYECTBA KOJIOCKEB M 3€PEH. 3acyXa B
nepuoA (PoOpMHUPOBAHUS KOJIOCA YMEHBINAET ACCHMUISIIMOHHYIO MTOBEPXHOCTh CPEAHUX U
BEPXHHX JIMCTHEB U YMEHBIIEHUIO KOJIMYECTBA 3€PEH B Kojloce. Bo3neiicTBue 3acyxu BoO
BPEMs HAJIMBA 3€PHA YXY/IIIACT €€ KaYeCTBO (3UMHH U Ap., 2022).

JlroOble a0MOTHYECKME CTPECCHl OKa3bIBAKOT HA PACTCHUS ABOMHON 3(QeKT:
noBpexnaronmii u pazapaxkatouwii (Zhu, 2016; Zandalinas et al., 2018; 2021; 2022).
[ToBpexknaromiee ACHCTBHE MPOSBISCTCS B HAPYLWICHUM LETOCTHOCTH MEMOPaHHBIX
CTPYKTYP KJIETOK, U3MEHEHUM MX CBOWCTB, a TAKXKE B PA300IICHUN MTPOLICCCOB AbIXaHUS U
(dochopumpoBanus. B TO sxe BpeMst CTPECCOP-Pa3aApaKUTENb BbI3BIBACT (POPMUPOBAHUE
KOMIUIEKCA 3alMTHBIX PEAKLMH, HAMpPAaBICHHBIX HAa BOCCTAHOBJICHUE TMOBPSKICHUM.
Paznuuaror cnenm@uueckue M HECHEUM(PUUECCKAE YHUBEPCAIBHBIE WM CTaHIAPTHBIE
OTBEThl OpraHu3Ma Ha JEHCTBUE CTPECC-(PAKTOPOB, XOTS HE BBI3BIBACT COMHEHMS
CYLLIECTBOBAHHE TECHOM CBs3M CHELM(PUYECKHX M HECHeUM(PUUYECCKAX — 3aALIUTHO-
NPUCIOCOOUTENBHBIX peakimii pacteHuii B 3tux yenousx (Illakuposa, 2001), kotopoe
0COOEHHO YETKO MPOSIBISETCS B BBIACTICHUH SKOJIOr0-(DPM3UOIOTMYECKHUX TPYIII, HAPUMED,
N0 OTHOLIECHUIO K 3aCyX€ U 3aCOJICHHUIO, MONKUITOTUIPOBBIM M TOMEOTUAPOBBIM PACTCHUSIM,
rajoduram u nmkoduram (JlanmHa, Crporonos, 1979; I'enkens, 1982; Larcher, 2003) ¢
TEHETUYECKU 3aKPETJICHHBIMUA MEXAHU3MAaMHK YCTOWYMBOCTH K 3THM cTpeccaM. [lepBruunas
peakuusi PACTeHWl Ha BO3ACHCTBUE CTPECCOpPAa HAMpABIEHA HA NPEAOTBPALLCHHUE
NOBPEXKACHUHN KIETOK M, CIIEAOBATENBHO, sBysieTCs YHuBepcanbHoi (Larcher, 2003b; Taiz,
Zeiger, 2010). OHa nposBIsSETCS B MOOMIM3AIMHA HECHCHU(PUUECKIX 3AMUTHBIX PEAKIIMIA,
KOTOPBIE «CTOSIT HAa CTPOXE >KU3HM» M YYacTBYKOT B (DOPMHPOBAHMM aNANTUBHBIX
MEXAHU3MOB ~ PACTCHWH, CIMOCOOCTBYIOLIMX  TOBBILEHAKD HMX YCTOWYMBOCTH K
W3MEHSIOLMMCS Y CIIOBHSIM OKPYKAFOLLEH CPEBbL.

CormacHO KOHLENIMA O0IIETO aJanTalMOHHOTO CUHAPOMA, TPEATIOKEHHOH ["aHcoM

Cenbe (Selye, 1950) nepBuuHas peakiusi OpraHM3Ma B OTBET HA CHJILHOE CTPECCOBOE
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BO3JICHCTBUE HOCHUT HECTEIM(UUECKHi XapakTep M HampapieHa Ha MOOMIM3ALUIO
3alMTHBIX ~ MexaHu3MoB. OOWMiA  aganTalMOHHBIA  CHHAPOM  BKJIIOYAECT  TpHU
NOCIIE0BATENbHBIE CTaUK: 1) peakiius TPEBOTH — NEPBOHAYAIbHAS PEAKIIUs C POLECCaMU
karaboJ13Ma, aKTUBUPYIOLIAS 3alIMTHbIE MEXaHU3MBI, 2) CTa[usl aJanTaliil — aKTUBaLUs
CUHTETUUYECKUX MPOLECCOB, MOBBIMIAONIAS COMPOTURISIEMOCTh, 3) CTaausi MCTOLICHMS
(HacTymaeT mpu MPOJOILKAIOIIEMCS TOBPEKIAIOLIEM IEHCTBUM CTPECCOPA) — UCUEPIIAHUE
KOMITICHCATOPHBIX MEXAHW3MOB, NoTeps agantaumu (Selye, 1950; 1956; 1976). Oqnaxo npu
MEHEE CWJIbHBIX M KPAaTKOBPEMEHHBIX BO3ICHCTBHUSX KAPTUHA MOXKET OBbITh WHOH —
(U3UOTIOTMYECKUE CTPECCOPHl MOTYT WHIYLUMPOBATh YCUJIEHHME BOCCTAHOBUTEIILHBIX
NPOLIECCOB, MOBBIIIAs OOLIYI0 HECHENM(PUUECKYIO YCTOHUMBOCTE pacteHnii (Mitter, 2006;
Levitt, 2015; Zhu, 2016). Xots yeTkoe pazaciacHue Ha (Pa3bl CTPECCOBBIX PEaKIMiA Oonee
XapaKTEPHO ISl SKMBOTHBIX, PACTCHUS TAKXKE MPOXOIST CXOAHBIE PEAKIMM B OTBET HA
HEOIAronpUsITHBIE BO3ACHCTBHS, C HEKOTOPBIMU 0coOeHHOCTIMH (Smékalova et al., 2014).
[lepBbie HecENMPUUECKUE PEAKIMU PACTEHUI HA CTPECCOPHI, COOTBETCTBYIOLIME
(dase TpeBoru (karabonmuueckod ¢aze) (W (aza TOPMOKEHUS, PEAKIMS 3AUTUTHOIO
TOPMOKCHUS METaOOIM3Ma, MEpPBUYHAS CTpeccoBas peakius, (aza (PU3NOI0rHYECKOn
JETIPECCHM ), BKITFOYAOT: CHIKEHUE aKTUBHOCTH CUHTETUYECKUX TPOLIECCOB, NETPAAALUI0
OCIOKCUHTE3UPYIOIIETO  anmnapara, karadoiu3M OWOMOJIMMEPOB, CHHTE3 CTPECCOBBIX
O€JIKOB, MOBBIIEHHE AKTUBHOCTH TMAPOJIMTHYECKUX (PEPMEHTOB, 00PA30BAHHUE COCAMHEHHIA
st cpovHOii 3aumTel Knetok (Ilakuposa, 2001). OTH nEepBUYHBIE HAPYIICHKS BbI3BAHbBI
OPsSMBIM JIEHCTBUEM CTPECCOPA HA KIIETKY: U3MEHEHUE CBOMCTB M COCTOSTHUS LIUTOTLIA3MBI,
pH, ctpykTypel MeMOpaH, aktuBHOCTH sinepHoit [IHK, ouosnepreruku (Lamers et al., 2020;
Kang et al., 2022; dos Santos et al., 2022). Bropu4Hble HapyLICHUS — WHAYKIMs CUHTE3a
CTPECCOBBIX OCJTKOB M MOAABICHHE 00IIEr0 OEIKOBOTO CHHTE3a, MOBBIINICHUE a0CIIM30BOMI
kuciotel (ABK) (ropmona ctpecca) (Tombesi et al., 2015; Rehman et al., 2021; Singh,
Roychoudhury, 2023), stunena (ropmona TtpeBoru) (Chen et al., 2021), canuumnara,
»kacmoHnara (Kim et al., 2021; Liu et al., 2022) 1 cHukeHUE ayKCHHOB, IUTOKMHUHOB (LK),
ru0oepeHoB (I'B), TOpMO’KEHHME POCTA, YTO OTPAKAETCS B U3MEHEHHHM MHTETPATbHBIX
nokKaszaresieil opraHu3ma (MOmIOIIEHAE U YTHII3ALUS JIEMEHTOB MUHEPATIBHOTO MUTAHUS,

npupoct Omomaccel M T.A.) (Zia et al., 2021; Zandalinas et al., 2022). K Tomy xe
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YCTOWYMBOCTB PACTEHUIA K CTpeccaM 3aBUCHUT OT (a3bl oHTOreHe3a (Rankenberg et al., 2021)
— Haubosee YCTOHUMBBI B MOKOSIIEMCS COCTOSHUM, HAWOONEE YSI3BMMBI B TMEPUOIBI
npopactanus U GOPMUPOBAHMS CEMSH. MI3MEHEHM S, MPOUCXOAALINE B MPOLECCE PA3BUTHS
PacCTCHMII W OpPraHoB, CWJIBHO BIMSIIOT HAa TO, KaK PACTCHUE B3aUMONCHCTBYET C
OKpy>Karouiel cpenoil. BozpacTHasi yCTOMYMBOCTh K BPEIUTEISIM M MATOTCHAM (TaKKe
HaspiBacMas “‘ontogeny resistance”) XOpomio u3ydyeHa W OOBIYHO YBEIMYMBACTCS C
BO3PACTOM, KaK Ha YPOBHE BCEIO paCcTCHHMs, Tak U Ha ypoBHE opraHoB (Rankenberg et al.,
2021). OnHako BO3PACTHBIE H3MEHEHHS A0MOTHYECKOM CTPECC-YCTOHYMBOCTH U3YUEHBI HE
TaK XOpOIIO, XOTS W HE MeHee pacrnpocTpaHeHbl. Coo0manock, 4ro BO3pacTHas
YCTOWYMBOCTh K aOMOTHMYECKHMM CTpeccaMm HaumOOoJIee 3aMETHA B JIUCTBAX, HO TAKKE
HaOMIONAETCS U B KOPHAX, OONQIArOMX 3HAYUTEIILHOW apXUTEKTYPHOM TMOKOCTBIO, UTO
NPOSIBIISIETCS B CTUMYJIMPOBAHHOM POCTE MEPBUYHBIX U OOKOBBIX KOPHEH WM B MOSIBJICHUM
HOBBIX OOKOBBIX 3a4arkoB. Kpome TOro, y 3penbIx KOpPHEH MOryT 0Opa3OBBIBATHCS
OTJIOKEHUS] HENPOHUIIAEMBIX KJIETOYHBIX CTEHOK WJIM aHATOMUYECKHE OCOOCHHOCTH, TAKHE
KaK adPECHXHMMA, KOTOPbIE MOTYT HMETh PEHIAIOIIEE 3HAYEHHWE Uil aJanTaluu K
nepeyBIaKHEHHBIM WK BoAoaepuumTHeIM ouaM (Pedersen et al., 2021).

B nenoM, cnocoOHOCTh pacTE€HWiA COMPOTHBIATHCS SKCTPEMAIBHBIM YCIOBUSM
NPOU3PACTaHUs, PUCTIOCAOIMBATLCS K HUM U B TO K€ BPEMSI COXPAHSITh MPU 3TOM CBOM
YKU3HEHHBIN TIOTEHIMANT SIBIISIETCS. OTHUM K3 OMPENEIISFOUIMX YCIOBUIM HX CYIECTBOBAHUS,
OCHOBaHHasl Ha BO3MOKHOCTH PEAJIM30BATh 3aIU THO-ITPUCIIOCOOUTENTBHBIE MEXAHU3MBI, T.€.
aIanTUPOBATLCS K Pa3IMYHbIM CTpeccopaM. B Xozie 3BONIOIMH PACTEHUs BbIpaboTav
Pa3MYHBIE MEXAHW3MBI, TO3BOJSIIOLIME WM M30€rarb CTPECCOBBIX CHTyalUMid WM
3aUMIIATECS OT HUX, & TaKXe CIOCOOCTBOBATH POCTY M pasBUTHIO (Zia et al., 2021).
OCHOBHOI1 cTparervel aganTalmy K 3acyXe sIBIsSeTcs NOAACpKaHue BOIHOro OaiaHca 3a
cuer Oonee SKOHOMHOIO MCIOMBb30BAHUS BOMABI M YIYULICHUS BOAOMONIOIIEHHAS KOPHEH.
Takass crpareruss peanm3yercs ¢ TOMOILIBK UENOro psijga  (U3NOIOTUYECKAX W
MOJICKYJIIPHBIX MEXaHU3MOB, TAKMX Kak (1) OBICTPOE MOABICHUE POCTA MOJIOJBIX JIUCTHEB
W OTAJICHUE YaCTeH JIMCThEB Y PACTEHUIA, KOTOPbIE 3aBEPUIMIIN POCT; (i1) YMEHBLICHUE
IJIOIIAAM TIOBEPXHOCTM HWCHApeHHs BOABI, (111) 3aKpHITUE YCTHUL, (1V) HAKOIJICHUE

COBMCCTHUMBIX OCMOJIMTOB, KOTOPLIC 3allUINatOT MAaKpPOMOJICKYJIbI M IOAACPIKUBAIOT
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IPaJMEHT BOJHOIO MOTEHLIMANIA MEXKIY MOYBEHHBIM PACTBOPOM M KJIETKaMH KOPHEH B
YCIOBUSIX TMPOrPECCHPYIOMIECTO AchUIMTAa BOMBL, YTO COXPAHSET CHOCOOHOCTh KOPHEH
MOIJIONIATh MOYBEHHYIO Biary Bo Bpems 3acyxu (Blum, 1996; Zia et al., 2021; 3umuH u ap.,
2022). Crpecc-MHAYUMPOBAHHOE CHWKEHUE COACPYKAHWS BOAbI B PACTEHUSX OOBIYHO
CONPOBOKIACTCS PSAAOM TaKMX AJANTAMOHHBIX MPOLECCOB KaK BBIPAOOTKA OCMOJIUTOB,
BKJIFOUAs! MMPOJIMH, caxapa, NMOJIMAMUHBI U BHEKJIETOYHbIE MONKMcaxapuabl. OUEBUAHO, YTO
3aCyxa OrpPaHWYMBACT BOJAHBII MOTEHLIMAT PACTCHUS W BBI3BIBACT 3AKPBITHE YCTBHUILL AJIS
COXPaHEHUSI BOJAbI B JIMCTHSIX, YTO BJMSET HAa MPUTOK MHUTATEIbHBIX BEHIECTB U HX
JOCTYIMHOCTh KOopHsiM (Anjum et al., 2011; Vurukonda et al., 2016). 3akpbiTiie¢ yCTBHIL
BIIASIET HA Ta3000MEH JIMCTBEB, YTO OTPAHWYMBAECT POCT TKAHEH, CHIKAET HAKOIUICHHE
OroMacchl pacTeHWil (ChIpOM W CyXOW), CKOPOCTb TpPaHCHHUPALMM M, KaK CIIEACTBUE,
3amemIsieT (POTOCUHTETHUECKYIO IeaTenbHOCTD (Farooq, 2009; Kaur, Asthir, 2017). Kpome
TOrO, NE(ULIMT BOJBI YMEHBIIAET KOJIMYECTBO OCIIKOB, yUACTBYFOIIMX B (JOTOCHHTESE, TAKMX
Kak akTuBaza puldyno3o-1,5-6ucdocharkapookcunaza (PyOucko) u OOk, CBA3BIBAOLINI
Oombime cyObeqHALBI PyOUCKO. DTO CHIKACT KATATMTUYECKYIO aKTUBHOCTH M COOPKY
PyOucko B xJ1opormiactax, 4ro KOCBEHHO MPABOIUT K Aerpagauni PyOUCKO M yMEHBILIEHUIO
¢ukcaimm CO, (Zadraznik et al., 2017, Aranjuelo et al., 2011). doTOCHHTETHYECKHUE
OUTMEHTBI, XJIOPOPHUT (X1) a 1 Xi1 b yMEHBIIAKOTCA B YCIOBHUIX CTPECCA, YTO CHUKACT
ypoBHu oOmiero xiopodua (Fotovat et al., 2007). BoszaeiictBue aeduumra BOJbI
HApylIacT  OCHOBHBIC  KOMITIOHEHTHI  (JOTOCMHTETHYECKOTO  ammapara, BKIHOYas
(POTOCMHTETHYECKME TMUITMEHT-OCIIKOBBIE KOMILIEKCHI, CTPYKTYPy XJIOPOIUIACTOB W
TUJIAKOMJIOB, JbIXaHWE, TPAHCIIOPT HMOHOB, METAOONM3M YIIEBOJOB M IMHTATEIBHBIX
BEILIECTB, 4 TAKXKE AKTMBHOCTh PyOHCKO, YTO CHM>KAET CIOCOOHOCTh KapOOKCHITUPOBAHUS,
perymupyemyro yereunamu (Carmo-Silva et al., 2012). 310 MOXKET YBETHYUTH HAKOTIJICHHAE
YIJIEBOJOB M MHULIMUPOBATh BEIPAOOTKY TOKCUUHBIX JUIsl PACTUTEIbHBIX opranesut ADK, uto
OPUBOIUT K OKHUCIMTEIILHOMY CTpeccy B MeMmOpaHax, JAcHarypauuud OElKkoB U
MHIMOMPOBAHUIO aKTUBHOCTH (PEpMEHTOB, HapyIas nonmomeHue Boasl (Allen, Ort, 2001).
Harpumep, mpopocTKU KyKYpy3bl, BBIPAILICHHBIE B YCJIOBUSX 3aCyXW, CHU3WJIM YHUCTHIH
(POTOCHHTE3, CKOPOCTh TPAHCOMPALMK, YCTBUYHYIO MPOBOAMMOCTE M 3(P(HEKTHBHOCTH

UCMOJIb30BaHUSs BOJIbI TPUMEPHO Ha 33%, 38%, 26% 1 51%, cooTBeTCTBEHHO (Anjum et al.,
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2011b). OnHako 4YYBCTBHTEIBHOCTh PACTEHUH K OOE3BOKMBAHWIO 3aBHCUT OT BHJA
PaCTCHWIl W CTaJMK Pa3BUTHs, A TAKXKE OT MPOJOIDKUTEIBHOCTH M CTEIEHW cTpecca. Y
0000BBIX 3aCyXa CHIYKAET CKOPOCTh TPAHCIMPALIMHI, YTO IPUBOANT K CHHYKEHUIO CKOPOCTH
TPAHCIIOKAMU KCUJIEMbl M (DEPMEHTATHBHOM AKTMBHOCTH, & TAKXKE K OTrPAHMYCHUIO
CKOpocTH cuMOnoTHYecKoi azordukcaimu (Vadez et al., 2000). B ycrnoBusix 3acyxu KOpHU
NOCBIIAKOT CUTHAJIBL cTpecca moderam u3mensis coaepskanne ABK, 1K 1 npyrux BemiecTs,
YUaCTBYIOIIMX B CUTHAILHOM NYTH «KOPEHb-MOOEr», YTO MPUBOAUT K WHAYKIUU
(PU3HOTOTUYECKUX U3MEHEHU [T Il TalK K CTPECCOPY WM MPOTHBOCTOSHUS eMy. M3-
32 HapyWICHWs KIETOYHOW MeMOpaHbl WM Typropa KIETOK, MOABEPrUIMECS CTPECCY
pactenus HakarumBaroT ABK s perymsiumm 3akpeitust yerbun (Rehman et al., 2021; Singh,
Roychoudhury, 2023), TeMm cambiM momorasi paCTEHHsIM aJalTHPOBATECI K CTPECCOBOM
curyayn (Farooqi et al., 2020). Hanpumep, Vitis vinifera MogyaupoBai 3aKpbITUE YCTHULL,
a 3arem Hakarain ABK, 4ToObl NOAAEp)KUBATH YCThUIIA 3aKPHITHIMU B OTBET HA HEXBATKY
Boabl (Tombesi et al., 2015). Jlepuimrt Bonbl aktuBupyeT ABK-3aBUCHMBINA CUTHATBHBINA
nyTe M ycuwauBacT BbeIpaboTKy ABK, uTto ctuMymmpyer skcmpeccnro reHa 9-muc-
anokcukapotTuHonmokeurenassl  (NCED).  3acyXOTONEpaHTHOCTh  OMOCPEMYETCS
TpaHCKpUNIMOHHBIM ~ paktopom DREBI1A, B3aMMOAEHCTBYIOIIMM C  DJIEMEHTOM,
yyBcTBUTENBHBIM K Aeruaparaiuu (DRE) (Kasuga et al., 1999).

B T0 Bpemst kak peakiysi paCTEHHIA Ha OTACTBHBIE CTPECCHI ObUTA TIATEIBHO H3YYEeHA
JUI. Pa3lAYHbIX BUAOB PACTECHWIA, B TOCICAHEE BpPEMsl Bce OOINblIIee BHUMAHHUE
WCCIIE0BATENCH HAMPABIISIETCS HA MOHUMAHUE PEAKIMiA paCTEHUI HA MHOTO(DAaKTOPHBIEC U
KOMOMHHUPOBAHHBIE CTPECCOBBIE BO3AEHCTBUS (HeaaBHuii 0030p Pascual ¢ coast. (2022)).
OTH  ucchenoBanus, O€3yCIOBHO, MPENCTABISIOT OCOOYH) BaXHOCTb, IOCKOJIBKY B
€CTECTBEHHBIX YCIOBUSIX PACTCHUS OOBIYHO TMOABEPrarOTCS COYCTAHHMIO PA3IMYHBIX
CTPECCOBBIX (PAKTOPOB; XOTH, CIIEAYET OTMETUTD, YTO KOJIMUECTBO TAKUX UCCIIEOBAHUIA BCE
€IIE OCTACTCsl OTHOCHUTENBbHO MasjbiM. HenmaBHo, Priya ¢ coasr. (Priya et al., 2023)
pazpaboTalii HHTEPAKTUBHY IO Tiatdopmy ¢ 6a3oi naHHbIX «Stress Combinations and Their
Interactions 1 Plantsy (http://www.nipgr.ac.in/scipdb.php), koTopas COACPKHUT BCIO
UHPOPMALMIO (TIOCTOSHHO  OOHOBIISIFOLIYIOCS) O CYINECTBYROIIMX — MCCIEIOBAHMSIX,

KaCaroIuXCs Pa3IMUHbIX COUETaHUH CTPECCOB M pacTeHuid. ClieayeT OTMETHTD, YTO BOITPOC
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0 B)XHOCTH 3TOH NPOoOIeMbl MOJHUMAJICS €lIe paHee akaaeMUukoM A A. JKyueHKo, KoTopbii
MOMYEPKUBAJT, YTO «TOPAKEHHBIC BPSAHBIMUA BUaMK (OOJIC3HIMM, HACEKOMBIMH, COPHSIKAMU W
Jp.) KyJIBTYPHBIC PacTeHUs] M arpolCHO3bl OKA3bIBAKOTCS MEHEE YCTOHUMBHIMU K JICHCTBUIO
OOMBIIMHCTBA A0MOTHYECKUX CTPECCOPOB (MOPO3aM, 3acyxaM, MOHHOM TOKCMYHOCTH W TIp.), a
ocnalneHHbIe MO JCHCTBHEM MMOCJCAHMX pacTeHusi ¢ OOJNBIICH YacTOTOM CTaHOBSITCS
«xeprBamMny BpenHoi QayHsl 1 quiopey (Kyuenxo 2001; 2010). JleiicTBUTENBHO, aHAIN3
HAKOIUICHHBIX JAHHBIX YOEGIUTENIHO CBUJCTENBLCTBYIOT O 0O0Jiee CEPhE3HBIX MOTEPSX
ypoXkas Tpud BO3ACHCTBMM coueTaHmii crpeccoB (Priya et al., 2023). K mnpumepy,
KOMOMHHAPOBAHHOE BO3JICHCTBUE 3aCYXH M FEPOMIINIIOB, BHI3BIBAIIO O0JIEE 3HAYMTEIBHBIE (110
CPaBHEHHUIO C PACTCHUSIMU, HCHBITHIBABLIMMHU BO3ACHCTBUE TOJBKO OJHOTO M3 3THUX
CTpeccopoB) MOPPOPU3NOTOTMUECKUE U OMOXUMHUYECKUE U3MEHEHHS Y PACTEHU, BKITFOUYAs
NOJIABIICHAE POCTA, CHIKCHUE (DOTOCHMHTETUUECKOM AaKTUBHOCTH, W3MEHEHUS B
OKUCITUTEIbHOM ~ METa0o/IM3Me, HECTaOWIbHOCTh MEMOpaH, CHIDKCHHE YCThUYHOM
NPOBOJMMOCTH, TOBBIIIEHUE MAPKEPOB OKUCIUTEILHOTO CTpPEcca, M3MEHEHUE pocTa
KOPHEM, YMEHBILICHUE TJIOIIAAM JUCTHEB U HAPYLICHUE BOJHOTO OajlaHca, YTo, B KOHEUHOM
UTOTE, IPUBEIIO K CHIDKEHHUIO POCTA, YPOKAaHHOCTH M KadecTBa 3epHa (Benevenuto et al.,
2021; Vikrant et al., 2021; Radchenko et al., 2021; Todorova et al., 2021; 2022; Chetverikov
et al., 2022). Kpome TOro, ObuUIO 3aA0KYMEHTUPOBAHO CHIDKCHUE 3S(PPEKTUBHOCTH
repOUIIUI0B MPOTUB COPHSIKOB B yCI0BUsIX 3acyxH (Skelton et al., 2016; Miller, Norsworthy,
2018; Wu et al., 2019; Benedetti et al., 2020). 3acyxa BbI3BIBAET MHOTOYMCIICHHBIC
U3MCHEHHUSI B MOJICKYJISIPHOM, OMOXMMUYECKOM U (PU3UOJIOTMYECKOM COCTOSIHUM COPHBIX
pacTeHMid ¢ pa3IMuYHBIMU TOCJEACTBUSIMHM, BKJIIOYAs CHIDKCHUE TMOMIOIIEHUS U
pacmpocTpaHeHusl repOuIIa, a Takke NPEIOTBPAICHUE TONAJAHUs AKTUBHOTO
WHIPETMEHTA B TICJIEBYIO 30HY, U4TO CIOCOOCTBYET MX BbbKHMBaHUIO (Skelton et al., 2016;
Miller, Norsworthy, 2018; Wu et al., 2019; Benedetti et al., 2020).

Hmerorcest TaHHbIe 0 TOM, 4TO 00pabOTKa TOJIBKO NEpOUIIAAAMEI MOKET U HE BBI3BIBATH
3HAUUTENTBHBIX M3MEHEHUI B (PEHOTHUIIE M POCTE MIICHWIbI, HO TPU STOM YMEPEHHO
MOBBILIAET CcoAepkaHue (PEHOJIOB, THOICOACPKALMX COSTMHEHHIA, aKTUBHOCTD Karajiasbl
(KAT), nmepokcuma  Bomopoma  (H.O»),  cymepokcmmmacmytazsl  (COIHd) wu

nryTatnoHpenykrasbl (GR), He Bimusis Ha ypoBeHb MajoHOBOro uanbiacruaa (MJIA)
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(koHeuHoro npoaykTa [1OJI, Mmapkepa OKMCIMTENBHOTO CTPECCa), TPOJMHA U IEPOKCHIA3HI.
B oTBeT Ha COBMECTHOE BO3ACHCTBHE CTPECCOB B PACTEHUSX AKTUBUPYKOTCS TEHBI,
CBSI3AHHBIC C 3AIIATHBIMM MEXAHW3MAMM, BKIIFOYAs AHTHOKCUIAHTHbIE (APX),
JeToKcuKaimn repouuuaoB (CYP450), apmantaumm k crpeccy (HSP, TPP, TPS) n
KOHBrOratmu repouumaoB (UGT), 4to AEMOHCTPUPYET KOMILUICKCHBIA aIaNTHBHBIA OTBET
pacTeHWii MO OTHOWIEHWIO K mmdocary, oOHapyXeHHbIH pacTeHusix-motomkax (G2)
(Benedetti et al., 2020). U3ydyeHne KOMIIEKCHBIX CTPECCOBBIX OTBETOB MO3BOJIUT MOJTyYUTh
Oornee NONMHOE MPEACTABICHUE O MEXAHU3MAX CTPECC-aIaNTALMN PACTCHUN.

Takum 00pa3oM, pacTeHWs pa3BUBAOT KOMILICKCHBIC OTBETHBIC PEAKLIWM,
HanpaBJICHHbIC HA OOpbOy CO crpeccamu U (POPMUPOBAHUE AJCKBATHOM 3alUTHI, YTO
NO3BOJISIET UM MPOTHBOCTOSTh SKCTPEMAIIBHBIM YCIOBUSAM, MPUCIOCAOTUBATECS K HUM,
COXpaHsisl MPH 3TOM >KU3HEHHBIA MOTeHIMAN. XOTS PacTEeHHs OCHAIIEHBI Pa3IMYHBIMA
CTparerusiMi QanTald W 3alUThl OT BHEIIHMX YIPO3, 3THMX PECYPCOB HENOCTATOYHO
BBUJIy TOIO, YTO peATM3alMs 3aAIMTHBIX MEXAHW3MOB COMPOBOXKAAETCS TOPMOYKEHUEM
pPOCTa M CYLICCTBEHHBIM CHIKEHHEM MPOAYKTHBHOCTH pacteHuid (Pascual et al., 2022).
[TpoOnema MOBBIICHUS YCTOMYMBOCTH PACTCHUMH K aOMOTMYECKMM CTpECCaM W HX
KOMOWHALMASAM SIBJISIETCSl OJHOM W3 KITFOUEBBIX 33]a4 COBPEMEHHOIO PAaCTCHUEBOACTBA. B
NOCHEAHAE TroAbl  OONBIIOE BHUMAHWE  YIACNSETCS  MCIONB30BAHMIO  PA3TUYHBIX
OMONOTMYECKM AaKTUBHBIX BEIIECTB MPUPOAHOTO MPOMCXOXKACHUS M pa3paldoTKe
OuomnpenapatoB (B TY. HAa OCHOBE MHKPOOPraHM3MOB), CIOCOOHBIX AKTHBHPOBATH
€CTECTBECHHBIC 3alIUTHBIC MexaHu3Mbl pactenuii (I1lepbakos u ap., 2013; Chebotar et al.,
2015; Ziaetal.,2021; Liu et al., 2024). [ Ipx 3TOM BaKHO MPUMEHSTH HE THOOBIE PETYIISTOPBI,

a o0nanarolye [MWHUPOKUM CIIEKTPOM 3aLUTHOIO JCHCTBUSL.

1.2.  Poab PGP-0akrepuii B NOBBIILICHHNH YCTOHYHNBOCTH PACTEHUIl K

a0HOTHYECKHM CTPECCOBBIM (PAKTOPaM Cpeabl

Pactenust Ha MpOTsHKEHUH BCEM CBOEH YKU3HM JKUBYT B TECHOM CBSI3U C Pa3HOOOpa3HOM
MUKPOOHUOTOM, CBOOOJHO OOWTAIOIICH B TOYBE W/WIA KOJIOHWM3UPYIOMIMX puzochepy,
dumtocdepy (SMUQUTHI) WM BHYTPEHHUE TKaHU (3HA0(PUTHI) pacTeHus-xo3suHa (Hardoim

etal., 2015; Compant et al., 2019; Bacunbera u n1p., 2019; Glick, 2020; Glick, Gamalero, 2021;
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Compant et al., 2021; Chukwudi et al., 2025). CormacHO COBPEMEHHON XOJIOOMOHTHOMN
KOHLICNIIIAM PACTCHUSl PACCMATPUBAKOTCS KaK €AMHAs CHCTEMA C MUKPOOPraHM3MaMu
(X0JTIOOMOHT), (PYHKIIMOHUPYFOLIME U SBOIOLIMOHKUpPYoLme coBMecTHO (Compant et al., 2019;
lamuerau 1p., 2023; Mukherjee et al., 2025). [Tonaepkanue 6ajaHca 3T0i C0KHON CUCTEMBI
WM «Cynepopranu3amMa» (Ha3BaHHOU «3kocucTeMoii Ha moBomke» (Foster et al., 2017))
KPUTUYECKH BOKHO JJIs1 JOCTH>KEHUSE O0IIEH CTAOMIBHOCTH U PEATM3ALIN B3aUMOBBITOHBIX
oTHOMIEHHH. TT0UBbI cofepyKaT GONBIIOE KOIMYECTBO MUKPOOPranu3MoB (~108 — 10° krieTok
Ha TpaMM TIOYBbI), M B 3aBUCHMOCTM OT WX BIHSHUS HAa PACTCHHS, MX MOXKHO
KIacCH(PMIMpPOBaTh KaK MOJIE3HBIE, BPEAHBIE (MATOTCHHBIE) U HEUTpanbHbIe. B ycnoBusx
cTpecca PacTeHHs  HAMpPaBICHHO OTOMPAIOT  MUKPOOPTAHW3MBIL, CHHTE3WPYIOLIME
(PUTOTOPMOHBI, OCMOJIUTHI U AHTUOKCHJIAHTBL. JTW OAKTEPUU HE TOIBKO CTHMYJIMPYEOT POCT
KOPHEBOI CHUCTEMBI, YITyUlliasi MOMIOMEHAE BOJBL, HO M «KOOMEPUPYIOTCS» APYT C APYIOM,
YTOOBl YCHJIMTH CTPECCOYCTOMYMBOCTE XOMOOMOHTA. Takod cMMOMO3 MpeBpaliacrcs B
CTPATETHIO BbDKMBAHMS, [C MUKPOOHBI KOMIIOHEHT XOJOOMOHTA BBICTYMACT KIIFOUECBBIM
3BEHOM B €I0 aIaNTalMH K SKCTpeMaIbHBIM yCaoBusaM (I 'aymeBa u ap., 2023). Opranusmel,
obuTarore B OONBIIOM KOJIMYECTBE B 30HE BIIMSHMS HA (DYHKIMOHMPOBAHWE PACTEHUI
cocrapsiroT ux ¢uroorom (Leach et al., 2017). Ynpaenenue PpuToOMOMOM pPACTEHMIA,
OCHOBAaHHOE€ HA MOHWMAHWH CIIOXKHBIX 3BOJTFOLMOHHBIX W SKOJIOTMYECKUX MEXAHU3MOB €10
(PYHKLIMOHUPOBAHHS M B3AUMOJCHCTBHUS C PACTEHUSIMHU SIBIISIETCS IEPCHICKTUBHBIM CITIOCOOOM
MOBBIIICHAS YCTOWYMBOCTA U YPOKAHOCTH B CEIBCKOM XO3fMCTBE. B Hacrosiiee BpeMs
NPUMEHEHUE TONE3HBIX OaKTepHid, CTUMYJIMPYROIMX PpocT pactenuii (PGP-Oakrepun),
CITOCOOHBIX AKTWBUPOBATH E€CTECTBEHHBIC 3AlMTHBIE MEXAHM3MBI PACTCHUI-XO3EB, HE
BbI3bIBAs HEraTMBHOTO BO3ACHCTBUS HA HHUX, OKPYKAIOIIYKO CPEIy M 3[0POBBE YEIIOBEKA,
PaCcCMAarprBAIOT KAK TOCTYITHYIO, HU3KO3aTPATHY 10, OBICTPOACHCTBYIOLIYIO U SKOJIOTUYECKU
ONarompusATHYEO CTPATETHEO MOBBILIECHUS JANITUBHOTO OTEHLMANA, CTPECC-YCTOWYHBOCTH U
YPO:KaHHOCTH PACTEHUI B M3MEHSIOIMXCS YCIOBUsIX cpeabl (Makcumos u ap., 2011; 2018;
Yeboraps u ap., 2016; Chebotar et al., 2015; 2021; Glick, 2020; Velloso et al., 2021; Olmo et
al., 2022; Oyedoh et al., 2025). B muteparype uMeeTcsi HeMajtio JaHHBIX O MoBbiieHnU PGP-
OakTepus MM yCTOWUMBOCTH pacTenuii (Zhao et al., 2023; Diniz et al., 2025; Chukwudi et al.,

2025), XOT MEXaHU3MbI UX 3ALATHOTO ACHCTBUSI €I1IE HENOCTATOYHO U3y YECHBI.
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PGP-0akrepun — Oonblmias ¥ pazHooOpa3Has Tpymna MOJE3HBIX HEMATOrEHHBIX
MHUKPOOPraHU3MOB, CBOOOJHO >KMBYLIMX B TMOYBE JIMOO HACEISIOUIMX MOBEPXHOCTh
(pr3ochepy u punochepy) Wi BHYTPEHHIOK YacTh TKAHEH (3HI0(UTHI) paCTEHUI-X035EB,
crnocoOHbIX MHAYIMpoBarh pocT (Malfanovaetal., 2013; Ma, 2017; Baez-Rogelio et al., 2017
Glick, 2020; Glick, Gamalero, 2021; Olmo et al., 2022; Gamalero et al., 2022) u akTHBUPOBATh
3alIMTHBIC MEXAHU3MBI PACTCHUIA-X035€B MPOTHUB PA3JIMUYHBIX OMOTUYECKUX ((PUTOMATOTECHBI,
HACEKOMbIe-BpenuTenu, Hemaroabl, Bupychl) (Tran et al., 2019; Maksimov et al., 2020;
Sorokan et al., 2021; Cantoro et al., 2021; Veselova et al., 2024; Nuzhnaya et al., 2024) u
a0MOTHYECKUX (3aCyXa, 3aCOJICHUE, Tepenabl TEMIEPATypP, TOKCHYHbIE COCAUHEHUs, YD-
manydenue u ap.) (Numan et al., 2018; Kypamimna u ap., 2019; Compant et al., 2019; 2021,
Kuramshina et al., 2023; Chebotar et al., 2024; Shaymullina et al., 2024; Chukwudi et al.,
2025) crpeccoB 0€3 HEraTUBHOTO BO3/ICHCTBHS HA CAMO PACTEHUE, OKPY KAKOIIYIO CPEly U
3I0POBBE YEIOBEKA, YTO MPOACMOHCTPUPOBAHO HA MPUMEPE MHOTMX BUJIOB PAcTCHUI B
MHOTOYMCIIEHHBIX UCCIEA0BaHMSX 10 Bcemy Mupy (Diniz et al., 2025).

HccnenoBanne mexanm3moB peryisinun PGP-Oakrepusimu  CTpecc-yCTOHYMBOCTH
pPacCTCHHI SIBISIETCSl HA CETOAHSIIHMIA JIEHb ONHOH W3 CaMbIX AKTyaJIbHBIX MPOOIIEM
COBPEMEHHON  Oumonoruu  pacreHWid.  Hakomwinch ~ MHOTOYMCIICHHBIE — JTAHHBIE,
CBUJCTENTLCTBYIOLIME O pazHOooOpazuu (uanonoruueckoro naeiicteus PGP-Oakrepuii kak
prU30C(EPHBIX TaK ¥ SHAO(PUTHBIX HA PA3IMUHBIE PACTUTENbHBIE OpraHu3Mel (Bochow at al.,
2001; Zhou at al., 2008; Cakmakci et al., 2007; Kidoglu et al., 2008; Egamberdieva et al.,
2011; Malfanova et al., 2011; 2012; Garcia-Gutiérrez et al., 2013; Verma et al., 2017,
Shaymullina et al., 2024; Diniz et al., 2025), koTOpo€ MO’KHO MOAPA3IEIUTH HA BEIPAXKEHHBIH
POCTCTUMYJIMPYIOIIMIA M 3aAIIMTHBIA 1O  OTHOWIEHHIO K I[IMPOKOMY  CHEKTPY
HeOnaronpusTHeix BozaekcTBrid >(dekTh (Khalid et al., 2004; Sayed et al., 2011; Beneduzi
et al., 2012; Turan et al., 2014; Cherif et al., 2015; Ilycenxopa u ap., 2016; Burhanova et al.,
2017, Kitir et al., 2017; Veselova et al., 2024),

MexaHu3Mbl, TOCPENCTBOM KOTOpbIX PGP-0akrepun BIMSIOT HA PacTeHHE-XO03SMHA
MOT'YT ObITb MHOTOOOPA3HBIMH, CIIEA(PUUIHBIMU U €11E HEAOCTATOUHO M3ydeHsl (Niu et al.,
2011; Berg et al., 2013; Rolli et al., 2014; Pandey et al., 2017; Veselova et al., 2024). PGP-

OaKkTepuu MOTYT UCNONB30BATh NpsiMbIe U Henpsimble (Dimkpa et al., 2009; Grover etal., 2011;
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Vuruconda et al., 2016) myTu CTUMYJISIMA pOCTa M MHHAYLIMPOBAHUS yCTOHYMBOCTH PACTEHUI
K CTpEccaM, B YaCTHOCTH, TAKME KAK MPOAYKLMS aHTUOAKTEPUAIBHBIX U WHCEKTHULIAIHBIX
xkomnoHeHToB (Forchetti et al., 2007; 2010; Jha, Kumar, 2009; Malfanova et al., 2011; 2012;
MaxcumoB u 11p., 2020), 6uocypdaxrantos (De Vleesschauwer, Hofte, 2009; Ongena et al.,
2010), ¢puroropmonoB (Dobbelaere et al., 1999; Cassan et al., 2001; Arkhipova et al., 2005;
2007, Ishak et al., 2016; Sorokan et al., 2021; Ayaz et al., 2022; Veselova et al., 2024; Chebotar
etal., 2024) u pepmento (Hung et al., 2007), cunepodopos (Khan et al., 2009; Ghazanfar et
al., 2024) u xenaropos (Palaniappan et al., 2010), cHukeHUE YPOBHS 3THJIEHA B PACTEHUSIX
(Glick, 2014; Xia et al., 2024), puxkcams azora (Kirchhorf et al., 1997; Kuklinski-Sorbal et
al., 2004; Sessitsch et al., 2012; bpoeko u np., 2014), NOBbIIEHUE AOCTYIHOCTH MAKpO-
/mukpoanemenToB (Balloi et al., 2010; Yeboraper m ap., 2016), 3amyck MEXaHW3MOB
CHCTEMHOM ycToitunBocTr K OnotnyeckuM (Van Loon, 2007; Pieterse et al., 2014; MakcumoB
u 1p., 2020; Veselova et al., 2024) u abuotudeckum crpeccam (Mayak et al., 2004a,b; Barassi
etal., 2006a,b; Yang et al., 2009; Sahin et al., 2015; Chukwudi et al., 2025), rae BakHYO POJTb
urparor curHajbHbie myty, perymmpyembie KK m CK (Van Loon, 2007; Fravel, 2005;
Chourdhary, Johri, 2009; Sayed, 2011; Niu et al., 2011; Wenhao, 2012; Garcia-Gutiérrez et al.,
2013; Martinez-Medina et al., 2016; Yang et al., 2023; Veselova et al., 2024; Gogoi et al.,
2025). B 10 ke BpeMst HakonuJicst OOJIBIION MACCUB CBEJICHMH, yKa3bIBarOIMX HA ydactue CK
B PETYJISLIMM 3AIMTHBIX PEAKLMIA Pa3HbIX BUIOB PACTCHUH K TAKUM a0MOTHYECKAM CTPECCaM
Kak Je(ULIMT BIIary, 3aCOJICHUE, TAIO-/TUMEpTepMus, Tshkenble Mmetabl (Lakuposa, 2001;
Horvath et al., 2007; Shakirova et al., 2007; 2016; Miura, Tada, 2014; Verma et al., 2016; Li
etal., 2022; Khan et al., 2022).

Cpemn  PGP-Gakrepuii  HauOojiee  MPUBICKATCILHBIMM — KOMIIOHCHTAMH IS
KOMMEPYECKOTO MCIONIB30BAHMSl B KAUECTBE OMOMHOKYJSHTOB SIBIISIFOTCS  SHAOQMTHI,
MOCKOJIbKY OHM TECHO B3aMMOJCHCTBYIOT C PACTEHHEM-XO3SIMHOM W MOTYT OO€CHECUYHBATH
nonrocpounbie (peHoTunuueckue npermytiectsa (Ilepdaxos u ap., 2013; Yeboraps u ap.,
2015, Chebotar et al., 2015; Alferov et al., 2017; Shahzad et al., 2018; Bacunbera u ap., 2019,
laymesa u ap., 2023). KonoHusupys BHYyTPEHHUE TKaHU PACTEHUH 3HIO(UTHI OTIIMYAKOTCS
NOBBIIICHHOH CTa0WIBHOCTBIO (B OTIMYHME OT APYTMX ACCOLMMPOBAHHBIX C PACTCHHUSIMH

MHUKPOOPraHM3MOB), TaK KaK OHM 3alMIICHBI OT PE3KMX KoneOaHwil BrakHoCTH, Y-
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M3ITyUCHUS U AC(PUIMTA MUTATEIBHBIX BEIIECTB, YTO JICNACT MX KITFOYEBBIMU «UTPOKAMI» B
JOJATOCPOYHOM — amanTaiuMi W 3alUTe  PACTCHUS-XO3iMHA MpPU  BO3HUKHOBEHUH
HEeONaronpusITHLIX (PaKTOPOB BHEIIHEHN Cpefbl (3acyxu, 3acoieHus U T.4.) (Compant et al.,
2019; 2021). Kpome Toro, 3HA0QHUTEI UTPAOT KU3HEHHO BLKHYIO POb B OMOpEMEnranvu
OPraHUYECKUX/HEOPraHUUECKUX ~ 3arps3HUTENICH, OTHOBPEMEHHO CIOCOOCTBYS  POCTY
pactenuii (Garipova, 2012; Chebotar et al., 2015; Igbal et al., 2018; Hussain et al., 2019). He
CMOTPs. Ha TO, YTO B JIMTEPATYPE HAKOTMJICS MACCHB JTAHHBIX O MOBBILICHUH MO/ BIUSHUEM
PGP-0akrepuii  yCTOHUMBOCTM PAacTeHW K aOMOTHMYECKMM CTpeccaM (BKJIFOYAst 3acyXy)
(Glick, Gamalero, 2021; Glick, 2020; Kypamimna u 1p., 2019; Chieb, Gachomo et al., 2023;
Diniz et al., 2025) B Tom unciie u ¢ HamM yuactueM (Lastochkina, 2019b; Lastochkina et al.,
2019a; Jlactoukuna, 2021; Jlacroukuna, Amarynosa, 2023; Lastochkina, Bosacchi, 2023),
KJTFOUEBOM MAPaZIOKC OCTAETCSl HEPELIEHHBIM: C OIHOM CTOPOHBI, KOJTMYECTBO KOMMEPUECKMX
[ITAMMOB U CEJTLCKOXO3SMCTBEHHBIX 3€MEJTb, OTBEICHHBIX ISl UCTIONb30BAHUS MUKPOOHBIX
OMONpenaparoB €XErofHO MPOAODKAIOT PacTH; C JPYrod CTOPOHBL, (PyHAAMEHTAIbHBIE
(U3HONOr0-OMOXUMHUYECKHE M MOJICKYJISIPHBIE MEXAHWU3MBl MX POCTCTUMYJIMPYIOLICIO W
3alMTHOTO JACHCTBHS BO MHOTOM OCTAIOTCSI HESCHBIMU. OTO OOBSICHSET HECTAOMJIBHOCTh
JICUCTBHSI CYIIECTBYIOIIMX MUKPOOHBIX OMOMpPEnaparoB W HE TOJHYK PEav3allii0 WX
NOTEHIIMAJIA U3-3a MPOOEIIOB B TOHUMAHUK UX MYJIBTH(PYHKIIMOHATBHOTO B3aUMOJICHCTBHSI C

PaCTCHUSMH.

1.2.1. Dupopurnsie PGP-0akTepun: pacnpocrpaHeHue, pasnooopasue,

KOJIOHU3AaHs H (PU3N0T0rHYecKHe PYHKIHN B paCTEHUX

[Tony4yeHHBIE K HACTOSLIEMY BPEMEHW 3HAHWS MOKA3bIBAKOT, YTO MOYTH KAXKIOEC
pacTEeHUE, BKITIOYAs KyJIBTUBUPYEMBIE U JUKUE, TPABIHUCTHIC, IPEBECHBIE U C(PArHOBBIC
MxH, coaepxkar sHa0¢uTh (Deng et al., 2011; Pedrosa et al., 2011; Romero et al., 2014;
Shi et al., 2014; Hardoim et al., 2015; BacunbeBa u ap., 2019; Ziarovska et al., 2020),
KOTOpPBIE MOTYT OOHApy’>KMBAaThCS B TKAHSIX BHEIIHE 3I0POBBIX PACTCHUI-XO35EB
(Hallmann et al., 1997; Schulz, Boyle, 2006). Ha oCHOBaHWM >KM3HEHHBIX CTpaTEruid
sHAO(UTHBIE OakTepuu KiIacCu(puuUUpPyroTcss Ha (aKyJbTaTUBHBIC, OOJIMTaTHBIE,

YCIIOBHO-TIATOTEHHBIE W CITyYalHbIE WU SHA0PUTHI-Naccakupsl (puc. 1.1).
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Pactynmii  wHTEpec K SHmouram B mOCHEAHME TrOABl  OOYCJIOBIEH WX
OMOTEXHONIOTMYECKUM TIOTEHIMAJIOM M POJIBI0 B TIOBBIIIEHWN YCTOWYMBOCTA PACTEHUNA K
aOMOTHYECKUM M OMOTHUYECKMM cTpeccaM. CrcTeMarnu3alys Hay YHbIX TPEHIOB B 3TOM 001acTv
Obuta mpoBencHa Anand ¢ coaBT. (2023), KOTOpbIE OCYIIECTBWIIM KJIACTEPHBIA aHAIIN3
KJTFOUEBBIX CJIOB U3 CTAaTeH, MHACKCUPOBAHHBIX B Scopus. Pe3yrbrarsl MeTa-aHanm3a BbISIBAIA
ISITh KJTFOYEBBIX MCCIIENIOBATENILCKMX HampaBlicHui: 1) crpecc-amanraiums pactenuid (241
AJEMEHT) — KPYIHEHIINAN K1acTep, OObEIUHSIIOIIMA NCCSI0OBAHUS BIMSIHASL SHA0(PUTOB HA
YCTOMYMBOCTh K 3aCyX€, 3aCOJICHUIO M (PUTOMATONCHAM, YTO MOAYEPKUBACT MX 3HAYCHUE B
KOHTEKCTE KIIMMATUYECKUX M3MEHCHWH, 2) OMOAKTUBHBIE METAOOIMTHI (224 srmeMeHTta) —
AKIICHTUPYET BHUMAHWUE HA CHOCOOHOCTH 3HAO(MTOB CHHTE3UPOBATH AHTUOAKTEPHATIBHBIC
COCIMHEHHST M  BIOPUYHbIE  METAOOJMUTHI,  OTKPHIBAIOIIME  MEPCIEKTUBLI ISl
arpoOMOTEXHONIOTUH, 3) MeEXaHu3Mbl KojoHm3ammu (192 snmemeHra) —  Hccheayer
CUMOMOTHUECKIE B3aUMOCHCTBHSL, BKITFOUAst MOJIEKYJISIPHBIE ACTIEKThI KOJIOHM3ALIUU pacTeHuU
Y METOJIbI KYJISTUBUPOBAHUS SHAO(QUTHBIX ITaMMOB; 4) Onopemenuanyst (175 aneMeHToB) —
OXBATbIBACT POJIb SHAOPUTOB B JETOKCHMKALMU TOKEIBIX METAUIOB W PA3JIOKEHUM
OPraHUYECKUX 3arps3HUTENICH, YTO aKTyaJbHO il KOJIOTMYECKOIO BOCCTAHOBIICHUS, 5)
reHOMHMKa W reHetuka (168 ameMeHToB) — (POKyCHpYeTCsi Ha MCCIIENOBAHUSX TEHOMHOIO
pazHooOpazusi SHAOPUTOB W TEHETMYECKUX MEXaHW3MOB, JISKAllMX B OCHOBE WX
(yHKIMOHANBHBIX CBOMCTB. JlaHHas KiacTepu3alus OTPOKACT MHOTOIUCLIUMILIMHAPHBIH
XapaKTep HWCCIAECMOBAHUN SHIO(PUTOB, OOBCAMHSIOUMH  (PyHIAMEHTAIBHBIE —ACHEKTHI
(OMOXMMMUSL, TCHETUKA) C PUKJIATHBIMU 331a9aMHU (YCTOHYUBOE 3EMIIENIENUE, OMOPEMETALINS ).
Pabora Anand ¢ coasr. (2023) Bu3yaM3UpyeT CMEIICHUE HAyYHOTO (POKyca OT ONMCaAHHS
CUMOMOTHUYECKUX OTHOLICHUH K MPAKTUUECKOMY HKCMOIb30BAHUIO SHIO(PUTOB B PEIICHUM
I00AJIBHBIX KOJIOTUUECKUX U arPOHOMUYECKUX BHI30BOB.

DopMUPOBAHKE COBPEMEHHON KOHLIETIMHI 3HA0(UTOB HAYAJIOCh C MMOHEPCKUX PaboT
cepemvubl XX Beka, Korja BOEPBbIE ObUIM MOJYYEHBI JOCTOBEPHBIE J0KA3aTeIbCTBA
KOJIOHM3AMK OaKTeprssMU BHYTPEHHHUX TKAHEH PACTEHW, BKIIHOYas pabOThl POCCHUMCKUX
YUYEHBIX, O YeM MOAPOOHO OMMCAHO B MUCTOPHOTpagUi BO3HUKHOBEHUS SHAO(PHUTOIOTAN KaK
Hayku (Xaitpymumn, 2023). MeToa NOBEpXHOCTHOH CTEpUTM3aliiK, pa3padoraHHbiii Samish

coagr. (1961) n ycoepmeHcTBoBanHbIi Mundt u Hinkle (1976), cran kpacyronbHeIM KaMHEM
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IS BBIICTICHUS] «UCTUHHBIXY» SHIO(MUTOB, UCKIIOYAOLIIMM KOHTAMUHALIMIO PU30C(HEpHBIMU
MHKpoopranumMamu. C MOMEHTA MOSBIICHHS MEPBbIX JOCTOBEPHBIX COOOLICHHUH O BbIICTICHAM
SHIOQUTHBIX OaKTEpHii N3 MOBEPXHOCTHO CTEPWIIM30BAHHBIX pacTenuid (Samish et al., 1961,
Mundt, Hinkle, 1976) nnentudmpposano 6onee 200 ponos GakTepuii, mpuHauiexkanmx K 16
TUMAM, MPUYEM HUX PaclpeielieHue KOPpEIMpyeT C TUIIOM PACTEHUSI M CTPECCOBBIMHU
(akropamu cpefpl. OTO TMOMYEPKUBACT BAKHOCTb PETMOHATBHBIX MCCICAOBAHUNA ISl
pacumppoBKH arpo3KOJIOrMUECKOro moreHnmana >Ha0¢utoB. K sH1opuTHEIM OakTepusiM
OTHOCATCS KaK KYJIETUBHPYEMBIE, TaK M HEKYJIETUBAPYeMbIe mpeacTaBurerm Acidobacteria,
Actinobacteria, Aquificae, Bacteroidetes, Chlorobi, Chloroflexi, nuanoOakrepuii, Firmicutes,
Fusobacteria, = Gemmatimonadetes,  Nitrospira, = TaHkToMHIIeTOB,  Proteobacteria,
Verrucomicrobia, Deinococcus-Thermus 1 apyrux tunos (Sun et al., 2006; Berg, Hallmann,
2006; Mengomni et al., 2009; Manter et al., 2010; Sessitsch et al., 2012; Rana et al., 2020).
HawnGonee npeoOnanaromme 1 M3y4eHHbIE SHAOPHUTHI MPUHAJIEXKAT K TPEM OCHOBHBIM THIIAM
Actinobacteria, Proteobacteria and Firmicutes u anst MHOTUX POIOB, BKItOUast Bacillus spp.
(Rana et al., 2020) nokazana 3(QEKTUBHOCTh MPOTUB (PUTOMATOICHOB (IPHOOB, OAKTEPWIA)
(Rabbee et al., 2019; Gonzalez et al., 2019; Maksimov et al., 2020; Zhang et al., 2022a) u
abuotnueckux crpecc-paxkropos (Garipova, 2014; Chatterjee et al., 2017; Kaushal, 2019).
Haxonsice BHyTpH pactenuii sHa0¢uTHBIE PGP-0akTepun 00BIYHO HE BBI3BIBAKOT KAKUX-TTHOO
CYLIECTBEHHBIX MOPQOIOTMUECKUX M3MEHEHHI y XO03MHA, KAK 3TO JENarT CUMOMOHTHI
KOPHEBBIX KITyOeHbKOB. OHM TakKe HE BbI3bIBAIOT HUKAKUX CUMIITOMOB 3a00JI€BaHMS, B
OmMYMe OT (PUTOMATOreHOB. DHAO(PUTHI ACCOLMUPYIOTCSl C PACTEHUSIMU-XO3S€BaMU HA
NPOTSHKEHUM MX JKU3HEHHOTO 1MKIIA, OT MPOPACTAHMS CEMSIH JI0 PA3BUTHUS TUIONOB, U MOTYT
MPOJOJLKATH OKA3bIBATH OJIArOTBOPHOE BO3CHCTBUE B MOCACYOOpouHbIid nepuon (Shahzad et
al., 2018; Lastochkina et al., 2019). BonbUIMHCTBO 3HIO(PUTOB KOMOHM3UPYKOT PA3IAYHBIC
OTJIEIIBI aNoIIacTa PacTeHus, BKIF0UAs MEKKIIETOUHBIE MPOCTPAHCTBA KJIETOUHBIX CTEHOK U
COCYbI KCHJIEMBI PA3TIMYHBIX YACTEH PACTEHUI (JIMCThS, KOPHU | cTeOnH ). Hekotopele 13 H1x
CIIOCOOHBI KOJIOHW3UPOBATH PEMPOAYKTUBHBIE OPraHbl PacTeHUid (LBETHI, MJIONBI U CEMEHA)
(Hallmann et al., 1997; Compant et al., 2011; 2019; 2021; Hardoim et al., 2015; Shahzad et al.,
2018; Bacuieera u ap., 2019). Kpome TOro, MUKpOOBI, KUBYIIME B PACTUTEIIBHBIX TKAHSX,

MOTYT BHOBb 3aCEJISITh SHAOC(EPY U3 OKPY>KALOLLIEH CPEIbI C KaKIbIM HOBBIM MOKOJICHUEM T
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nepenaparbest Oy Ty M MOKOJIEHHsIM OT ceMsiH K cemeHaM (Truyens et al., 2015; Frank et al.,
2017; Diabankana et al., 2024).

3a mocneaHee ACCATAICTAE OMyONMKOBAHO MHOIO MCCIIEAOBAHWNA O TOMYJISILASIX
3HI0(QUTOB (OAKTEPUATIBHBIX M TPUOKOBBIX ), ’KUBYILMX B PA3HOOOPAa3HBIX PACTEHUSIX, (PpyKTax
n opouax (Malfanova et al., 2011; 2013; Hardoim et al., 2015; Bacumbsesa u np., 2019;
Ziarovskd et al., 2020). IT1T0THOCTb TOMYIISAII HIOMHTOB HEBEPOSTHO M3MEHUNBA Y MHOTTX
pacTeHmii 1 3HaYUTENLHO BapbupyeT oT 10° 10 107 KyAETUBHpYeMBIX KIIETOK Ha 1 I KopHeH /10
10°-10* B HCTBIX M CTEONSX, B TO BPEMs KaK B CEMEHAX, IBETKAX U ILIONAX ObUIO HalIEHO
okoio 10°-10° kerok Ha 1 r tanm (Compant et al., 2011). Kak npasuiio, HanGobmas
TUIOTHOCTH SHAO(PUTOB OOHAPYKUBAETCS B KOPHSIX PACTCHUIA (HO HE BCETA) TI0 CPABHEHMIO C
npyrumu opranamu (Compant et al., 2021). [TpumeuarenbHO, XOTS MHOTUE SHIO(UTHBIC
OaKTepru AEMOHCTPUPYIOT KIIOJIE3HBIEY ISl PACTEHUI CBOMCTBA /71 Vitro, I HEOOJBILIOE UX
YUCJITO MPOSIBIISIET 3TU CBOKMCTBA i planta v B TPAKTUUECKOM CENTBCKOM X03sHCTBE (Scherwinski
et al., 2008; Berg, 2009). Tompko HEOONBIIOE KOIMYECTBO SHAO(UTOB JAEMOHCTPUPYIOT
PE3YABTAaTUBHOCTh B POJIM CTUMYJIITOPOB POCTA PACTEHMH WMJIM areHTOB OHOKOHTPOJISL.
Buonoruueckas akTUBHOCTh SHIO(MUTOB HAMPIMYH KOPPEIUPYET € MX CHOCOOHOCTBIO
KOJIOHM3UPOBATh BHYTPEHHUE TKAHU PACTCHUA. MEXaHU3MBI, JIEKAIIME B OCHOBE YCIEILHOM
KOJIOHM3ALIMK SHAO(PUTAMU BKITIOYAIOT a[r€3UI0 K TIOBEPXHOCTU KOPHEH U MPOHMKHOBEHHE
4yepe3 TOUKU BXOJA (YUaCTKU MOBPEXKICHUN WM YCTHUIIA), a TAKOKE MTPEOIOJICHUE 3allMTHBIX
OapbepoB pacTeHMii-x035¢B. [lOHMMaHWE STUX MEXAHM3MOB MO3BOJIMT CO3[aBaTh OoJiee
3 PeKTUBHBIEC SHAO(UTHBIE OMOMPENaparhl s CETLCKOTO XO3SHCTRA.

Kononmzanusi pactenuii sHaopUTamMu MpeacTarisieT coOO0i HE BHE3AMHOE SIBJICHUE, a
CEpPUI0 CIIOKHBIX W OPraHW30BAaHHBIX MPOLIECCOB, OOYCIOBICHHBIX XEMOTAKCHYECKUMHU
peakumsiMi. HecMOTpsi Ha CXOKECTh MEXAHW3MOB PA3BUTHSI BHYTPUKIIETOUHBIX KOJIOHWH Y
OakTepuiik W TrpuOOB, MO BCEH BHAMMOCTH, WX CTPATETMA W CIOCOOBI KOJIOHW3AIMA
cyliecTBeHHO pazmmuarorcst (Anand et al., 2023). bakrepualibHbie SHI0(UTHI, KaK MPaBUIIO,
3aCeISOT MEKKJIETOUHBIE IPOCTPAHCTBA COCYAMCTOM CHUCTEMbI PACTEHUSI-XO3SIMHA, TOTa KaK
IPUOKOBBIE SHIO(PUTHI KOJOHM3UPYIOT KaK MEKKJICTOUYHBIC, TaK W BHYTPUKJICTOUHBIC
npocTpaHcTBa Beel kopHeBoi cuctembl (Kandel et al., 2017; Liu et al. 2017; Yan et al., 2019;

Kowal et al., 2020; Mengistu, 2020; Palmieri et al., 2020; Anand et al., 2023). ITpouecc
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NPOHUKHOBEHHSI W KOJIOHU3ALUMH 3HIO(PUTOB MOXKET BKJIFOYATH PA3IMYHBIE MEXAHM3MBL (1)
B3aMMOZICICTBHE peLenTopa SHAOPUTA € OMNPEACICHHBIM PACTUTEIIBHBIM OCIKOM TSt
pacrno3HaBaHusl U IOCTyTa K X03s1Hy; (11) B3auMOACHCTBIE ¢ PUiutocepoid ¢ mocaey ronmm
NPOHWKHOBEHHUEM B KJI€TOUHYIO cpeay (Mitter et al., 2013; Kost et al., 2014; Chagas et al.,
2018). Ha ycnenHoCTh KOJIOHM3ALMH BIUSIIOT TEHOTHIT PACTEHUS-X035IMHA, THIT PACTUTEIBHOMN
TKaHW, BHUIOBAS MPUHALICKHOCT SHAOQHUTOB, a TaKkKe aOMOTUYECKHE W OMOTUYECKHE
crpeccel (Ma et al., 2016; 2016a). Dxccynarbl KOPHEH pacTeHUiA Cy>Kar XUMUYECKUMU
CATHAJIAMU JIJIsl TIPUBIICUYCHUST OAKTEPUATIBHBIX 3HAO(UTOB, UCMONB3YIOMIMX KTYTHKHA ISt
NEPEMELLCHUSI K TOBEPXHOCTU KOPHS M B3aUMOJICHCTBHSI C PACTEHUEM Yepe3 MM U BOJIOKHA
(Mitter et al., 2013; Kost et al., 2014; Allard-Massicotte et al., 2016; Chagas et al., 2018). [1pu
3TOM OHM JIOJKHBI OBICTPO aAaTUPOBATLCS K KOHTPACTHBIM YCJIOBUSM SHAOCHEPHI, BKITIOUAst
OKMCITMTENTBHO-BOCCTAHOBUTENIBHBIN CTAaTyC, JOCTYNHOCTh KUCIOPOAA, COCTAB MUTATENTbHBIX
BelecTB U ocMotrueckmii Oamanc (Kost et al., 2014; Noman et al., 2021). Kpome Toro,
SHJO(UTHI IOIKHBI TPEOIONIEBATH MEXAHU3Mbl AHTUOKCUIAHTHOM 3allUThl PACTEHUSI-X035MHA
IS YCTEIHOW KojoHu3auu. Kimou K yCHENIHOM WHBA3MM M KOJIOHW3ALMH SHIO(PUTOB
3aKIIF0YACTCSl B CBOEBPEMEHHOM PAaClO3HABAHMM CUTHAJIBHBIX MOJIEKYJI, PEAKIMAX KBOPYMa,
CITOCOOHOCTH MTPOTUBOCTOATH 3ALUTHBIM MEXaHU3MaM X031MHA B 3(P(HEKTUBHON aganTayy K
COBEPIIICHHO MHOM KJieTOuHOM cucteme pactenus (Mitter et al., 2013; Kusar et al., 2015).
OHI0(UTHI MOCIENOBATENBEHO KOJIOHM3UPYIOT PA3IMYHBIE YaCTH PACTCHUS-XO3SMHA:
pU30IJIaHy, KOpy, KCWJIEMY U PENpOAYKTUBHbIE OpraHbl. KoroHuzayusi pusoniarol
(nosepxHocmu KOpHsi) SBISETCS BOKHBIM HAYAJIbHBIM dTarnoM. bakrepuanbHble 3HA0(PUTHI
CHauaJ1a OCBaMBAKOT PU30C(eEpy, a 3aTeM NMPUKPEIUISIOTCS K PU30ILIaHe. PaHHUE 3Tartbl 3TOr0
NpOLECCa, TAKAE KAK PACTMO3HABAHME W XEMOTAKCUC, ObLIM TOAPOOHO PacCMOTPEHBI
Lugtenberg ¢ coasr. (2001) m Lugtenberg, Kamilova (2009). /it 3T0ro OHA HCHOMB3YHOT
Pa3IMYHBIE KOMITIOHEHTBI CBOEH MOBEPXHOCTH, TakKe Kak mm [V tuna, komupyemsie pilAB
(Dorr et al.,, 1998) (MyTaHTBl ¢ HApyLIEHHOH 3KCHpeccHell pylAB HE MOIYT YCIEIIHO
KOJIOHW3UPOBATh KOpHU 1 noOeru pactenuii (Remhold-Hurek et al., 2006)) wmm siunocaxapuibi
(Balzanelli et al., 2010). MyTaHTHBI 1ITAaMM C U3MEHEHHBIM MOHOCAXapHIHBIM COCTABOM B
saapoBoM aoMeHe LPS nokaszan crokparHyro 00see HU3KYHO aAre3ur0 KOpHEH U 3HA0(PUTHOE

PacnpoCTPaHEHUE IO CPABHEHUIO C JUKUM TUMIOM. Ox3onoiucaxapuabl (OI1C) Ttakxke
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HEOOXOMMMBI ISl KOJIOHM3ALMKA PU30IUIaHbl M 3HAOC(EPHI, KaK MOKa3aHO Ha MpUMEpE
Gluconacetobacter diazotrophicus n pactenmii puca (Meneses et al., 2011). Tlockonmbky
MYTaHTHBIC IITAMMbI C HAPYLICHUSIMU B 3TUX MOBEPXHOCTHBIX CTPYKTYpaxX JEMOHCTPUPYIOT
CHIDKCHHYIO @JIT€3UI0, MOXKHO OXKHJATh, YTO JAPYTME KOMIOHEHTHl OaKTepUaIbHOM
MOBEPXHOCTH TAKCKE BOBJICUEHBI B 3TOT MTPOLIECC.

IIponuxnoeernue (uneazust). [ IpeanOYTUTENHLHBIMA MECTAMU MPUKPETUICHUS! SHA0(DUTOB
C TOCJIEAYIOIIEH MHBA3NEN SBIAIOTCA alMKAIBHAA 30HA KOPHS ¢ TOHKOCTCHHBIMU KJIETKAMHU
(“30Ha aKTUBHOM MHBA3UK™) WJTK Y€PE3 HEOOIBIIUE TPEIMHBI, 00Pa3yOLIUECS TPH MOSIBICHAN
OOKOBBIX KOpHEH (“30Ha MacCHBHOM MHBa3uK ). B 3TMX MecTax OakTepun 4acto GOpMUPYOT
MUKPOKOJIOHHM W3 HECKOJIBKUX COTEH KIIETOK (Zachow et al., 2010). [{ns akTMBHOM MHBA3MK
SHAO(PUTHI  JODKHBI  MPOAYLIMPOBATH  LEJUTFOJIONIMTUYECKUE  (DEPMEHTHI, Takue Kak
SHJIOMIIOKAHA3a, KOTOpas TWAPOIM3YET KICTOYHBIE CTEHKUM PacTeHHs. DKCIPECCUs] TE€HOB,
KOMUPYIOIMX 3TH ()epMEHTHI, Obl1a 00HApy>keHa y MHOTUX 3HA0(uTOB (Compant et al., 2005;
Reinhold-Hurek et al., 2006) n nontBepxkneHa MyTaoHHbIM aHami3oM (Norman-Setterblad et
al., 2000). Tak, myTtanty Anegl4 ne ynanock 3pHEKTUBHO MPOHUKATH B PACTUTENTBHBIC KIIETKU
U CUCTEMHO KOJIOHM3UPOBATh PACTCHHE, B OTIMYME OT IITaMMa JMKOIO THIA U MYTaHTA,
JOMOMHEHHOTO egl/A. TIpoHMKas Yepe3 €CTECTBEHHbIEC TPEIMHBI B KOPHSX, 3HAO(DUTHI MOTYT
OCTaBarbCs “‘HEBUAMMBIMH ~ JUII AIMMYHHOM CHUCTEMbI PACTEHHMS. OJTOT MACCHBHBINA CHOCO0
WHBA3UH YaCTO UCIOJIB3YETCSA B COUCTAHUM C aKTMBHOM WHBA3WEH, KaK MOKA3aHO It Azoarcus
sp. BH72 (Reinhold-Hurek, Hurek, 1998), Burkholderia vietnamiensis (Govindarajan et al.,
2007), Herbaspirillum seropedicae 767 (James et al., 2002), B. phytofirmans PsIN (Compant
et al., 2005), B. subtilis Luld4 (Ji et al., 2008), B. cepacia Lu 10-1 (Ji et al., 2010),
Gluconacetobacter diazotrophicus Pal5 (James et al., 1994).

Kononuzayusi kopmexca pacmenuii. T1ocrie MPOHUKHOBEHUS YE€PE3 AMUACPMATTbHBIN
Oapbep SHIO0PUTHBIC OAKTEPUN MOTYT JIMOO OCTABATHCS B MECTE MHBA3MM (KaK MOKA3aHO JUIst
Paenibacillus polymyxa wn apadbunonmca) (Timmusk et al., 2005), 6o nepemernarses myoxke
B MEKKJIETOYHOE POCTPAHCTBO KopTekca (James et al., 1994; Roncato-Maccari et al., 2003;
Compant et al., 2005; Gasser et al.,, 2011). DHpouTHBIE GAKTEPUM PEOKO MPOHMKAKOT
HETIOCPEAICTBEHHO B KJIETKM PACTEHMHA W HE BBI3BIBAKOT O0PA30BaHUE CHEIM(PUUECKIX

MOP(]OTIOTMYECKHX CTPYKTYP, B OTJIMUKE OT KITyOEHBKOBBIX OakTepuii. OHaKo ObLIO MOKA3aHo,
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uyro Bacillus subtilis GXJMO8 MOXET KONOHM3UPOBAaTh KOPHU OOOOBOIO pacreHust Robinia
pseudoacacia L. ananornuno puzoOusiM (Huang et al., 2011). 31o BkrouaeT aedopMarmro
KOPHEBBIX BOJIOCKOB, PA3BUTHE HUTEH 3apaskKeHUsl MEKIY KIIETKaMKM KOPTEKCa M 00pa3oBaHKE
OaKTEpOMJIOB BHYTPU KOPKOBBIX KJIETOK. OCTACTCsl OTKPBITHIM BOMIPOC, MOYKET JIM STOT HITAMM
(UKCUpOBaTh a30T, KaKk W CUMOMOTHYECKAE pU300OMM, W CHOOCOOHBI JIM  JPYIv€
HECUMOMOTUYECKHE OAaKTEPHUM BbI3bIBATH MOAOOHBIE MOP(POIOTHYECKUE N3MEHEHHSI.
Kononuzayus kcunemsi. JIMib HEMHOTHE OAKTEPUM CHOCOOHBI MPOHHMKATH 4YEpe3
SHIOAEPMANIBHBINA Oapeep U JOCTUTATh COCYAOB KemieMbl (James et al., 2002; Roncato-Maccari
et al., 2003; Compant et al., 2005; Gasser et al., 2011). 310 0OBIMHO MPOUCXOAUT YEPE3
HE3aMEeP3LINE SHI0ICPMATILHBIC KIIETKH B AMKAIBLHOM 30HE KOPHS W/WJIM B MECTE TIOSIBJICHUS
OOKOBBIX KOPHEH, IJIE HApyIIaeTcsi HEMpPEPHIBHOCTH KacmapueBoid MONOChl. B kcuiieme
NPOMCXOIUT TPAHCHIOPT BOJbI, HOHOB M HU3KOMOJIEKY/ISIPHBIX OPraHMUYECKUX COCAMHEHWI
(caxapa, OpraHM4eCKUE KUCIIOThI, AaMUHOKHCIIOTHI) Ha Oonblive pacctosaust (Sattelmacher,
2001). XoTsl KOHLIEHTpaLMs 3THX NMUTATENBHBIX BEIIECTB OTHOCUTENBHO HEBbICOKA (Madore,
Webb, 1981), ona nocrarouna mis moaepkanus pocra 3H10(puTHBIX Oakrepuii (Sattelmacher,
2001; Bacon, Hinton, 2006). C ucronb»30BaHUEM PAJMOAKTUBHBIX METOK SKCIEPUMEHTAIIBHO
JIOKa3aHO, YTO 3HI0(PUTHI TOTPEOIISIIOT OpraHUUYECKUE BENIECTBA pacTenuid. Hampumep, Rasche
1 coaBr. (2009) nocne uHkyGamu pacrenuii kaprodens ¢ PCO, 00HAPy U U30TOIHYO
METKY CHa4yalia B (POTOCHMHTETMUYECKMX META0OMTAaX PACTCHUs, a 3areM B Pa3IMUYHBIX
SHAOPUTHBIX OakTepusiX. bbUIO MPEMPUHATO HECKOJIBKO TMOMBITOK HANTH HMCTOYHHKH
yIIEPOA, KOTOPhIE MONIM Obl MMETH BAKHOE 3HAYECHHE ISl SHAO(PUTHOrO o0pasza >KU3HU
(Shishido et al., 1999; Krause et al., 2011; Malfanova et al., 2013). Shishido ¢ coast. (1999)
CpaBHWJIM MPO(MITM OKUCTICHUS yIyiepona SHI0(UTHOTO mramma Paenibacillus polymyxa Pw-
2R wu Pseudomonas fluorescens Sm3-PH ¢ TakoBbIMHU y PH30C(EPHBIX IITAMMOB, KOTOPBIE HE
CMOIJIH SHIO(PUTHO KOJMOHM3UPOBATH €J1b. OKa3aioch, 4yto mramMmbl Pw2r u Sm3-RN Obun
CITOCOOHBI METa0OM3UPOBATE COPOMTON M D-raakTypoHOBYKO KHCIIOTY, B TO BpPEMsSI Kak
pu3oc(EepHbIC IITaMMbI HE MOITTA. AHajornyHo, Malfanova ¢ coasrt. (2013) oOHapy:kuiu, 4To
B OTIIMYKE OT OONBIIMHCTBA PH3OCPEPHBIX Pseudomonas spp., SHIO(DUTHBIE MICEBIOMOHABI,
BBIJICTICHHBIC M3 PACTEHHI OTYpLA, CIIOCOOHBI HCTIONB30BATh L-apabrHO3y, OIMH U3 HauOosee

PacpOCTPAHEHHBIX JIOCTYITHBIX CAXAPOB B KCUJIEMHOH SKUIKOCTU Pa3IMUHbIX pacTeHuid (Iwai
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etal.,2003). B npyrom uccnenopannu Krause ¢ coasr. (2011) nokazasm, 4to npy KOJIOHU3AIUA
KOpHEH puca mramMmmoM Azoarcus sp. BH72 B GakTepHabHBIX KIETKAX HHAIYLAPOBAIACH
SKCIPECCUS]  TE€HOB, KOMMPYIOIIMX —AJKOTOIBACTHAPOreHa3bl. MyTaHTHBIE [ITaMMBI €
HapYyLIEHHBIMHA NEHAMU, KOIUPYIOLIMMH 3T! (PEPMEHTBI, KOJIOHM3UPOBAIA BHY TPEHHEOK) YACTh
KOpHsI MeHee 3(PEKTUBHO, YeM JUKHA THM. [I0CKONMBbKY 3TaHON B M300WIMHA CONEPKUTCS B
NEPEYBIBKHEHHOM PHUCE, 3TU JAHHBIC MO3BOJISIFOT MPEATONIOMKHATh, YTO OH MOXKET SIBJISITHCS
OIHAM M3 OCHOBHBIX UCTOYHUKOB YIVIepoaa AjIsl KIeTok Oakrepuidi BHyTpH pactenus (Krause et
al., 2011). B COBOKYIMHOCTH 3T WCCJICAOBAHMS MOKA3BIBAKOT, YTO CIIOCOOHOCTH OaKTepuid
YTWIM3UPOBATh OMPEACIICHHBIE PACTUTEBHBIC METAOOIUThI MOXKET OBbITh HEOOXOIMMBIM
YCJIOBHEM JJIs KX YCIEUIHOTO SHAO(PUTHOTO PA3BUTHS.

Kononuzayus  penpooykxmusHvix  opearos. BHOHE BEPOATHO, 4YTO KOHLECHTPALWMs
JOCTYIHBIX MUTATESTBHBIX BELIECTB B KCHJIEME YMEHBINACTCS M0 MEPE YAVICHHUS OT KOPHS
(BIOJIb OCH PACTCHUS), YTO MOXKET OOBSICHSATH CHIDKEHUE Ppa3HOOOpasus W IJIOTHOCTH
NONYJSILUK SHAO(MHUTHBIX OAKTEPUIA B BEPXHUX YACTAX MOOETOB, JIMCTBAX U PEMPOLYKTUBHBIX
opraHax (Compant et al., 2010; Furmnkranz et al., 2011). Tem He MeHee, MPUCYTCTBHE
SHIO(QUTHBIX OAKTEPHIA B PEMPONYKTHBHBIX OPraHax, TAKMX KaK LBETHL, TUTO/bL, CEMEHA, ObLIIO
MOATBEPKICHO MeTonamu KyastuBupoBanusi (Samish, Etinger-Tulczynska, 1963; Mundt,
Hinkle, 1976; Graner et al., 2003; Okunishi et al., 2005; Fiirnkranz et al., 2011) u
MUKpOCKormueckoil Buzyaymzaimu  (Coombs, Franco, 2003; Compant et al., 2011).
[Tpennonaraercs, 4ro0 CKOpee BCEro, OaKTEpUaibHbIE KIIETKUA TOMAAAT B PENPOAYKTHBHBIC
OpraHbl 4epe3 COCYAMCThIE TKAHWM PACTCHMs, KaK 3TO MPOMCXOMUT C (DUTONATOTCHAMM,
3apKAOIIMMA PA3BUBAIOIIMECS CEMEHA YEPE3 COCYIMCTBIE TKAHM (DyHHKYITyca, Xasasbl,
ppibia 1 Mukponmie (Agarwal, Sinclair, 1996). Takke BO3MOXHO, 4TO €CIM OIHA W3
PENPONYKTUBHBIX KIIETOK (STLEKIIETKA UITH MY>KCKHAE TAMETBI) HECET MUKPOO, TO MOTyYEHHBIN
ASMOPUOH M SHAOCIIEPM MOTYT ObITh KOJIOHM3MPOBAHBI, YTO MOIIO Obl OOBSICHUTH MEPEHOC
3HI0(QUTOB C pacTeHWil Ha cemeHa. OIHAKO WHBA3Msl SHAO(PHUTOB B PENPOAYKTUBHBIC TKAHU
(AMLIEKIIETKY, MATCpPUHCKYIO KIIETKY C MEraclnopamy, TBIYMHKA M MAarepPUHCKUE KIIETKH
NBUTBLBI) TTOKa He Obuta nokazaHa (Agarwal, Sinclair, 1996). Tounblii MexaHU3M NEpeIaYn
SHIO(MUTHBIX OaKTEPHIA N3 COCYIMCTHIX TKAHEH B PEMPONYKTHBHBIE OPraHbl U BIIOCIIEACTBUAM K

HOBOMY ITOKOJICHHUIO paCTeHI/Iﬁ CIC IPCACTOUT YCTAHOBUTD.
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Jlpyeue cnocober xonowusayuu pacmenui. XOTs TPEANoaracTcs, 4to puzocdepa
SIBIISICTCS. OCHOBHBIM MCTOYHMKOM 3HIO(MMTHBIX KOJIOHW3ATOPOB, HENB3s WTHOPUPOBATH U
Jpyrvue TyTH TMPOHUKHOBEHWsI OakTepuii B pacteHus. Hekortopble Oakrepum CriocOOHBI
MPOHUKATH B PACTEHUE YEPE3 YCTHUIIA, KaK ObLI0 MokazaHo mis Gluconobacter diazotrophicus
Ha caxapHoM TpocTHuke (James et al., 2001) u s Streptomyces galbus Ha pogoaeHAPOHE
(Suzuki et al., 2005). B nocnenHem cnyuae S. galbus BbpaOOTKa HECHEUMPUUECKIX
(epMEHTOB, Pa3pyLIAOLIMX BOCK, CKOPEE BCETO, CIOCOOCTBOBAJIA KOJIOHU3ALMY TTOBEPXHOCTH
JIMCTHEB M TOCNIEAYIOMIEMY PACHpPOCTPaHEHUIO dHA0(pHUTa BHYTpU pactenust (Suzuki et al.,
2005). bakTepuu Taxke MOTYT MPOHUKATH B PACTEHUE YEPE3 LIBETHL, IUIOABI U ceMeHa. OTHAKO
3T0 B OCHOBHOM W3BECTHO Uil (PUTOMATONCHOB M HE ObUIO MOAPOOHO HW3YYECHO VISt
(HETIATOTEHHBIX ) OaKTEPHATBHBIX SHAO(HUTOB.

Pazmuunble  akTOpel OKpY>KarOWIEH Cpeapl, BKIOYAs KJIACCUYECKHE METOIIBI
YIIPaBJICHUS PACTCHUEBOJICTBOM (00PadOTKa MOUBBI, OPOIICHUE, UCTIONB30BAHUE XUMUYECCKUX
ynoOpeHuit ¥ TMECTULMIOB) M BO3ACHCTBUE CTpPecC-(haKTOPOB, OKA3bIBAIOT 3HAYUTEITBHOE
BIMSHUE HA CTPYKTYPY COOOMIECTBA SHAOPUTHBIX MUKPOOOB, a TAKKE HA B3AUMONCHCTBHUE
MEXTy MHKpoOaMu-mMukpodamu U MukpoOamu-pactenusimu (Glick, Gamalero, 2021; Glick,
2020). Pe3ysIsTaThl HETABHETO METATeHOMHOTO aHanm3a (Ziarovska et al., 2020) mokazam, 4o
W3MEHYUBOCTH OaKTEpUAITBHBIX SHAO(PUTOB MPEANOYTUTEIHLHO CBSI3aHA ¢ XapaKTEpUCTUKAMU
OTBETHOM PEAKIMU COPTOB UCIBITYEMBIX PAcTEHUI Ha CTPecC, a He ¢ CaMMMH CTPECCaMM.
JIOArOBpEMEHHBIE UCCIIEIOBAHUST MUKPOOMOMOB PACTEHUI MOMYEPKHYIM BOKHOCTH BKJIA/a
MHUKpPOOOB B (peHOTHIT M (prsronoruro pactenus-xo3smHa (Chatterjee et al., 2017; Del Carmen
Orozco-Mosqueda et al., 2021). SIBnsasick B&KHON YaCThEO pa3MUHbIX (DYHKLIMIA paCcTCHHIA,
SHIO0(UTHI OMPENETSIOT PEAKLIMIO PaCTEHU HA CTPECC U MX MPOTYKLIMOHHBIE XaPAKTEPUCTUKH.
[TpuMeHeHne SHAOPUTOB TaKKE JAOKYMEHTAILHO MOATBEPXKICHO KaK COCOO MOBBIMICHUS
Ka4ecTBA PACTEHUEBOMYCCKON MPOMYKIMH, TAKUX KaK ()PYKThbL, OBOILM M LBETHI, 32 CYET
YIIYUIIECHHS] TAKMX XaPAKTEPUCTUK Ka4eCTBA MPOMYKIMH, KaK pa3Mep, TBEPAOCTb, LIBET U CPOK
roqaocty (Gonzdlez et al., 2019; Vukeli¢ et al., 2021; Mingot-Ureta et al., 2020; Acufia-
Rodriguez et al., 2022).

HecMoTpst Ha 3HAUUTENBHBIN TPOrpecc B M3yYeHUH (DeHOTUMUUECKUX U HKOJIOTHYECKUX

aCIIEKTOB B3auMofieicTBrs 3HA0PUTOB ¢ pacteHusMu (Mitter et al., 2013; Chagas et al., 2018),
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KJTFOUYEBBIE TEHETUYECKHE (DAKTOPbIL, OOCCICUMBAOIIME YCIEIIHOE MPOHUKHOBEHUE U
KOJIOHM3ALIMIO, M3yuYeHbl HEAOCTaTtouyHo. [lojHOreHOMHbIA aHaiu3 Oakrepuii MO3BOJSET
BbISIBUTH HE TOJIKO T€HbI, OTBETCTBEHHBIC 3a MOABMKHOCTH (HAMpUMEp, >KIyTUKOBBIE
CHCTEMBI), aare3uro (M, MeMmOpaHHble OCJTKM), TPEONOTICHUE 3allUTHBIX OaphepoB
(epMeEHTHI AErpagaK KIETOUHOM CTeHKM) U cTpecc-anantauuto (Compant et al., 2021).
HHTerpaiyis TaKUX JAHHBIX PACKPHIBAET KOMILICKCHBIE MOJIEKYJISIPHBIE MEXaHU3MBI, JIEKALE
B OCHOBE J(P(PEKTUBHBIX PACTUTELHO-MUKPOOHBIX B3auMozciicTBuiA. Takum 00pasom,
yIIyOleHUE B TEHETHUYECKYHO «apXUTEKTYPY» SHAO(PUTOB SBIISIETCS HEOOXOMMMBIM [LIAroM Jist
nepexoga OT AMIMUPUYECKOTO OMUCAHMS K TPOTHO3MPOBAHMIO M YIPABJICHUIO MX

B3aUMOJICHCTBHEM C PACTCHUASMHU.
1.2.2. Bacillus spp. — Tumn4unbie npeacrasure/iv SHA0GUTHLIX PGP-0akTepuii

Pon Bacillus Cohn (cemeiictBo Bacillacea) — pasnooOpasHas rpynmna (reTeporeHHbIi
TaKCOH), TPEACTABUTEM KOTOPOW NOBCEMECTHO PpACHpPOCTPAHEHBI B MPUPOIC. OHHU
OOHapy>KEHBI B TIOUBE, BOJIE, HA TOBEPXHOCTH (MU QUTHI) M BO BHYTPEHHHUX TKAHSAX PACTCHUIN
(3rmoduTsr) (Martinez, 2013, Hirooka, 2014; Sicuia et al., 2015; Su et al., 2020; Cantoro et
al., 2021). Pox Obl1 BIEPBBIE BHIJICJICH U OMMUCAH HEMEIKAM OOTAHUKOM M MUKPOOHOJIONOM
®. Konowm (F. Cohn) B 1872 rony, a B. subtilis ObUT ONpeaencH B KAYECTBE TUIIOBOTO BUJA,
KOTOPBIA MMeET Tpu noaBuAa: Bacillus subtilis subsp. subtilis, subsp. spizizenii u subsp.
inaquosorum (Rooney et al., 2009). Hapsny ¢ B. subtilis onucaHsl Jpyrve POICTBEHHBIC
BUJIbL, TAKUE KaK B. amyloliquefaciens, B. atrophaeus, B. axarquiensis, B. licheniformis, B.
malacitensis, B. mojavensis, B. sonorensis, B. tequilensis, B. vallismortis w B. velezensis
(Jeyaram et al., 2011). Sunoduthbie Bacillus Spp. HaACHBI BO BHYTPEHHMX TKaHIX
Pa3HOOOpA3HBIX YaCTCH pacTCHUA: ceMsiH, (PPYKTOB, CTEONEH, TMCTHER, KOPHEH 1 KITyOHEH,
1BeTKoB (Russo et al., 2012). PaznooOpaszue s3HI0PUTHBIX Bacillus spp. MOXKET 3aBUCETh OT
BUJIA M COPTa PacTeHWH, a MJIOTHOCTb 3aCEICHUS — OT TKaHW, CTaJNH PA3BUTHS PACTCHMUS,
(hakTOpOB OKpYy>Karole cpeapl, Hanpumep, BpemeHu roma (Shen, Fulthorpe, 2015;
Kuklinsky-Sobral et al., 2004). Kpome Toro, saa0¢puTHas KonoHu3auus Bacillus spp. 3aBUCHT
OT (PU3MOJIOTHYECKUX U3MEHEHUH B PACTECHUSX U MOYKET ObITh OrPAHMYCHA WM 3aMENJICHA

3aumTHbIMU  MexaHm3Mamu  (Rosenblueth, Martinez-Romero, 2006). K npumepy, y
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JBYIOJIbHBIX pacTeHuii cammumioBas kucnora (CK), stuneH, skacMoHoBas kuciota (JKK)
OrPaHMYMBAKOT KonmoHuzauuto Bacillus spp. (Imiguez et al., 2005; Miché et al., 2006).
CooOmanocek, 4to Bacillus Spp. MOTYT «niepeaBarbCsi U3 MOKOJICHUS B TIOKOJIEHHE) Yepe3
cemena (Pleban et al., 1995; Adams, Kloepper, 2002; Diabankana et al., 2024), BereTaruBHbIA
nocanounblii Marepuait (Dong et al., 1994), a Taroke yepe3 mouBy Ha KiyOHsX (Sturz, 1995;
Hallmann et al., 1997, Mahaftee, Kloepper, 1997). Hapsny ¢ 3tum, Bacillus spp., B YaCTHOCT!
B. subtilis — 0Omenpu3HaHbl KaKk 0€30MacHbIe MUKPOOPTAaHW3MBI 1S TPUMEHEHUSI B IMULLICBOM
npombiiieHHocTH (GRAS — Generally Recognized As Safe) (Harwood et al., 1992; Martinez,
2013; Su et al., 2020). bonee TOro, OHW MNPOAYLUPYIOT SHIOCIOPHI, YPE3BBIYANHO
TOJICPAHTHBIE K Pa3HbIM (U3MYCCKUM W XHMHYECKAM BO3JCHCTBUSM (HArpeBaHUE,
BBICBIXaHUE, OpraHuyeckue pactBoputenu, Y®-o0myuenue u ap.) (Ulrich et al., 2018),
Onarogaps 4eMy COXPaHsIFOT CIOCOOHOCTB 3ayCKaTh 3AIMTHBIC PEAKIIMH Y PACTCHUHA-X035EB
Jake B CTPECCOBBIX YCJIOBUSIX BHEUIHEW cpenpl. Bee 10 aenmaer  Bacillus  spp.
NPUBIIEKATEIbHBIMYA areHTaMH JUTs pa3paO0TKK HA UX OCHOBE KOMMEPUYECKUX OMOYT0OpEHrI
W CPEICTB 3aUIMTHI PACTEHWI, YACIIO KOTOPBIX PacTeT &KErOAHO BO BceM mupe. HenaBHO
MPOBENCHHBIC MeTa-aHaM3bl (Zhao et al., 2023; Diniz et al., 2025) moka3bIBatOT, 4TO B
OOJTBIIMHCTBE OMYOJIMKOBAHHBIX PAa0OT BHUMAHUE COCPENOTOUEHO Ha Oakrepusx Bacillales.
HHokynsiiyst pa3nuyHbiMA TakcoHamMu PGP-Oakrepuii B pa3HO CTENEHM MOBBIIIAIA
3aCyXOyCTOMYMBOCTb PACTCHHM, OJHAKO BBIPAKECHHBIA MOJOKUTENBHBIA 3P(PEKT Okazamm
Oaxktepum w3 OTpanoB Bacillales w  Pseudomonadales TOCPEACTBOM —CTUMYJISILIAA
(oTOCHHTE3a, 3alMTHl OT OKUCIMTEIBHOIO CTPECca M YBEMYEHHsT OMOMAcChl. 3TO
0ObsicHsIeTCST MX J(PPEKTUBHON KOJMOHHU3AUMEN KOPHEH W MEXaHM3MaMM TOBBIIICHUS
BBDKMBAEMOCTH PACTEHUIA B HEOMArONPUSTHBIX YCIOBHUSX, YTO MPUBONT K MX PEOOTATAHUIO
B puzocepnoi nuie (Khan et al., 2018).

BaxubiM daxropom st Bacillales sensercs cnocOOHOCTh K CIOPOOOPA30BAHMIO,
o0ecneunBaroIas 3armac NUTarelibHbIX BenlecTB B yenoBusax crpecca (Ulrich et al., 2018;
Blake et al., 2021). Kpome toro, Bacillales MOTYT CTUMYIMPOBATh SKCCYNALAIO KOPHEM,
00pa3oBaHue OMOIUIEHKHA M HAKOIJICHUE OCMOJIMTOB — KJTFOUEBBIX MEXAHM3MOB 3ALUTHI OT
CTpecCOBbIX (PaKTOPOB, MpHUBOAAIIMX K 00e3BokuBaHut0 (Radhakrishnan et al., 2017).

Azordukcarms PGP-0akrepuit Takke TONOKUTENTHLHO BIHsIa Ha MOPQOJIOTHIO U (DOTOCHHTE3
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PacTEeHUil B YCIOBUSX CTpecca (3aCyXH), HO HE B YCJIOBUSX ONTUMAIBHOIO nojuea (Zhao et
al., 2023). OgHako ToYHbIe MexaHu3Mbl BlusiHUsSL PGP-0akTepuii Ha pacTeHUs B CTPECCOBBIX
(3aCYLIUTMBBIX ) YCIOBHUSIX OCTAKOTCS HE COBCEM SICHBIMU U TPEOYIOT NATBHEHIIIETO N3y YCHUS.
Mmuorue Bunel Bacillus otHOcsTCs K rpynne PGP-Gakrepuii, TOCKOIBKY COCOOHBI
CTUMYJIMPOBaTh POCT W TIOBBIIATH YCTOWYMBOCTh PA3MYHBIX BHJOB PaCTCHHM K
ounornueckum ((puronarorensl (MakcumoB u np., 2011; Lastochkina et al., 2019, 2020;
Maksimov et al., 2020; Miljakovic et al., 2020; Cantoro et al., 2021; Veselova et al., 2024),
Hacekombie-BpenuTenu (Maksimov et al., 2020; Sorokan et al., 2021; PymsHues u ap., 2024),
Hemaronel (Al et al., 2023; Alnasrawi et al., 2024), Bupycsl (Maksimov et al., 2019; Sorokan
etal., 2020; Veselova et al., 2022)) n abuotnueckuM crpeccopam (3acyxa (Vardharajula et al.,
2011; Cherifet al., 2015; Zhou et al., 2016; Sood et al., 2020; Rashid et al., 2021; Puthiyottil,
Akkara, 2021; Paul et al., 2022; Kuramshina, Khairullin, 2023; Narayanasamy et al., 2023;
Mendoza-Alatorre et al., 2024), 3aconenue (Numan et al., 2018; Soltani et al., 2023; Ghazala
etal.,2023; Fouladvand, Soltani, 2024), Tokcnunbie coenuuenuns (Awan et al., 2020; Pishchik
et al., 2021; Yue et al., 2021; Shahzad et al., 2025), 4yT0 yka3bIBacT HA PETYJSALUI0 UMHU
Hecnenupuueckoit ycroitunBoctu pacrenmii (Cakmakei et al., 2017; Meenakshi et al., 2019;
Shobana et al., 2020; Ilyas et al., 2020, Blake et al., 2021). MexaHu3Mbl, TOCPEICTBOM
KOTOPbIX Bacillus spp. OKa3bIBAlOT CTUMYJIMPYIOIIEE NEHCTBHE HA PACTCHUs, J0 KOHIIA HE
W3yUEHbI, HO U3BECTHO, YTO OHHU CIIOCOOHBI MOYIUPOBATH TOPMOHAJIBHBIN CTaTyC, BIUSThH HA
APXUTEKTYPY KOPHEBOM CUCTEMBI, MOBBILIATH TOCTYTHOCTh MUTATEILHBIX BELECTB (MAKpO- 1
MukpoanieMenToB) (Baig et al., 2012; Ueboraps u ap., 2016; Saha et al., 2016; Jochum et al.,
2019; Kaushal et al., 2019; Hussain et al., 2020; Olenska et al., 2020; Ghazanfar et al., 2024),
perynmupoBark porocunres (Timmusk et al., 2014; Abd El-Daim et al., 2019; Ramandi et al.,
2024), ycremunyro npoBomuMocts (Kaushal, 2019; Sood et al., 2020), BomHbli craryc
pactenuii (Abd El-Daim et al., 2018; Kaushal, 2019; Sood et al., 2020; Akhtyamova et al.,
2024), npoaykumto ¢puroropmoHoB (aykcunsl, LIK, I'b, ABK, CK u XKK, stunen) (Arkhipova
etal.,2007; Dodd etal., 2010; Ishak et al., 2016; Park et al., 2017; Raheem et al., 2018; Danish
etal., 2019; Danish, Zafar-ul-Hye, 2019; Zafar-ul-Hye et al., 2019; Sorokan et al., 2021; Ayaz
etal.,2022; Veselovaetal., 2024; Chebotar et al., 2024 ), aHTMOKCHTAHTOB H OCMOITPOTEKTOPOB

(Zhang et al., 2010; Su et al., 2017; Shobana et al., 2020), 3kcnpeccHio NreHOB YCTOMYMBOCTH
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K 00e3BOKHUBaHMIO (akBanopuHbL, aeruapunbl) (Abd El-Daim et al., 2019; Blake et al., 2021;
Akhtyamova et al., 2024), nponykimto sietyunx opranndeckux coemunenuii (JIOC) (Raza et
al., 2016; Ali et al., 2023; Sudakov et al., 2025), OT1C (Zhang et al., 2015; Khan et al., 2019;
de Oliveira-Paiva ye al., 2024; Diaz-Corngjo et al., 2024), pepmenra 1-aMAHO-IIMKIIONMPOIIaH-
1-kapOokcunar-nezamuHazbl (ALIK-nezamunazbl) (Zhang et al., 2018; Zafar-ul-Hye et al.,
2019; Amna et al., 2019; Gowtham et al., 2020; Rashid et al., 2021), opraHU4ECKINX KUCIIOT U
BropuyHbIX MeTabomToB (Abd El-Daim et al., 2019; MakcumoB u ap., 2020; Wang et al.,
2021; Tran et al., 2022). 3Tu MEXaHU3MbI B COBOKYITHOCTH aKTUBUPYIOT WHAYLIMPOBAHHYIO
CHUCTEMHYO 3allIUTy PACTCHUH, MOBBILIAs X YCTOWYUBOCTD U IPOAYKTUBHOCTD B CTPECCOBBIX
ycnousix (Chourdhary, Johri, 2009; Pieterse et al., 2014; Kaushal, 2019; Sood et al., 2020;
Blake et al., 2021; Rashid et al., 2021; Yang et al., 2023; Dutilloy et al., 2024). I1pu 3T0M BCs
LEMb 3AlIUTHBIX Peakuuii Ha nyTH wHAyuupoBaHHOM PGP-Oakrepusimu Bacillus spp.
YCTOMUMBOCTH pacTeHMi K aDMOTHUECKUM CTpEccaM BCe E11IE Talieka OT ICHOCTH. bosee Toro,
Ha MPaKkTHKE 3(PHEKTUBHOCTE OMHOIO U TOTO K€ ITamma Bacillus spp. 4acTo BapeUpPyeTCs B
3aBHCUMOCTH OT MHOXKECTBA (DaKTOPOB (CBOMCTB LITaMMa, BUJAA PACTEHUIA, MX JKOJIOTO-
reorpa)u4ecKkoro MPOMCXOXKACHUS, COPTOBBIX OCOOCHHOCTEM, YCIOBUIA BhIpAIIIMBAHUS U AAP.)
(Madry et al., 2013; Volis et al., 2015; Idesuquy, Ghanem, 2015; Kypamumna u ap., 2019;
[Tycenkora u ap., 2020; Mapkosa u ap., 2023; Kolesnikov et al., 2023; Garipova et al., 2024),
Jlns  Oonmee  MOJMHONO  MCMOMB30BAaHHWS WX  TOTCHIMAIA KaKk  OMOMHOKYJISTHTOB,
00eCTIEeUMBAIONIUX YCTOMUMBYIO TPOAYKTUBHOCTh PACTEHHEBOACTBA (OCOOCHHO Ha (hOHE
NOCTOSIHHOTO ~ M3MEHEHMsl KJIMMaTa), 4Ype3BblUYAiHO BaOKHO TMOHUMaHWE OOMX U
CTICIM(PUIHBIX  PACTUTEIIBHO-MUKPOOHBIX B3aMMOICHCTBHMI M MEXaHW3MOB, JICKAIUX B
OCHOBE MX (DM3UOJIOTMYECKOT0 A(eKTa Ha PACTCHUS, B T.4. TIPU 3ALIUTE OT JOMUHUAPYFOLIMX

a0OMOTHYECKUX CTPECCOB.

1.2.3. Poas Bacillus spp. B MUKPOO-UHIYIIHPOBAHHOI CUCTEMHOI YCTOHYMBOCTH

(MIST) pacrenuii K a0HOTHYECKUM CTpeccam

ComiacHO  coBpeMeHHBIM — mpencrasieHusM, PGP-Oakrepum  Bacillus — spp.
CMOCOOCTBYIOT A(PPEKTUBHOMY MPOTHUBOCTOSIHUIO PACTEHUH K CTpeccaM Onaroaapsi Pa3BUTHEO

TaK Ha3bIBACMOM MUKPOO-MHAYLMPOBaHHON cucTeMHOHM yctoiunBoctn (MIST, Microbe-
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Induced Systemic Tolerance) (Shobana et al., 2020; Kaushal, 2019; Rashid et al., 2021),
KOTOpasi BKJIIOYACT IIMPOKUHA CIEKTP B3aMMOCBS3aHHBIX MEXAHWU3MOB 3aTpardBarOLIMX
TOPMOHAJIBHBIN CTAaTyC PacTCHWM, apXUTEKTYpy KopHeBo# cucteMbl (Jochum et al., 2019;
Kaushal et al., 2019; Hussain et al., 2020), nocTyImjieHUe BObI U3 [IYOOKUX CJIOCB MOYBHI,
OMOAOCTYITHOCTh JIEMEHTOB MHMHEPAIBLHOTO NHTaHusl (Omonoruyeckas asordukcanus
(BAD), comodummzauio P, K, Zn u ap.) (Baig et al., 2012; Ueborapb u ap., 2016; Saha et al.,
2016, Olenska et al., 2020; de Oliveira-Paiva et al., 2024; Ghazanfar et al., 2024), coctosiHue
(dotocunteTrueckoro ammnapara (Timmusk et al., 2014; Abd El-Daim et al., 2019), ycteruHo#M
npoBoaumocty (Kaushal, 2019; Sood et al., 2020), BomHoro craryca (Abd El-Daim et al.,
2018; Kaushal, 2019; Sood et al., 2020), peryasuuro npoayKuuu (PUTOrOPMOHOB (ayKCHHOB,
LK, I'b, ABK, CK, XK, stunena) u ux 6ananc B pactenusx (Dodd et al., 2010; Danish et al.,
2019; Kudoyarova et al., 2019; Danish, Zafar-ul-Hye, 2019; Zafar-ul-Hye et al., 2019;
Sorokan et al., 2021; Veselova et al., 2022; 2024), cHHT€3 aHTHOKCUJAHTHBIX M
OCMOMPOTEKTOPHBIX coenuHenuii (Zhang et al., 2010; Su et al., 2017; Shobana et al., 2020),
SKCITPECCHIO TEHOB YCTOMUMBOCTH K 00€3BOKMBAHUIO (aKBAOPUHOB, NeruapuHoB) (Abd El-
Daim et al., 2019; Blake et al., 2021; Akhtyamova et al., 2024), npoayKupro GakTepraIbHbIX
metabonmutoB (Abd El-Daim et al., 2019; Cherepanova et al., 2021; ), JIOC (Razaet al., 2016;
Alietal., 2023; Sudakov et al., 2025), OIIC (Zhang et al., 2015; Khan et al., 2019; de Oliveira-
Paiva et al., 2024; Diaz-Comegjo et al., 2024), ALIK-ne3amunasel (Zafar-ul-Hye et al., 2019,
Amnacetal.,2019; Gowthamet al., 2020; Rashid et al., 2021; Kaur et al., 2023), opraHiueckux
KHCIIOT U CUTHAJTBHBIX coemHennid, akrupupytonmx MCY (Kaushal, 2019; Blake etal., 2021,
Rashid etal., 2021; Yang et al., 2023; PymsiHieB u ap., 2024; Gogoi et al., 2025), yto npruBOMT
K MOBBIIICHUIO YCTOMYMBOCTH M POy KTUBHOCTH pacTEeHUi B yciioBusix crpecca (Sood et al.,
2020) (puc. 1.3). 3TH MEXaHU3MBbI B KOMIUICKCE AKTUBUPYIOT WHIYLIMPOBAHHYIO CUCTEMHYIO
3allUTYy PACTEHU, MOBBILIAS UX YCTOHUMBOCTD U MPOTYKTUBHOCTD B CTPECCOBBIX YCIOBHSIX.
OmHako >(QPEKTUBHOCTE KOHKPETHBIX IITAMMOB Bacillus Spp. MOXET BapbUPOBATH B
3aBCUMOCTH OT MHOXECTBA (PAKTOPOB, MOATOMY JJIs ONTUMAJBHOIO MCIOIBb30BAHUS MX
noTeHUMama Tpedyercs JalbHEHIe JETalbHbIe HWCCIIENOBAHUS IS MOHMMAaHUS

0COOCHHOCTEH JIEKAIIMX B OCHOBE PACTUTEIIBHO-MHUKPOOHBIX B3aMMOICHCTBHA.
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MOATBEPXKACHO, 4TO MHOKYIIsAMSL PGP-0akTeprsiMi OBBIIIAET 3aCy X0y CTOMUMBOCTD Pa3IAYHBIX
KYJIBTYp, TakuX Kak Kykypy3a (Vardharajula et al., 2011; Guler et al., 2016; Sood et al., 2020;
Chukwudi et a., 2025), puc (Shukla et al., 2012; Kakar et al., 2016; Narayanasamy et al., 2023),
miennna (Arzanesh et al., 2011; Kasim et al., 2013; Gontia-Mishra et al., 2016; Barnawal et al.,
2017; Abd El-Daim et al., 2019; Sood et al., 2020; Rashid et al., 2021; Kuramshina, Khairullin,
2023), mpoco (Niu et al., 2018), caxapubiii TpoctHEK (Chandra et al., 2018) u MH. ap., 4TO
CYMMHPOBaHO B MHOTOUYHCIICHHBIX 0030pHBIX padorax (Cakmake et al., 2017; Zhao et al., 2023;
Ferrante et al., 2024; Diniz et al., 2025), Bxmodast Ha (Lastochkina et al., 2019a; Lastochkina
2019b; Jlacroukuna, 2021; Jlactoukuna, Asnarynosa, 2023; Lastochkina, Bosacchi, 2023). [Ton
neiicteeM PGP-Oaktepuwii ypOBHM yAydllleHHs TMOKazaresield pocta (pa3BUTHE KOPHEBOW
CHCTEMBI, HAKOTTEHHUE OMOMACChI, YCUICHUE (POTOCHHTE3A U CHIDKEHHUE OKMCITUTENTHHOTO CTPECCA)
BAPBUPYIOTCS Y Pa3IMUHbIX pacTeHuii. OIHaKO CTENEHb RIMSHKS HA POCT B YCIIOBUSIX 3aCyXH U
BO3MOYKHOCTB BOCCTAHOBRJICHH S (PU3MOJIOTUUECKOTO CTaryca PaCTeHUH MPY ONMTUMATTBHOM TIOJMBE
OCTatoTCsl HesicHbIMU.  CIIEIOBATENIbHO, BBISBIICHUE MEXAHM3MOB MHUKPOO-OMOCPEI0BAHHOIO
TOBBILIICHUS 3aCyXOyCTOHUMBOCTH TPEACTARNISACT aKTyalbHYHO 3a1a4dy. D(ppektuBHOCTE PGP-
OakTepuii Ha 3aCyXOYCTOMUMBOCTh PACTEHUWA 3aBUCHT OT BWJA PACTCHWI, UHTCHCUBHOCTH W
NPOIOKUTENILHOCTU  cTpecca. Pactenus, ucnons3yronme C4 nyts (¢orocuHTe3a, Oornee
NPUCTIOCOONEHBI K 3aCyLIUTMBOM cpefe, YeM pacTeHus, ucnonbayrome C3 nyTh (hoTocuHTE3a.
Coo0MIanochk, 4to BKIJIaJ MOJIE3HOTO MUKPOOMOMA B YCTOMUYMBOCTB pacTeHui K 3acyxe y C3-u C4-
pactenmii pazmmyuactcs (Li et al., 2019; Rubin et al., 2017). Wccnenopanusi HOATBEPKIALOT, YTO
oteeT C4-pacTeHnii Ha pH3OMUKPOOMOM OTJIMYAETCs OT peakimn C3-pactenuii (Auge et al., 2015;
Li et al, 2019; Rubin et al., 2017), omHak0 MeXaHH3MBI 3TOM AU(PEPEHIAIME U3y YeHBI
HEIOCTATOUHO M3-3a OTPAHMYEHHOTO YHCIIa CPABHUTENBHBIX PadoT. Kpome Toro, GakrepuaibHoe
coo0IIECTBO B pr3oc(hepe pacTeHuid MOCTOSIHHO MEHSIETCS 1o Bo3eiicTereM 3acyxu (Rubin et
al., 2017), yro momymipyeT 3pdekrrBHOCTE PGP-0akreprii 1 MpUBOIMT K BapHaOETbHOCTH WX
BIIMSIHYSL HA PACTEHUS B TCUCHHUE CTPECCOBOTO Nepriona. B uccnenopanmsix nmo nHOKy s PGP-
OaKTEepUsIMHM ISl TTOBBIICHUST 3aCyXOyCTOMUMBOCTH PACTCHWA MPUMEHSUTUCH TPEACTABUTE N
pazimuHbIx TakcoHOB: Bacillus, Pseudomonas, Burkholderia u Streptomyces (Fan et al., 2015;
Zhou et al., 2016; Brilli et al., 2019; Abbasi et al., 2020). MHorve skCnepuMEHTaNTBHBIE PACTEHUSI

ObIM  MHOKYJIMPOBaHbl ~ KOHCOpimMymMamu PGP-0aktepuii, JeMOHCTpUPYsS MOBBIIICHHYIO
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3(PEKTUBHOCTD IO CPABHEHUIO ¢ MOHOKYJIBTYpaMK Oiarofiapsi CAHEPIuM MEXaHU3MOB JICHCTBUS
(Santoyo et al., 2021). PGP-6akrepun, mpuHayICKaIME K PA3IMUHbIM TAKCOHAM, CITOCOOHBI
HAJIESISATh PACTEHHUs] MHOTUMH TOJIE3HBIMU CBOMCTBAMM, KOTOPBIE, KAK MPEIONAracTcsl, BHOCST
OCHOBHOI BKJIAJ1 B TIOBBILIEHHE 3aCyX0ycToiumMBOCTH pactenuii (Vurukonda et al., 2016). Onnaxo
NpU META-QHAJIM3E HE YIAIOCh HAWTW MCCIIEIOBAHMIA, KOTOPBIC OLICHUBAIA Obl CBSI3b MEKIY
TAaKCOHOMUYECKUM pazHooOpasueM PGP-Oakrepuii, nx ()yHKIMOHABHBIM TOTCHIMATIOM W
YCTOMYMBOCTBEO PACTEHUI K 3acyXe. BaKHO BCECTOPOHHE OLICHUTH OyIarOTBOPHOE BO3ICHCTBUE
PGP-0axrepuii, BKIFOHass SHIOQMTHBIC, HA TOBBIIICHUE 3aCyXOyCTOWYMBOCTH PACTEHUH W
NOJTYYUTh OOJIEE YETKOE MPENCTARICHAE O (PYHKIMOHAIBHBIX OCOOCHHOCTSIX KOJOTMYECKUX

coo01IecTB pru3ochepbL.
1.2.3. 1. Crumynupoeanue pocma pacmeHui

CnocoOHOCTh yJIy4IliaTh POCTOBBIE MPOLIECCHI PACTEHMA ObLIa MOKa3aHa jIsi MHOTHX
sunodutoB (Zachow etal., 2010; Gasser etal., 2011; Malfanova et al., 2011; Glick, 2020, Mengistu,
2020; Kuramshina, Khairullin, 2023; Chebotar et al., 2024). HexoTopble HCCIEIOBATEH MOJIArarorT,
Y10 pocTCTUMYIMpYronmid 3(PdeKT, omocpenyeMbiii 3HAO(PUTaMHU, B OCHOBHOM CBSI3aH C
00CCIICYEHMEM PACTEHNT HEOOXOMMMBIMH [TUTATEIIBHBIMUA - BEILICCTBAMH, HANPUMED, a30TOM
(Glick, 2020), sBastFOUMMCS OCHOBHBIM JIMMUTHPYHOIIMM COCIMHEHUEM TIPU BbIpAlMBAHUA
pactenmii (Benedetto et al., 2017). B HayuHoli MTeparype akTUBHO OOCYKIAETCS MEXAHWU3M
ononornueckoii  azordukcaimu (BAD), ocHOBaHHOW Ha cUMOKMO3¢ OOOOBBIX PACTEHWI C
30T(HMKCUPYIONAMH OAKTEPUSIMU KOPHEBBIX KITyOeHBKOB (YmapoB u ap., 2007; Provorov,
Tikhonovich, 2022; Safronova et al., 2023). BaxkHeinme CebCKOXO3SMCTBEHHBIE KYJIBTYPHbI
(KyKypy3a, puc, TIICHWIA, CaXapHbli TPOCTHMK) JEMOHCTPUPYIOT — TOBBILIEHHYIO
MPOMYKTUBHOCTb TPA B3aMMOJCHCTBUM € Pa3HOOOPa3HBIMU SHAO(PUTHBIMU HA30TPOdamMu.
Haubonee u3ydeHHbIE PEACTABUTENM 3TOM TPyMIThl BKITFOYAOT poabl Azoarcus, Burkholderia,
Gluconobacter, Herbaspirillum wu Klebsiella (James, 2000). CnocoGHocts 3HAO(PUTOB
(uxcuposars N, in planta Obla TONTBEP)KIACHA MOJICKYJISIPHBIMA METOAAMU TYTEM JICTEKIINA
AKCIPECCHM TEHOB HUTPpOreHasb! (nifH, niflD) B koroHu3upoBaHHbIX TKaHsx (Egener et al., 1999,
Roncato-Maccari et al., 2003; You et al., 2005) 1 ¢ momoIibro u3otonHoro anammza (Sevilla et al.,

2001; Elbeltagy et al., 2001). DKCHEPHMEHTHI 110 BKIIFOYEHHIO PN, TOKa3a/d, YTo pacTeHus
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CaxapHOIO TPOCTHUKA, MHOKYIMpOBaHHbIe (. diazotrophicus Pal5, monyyamm o 0,6% o0mero
azora Onmaronaps BA® B Teuenuie 24-qacoBoro neprioa (Sevilla et al., 2001); wist pactenuii puca,
KOJIOHU3UPOBaHHBIX Herbaspirillum sp. B501, ato 3nadenue cocrasiio 0.14% (Elbeltagy et al.,
2001), 4T0 yKa3bIBAaCT HA 3HAYMMBINA BKJIAA JUA30TPOPHBIX SHAODHUTOB B MOCTyIicHHE N2 B
pactenue. Jlpyrve WCCIeNOBaHMs TOKA3IM, 4YT0 PacTeHus MOryt nonydare 10 70%
HeoOxomMMoro azota uepe3 bAD, onocpenoBanHyto sHaopuramu (James, 2000). Azordukcaiysi,
B CBOIO OUEpelb, PEryIMPYETCsl KOHIIEHTpalMed KuCIopoda M JOCTYIHOCTHIO a3oma. Y
Herbaspirillum sp. BSO1 skcripeccust HITpOreHasbl MOAABIsIIACh Ha 00BIMHOM Bo3yxe (21% O;)
Y MHIYLIMPOBAIACh B MUKPOKHUCIIOTHBIX YCIoBUsIX (2% O») (You et al., 2005), npeamonarasi, uro
BHYTPCHHSISl Cpelia pacteHuil sieisiercst moaxomsinei st BA®. Sevilla ¢ coast. (2001)
NPOIEMOHCTPUPOBAIIM, YTO B YCIOBMSIX JAeuiMTa a30Ta PacTeHHs CaXxapHOrO TPOCTHHKA,
WHOKYJIMPOBAHHBIC MKUM TUTIOM G. diazotrophicus Pal5, nMeror 3HaYMTeNBHO OOIBLIYIO MacCy
noOCroB U COEP)KaHUE A30Ta, YEM PACTEHUsl, MHOKYJMPOBAHHBIE MYTAHTOM, HECMOCOOHBIM
(uxcuporark N,, nmpeanonarasi, yto bAD sBsieTcss BEpOSATHON MPUUMHONW CTUMYJISILIMM POCTa
pactenuid. IHTEpecHO OTMETHTD, UTO a30THOE TOJIONIAHUE TAKCKE MOXKET TIOJARIISATH OMOCHUHTES
pacturenbHoro ropmona MYK. Hanmpumep, Brandi ¢ coast. (1996) npoaeMOHCTpUpPOBaIIH, YTO
cunte3 UYK B cyneprarante Kynsrypel Erwinia herbicola 299R Obin Oonee uem B 10 pa3 Boille B
yCIoBHsIX HeocTarka a3ota. YK Obut 0OHAPY>KEH | B CyNiepHATaHTe KyIBTYpbl (. diazotrophicus
(Fuentes Ramirez et al., 1993; Bastian et al., 1998). CnenoparenbHO, BIOIHE BEPOSITHO, YTO
HEKOTOPBIE SHAO(PUTHI CTUMYITMPYIOT POCT PacTeHUI Kak 3a CYET MOCTYIUIEHHs a30Ta, TaK U 3a
CYET BBIPAOOTKH (PUTOTOPMOHOB, B 4acTHOCTH MYK. DTa BO3MOXKHOCTH JIOMOJTHUTEIBHO
MOATBEPXKAACTCS HAOMIOEHNEM, 4To, Kora N He ObUT JIMMUTUPYIOIINM, Kak JUKWi Tin G.
diazotrophicus Pal5, Tak W €ro fix-MyTaHTHBIC IITAMMbI YBETTMUMBAIM OMOMACCY CAaXapHOIO
TpoctHuKa (Sevilla et al., 2001). CooOmanock 0 nmponykimu UYK in vitro n ero BO3MOXHOM
y4acTUM B POCTCTAMYJISIIIMA Y MHOTHX IPYTUX SHAO(PUTHBIX OakTepuii (Govindarajan et al., 2008;
Rothballer et al., 2008; Jha, Kumar, 2009; Malfanova et al., 2011). MytaimonHbIii aHaM3
puzoOakTepuid moaTBepIM Kitroderas poiib MYK B crumyrisitim pocra pactenuit (Patten, Glick,
2002; Spaepen et al., 2008). Muakrvpaims reHoB Onocunte3a UYK (manpumep, ipdC, aldH)
NPUBO/IMT K 3HAYUTEIILHOMY CHIDKCHHIO CIOCOOHOCTH OakTepuii MHAYIMPOBATH PA3BUTHE

KOPHEBOI CHCTEMBI M YBETMUKMBATH OMoMaccy pacrenuii (Spaepen et al., 2008; Duca et al., 2014).
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[ToMUMO HENOCPENCTBEHHON CTUMYJISIMM pocTa vepe3 cuHte3 MYK, MUKpOOpraHu3Mbl
YCUITMBAIOT YCTOMUMBOCTH K adnotndeckum ctpeccam (Tang et al., 2023; Chebotar et al., 2024).
Hampumep,  ranoronepantHbie  sHpodutel,  npoayumupyroume MWYK,  noBbmuaror
COJIEY CTOMUMBOCTB CEMSIH KyKYyPy3bl ¥ NIILIEHULIBI HA CTaaWMK nipopacTanus (Soltani et al., 2023).
Ananoruusblii 3QQPEKT MPOIEMOHCTPUPOBAH JUIi MHOTOJICTHENO paiirpaca, y KOTOPOIo
OakrepuambHas YK crumyripoBaia pocT U anantaiuio K 3acoieHHbM nouBam (Feng et al.,
2023), a Taroke I CyXOAOIBbHBIX COPTOB XJIOMUYAaTHUKA W Nak-4oii (Arif et al., 2023). Muorue
sHao(puTeL, npoayuupytonme MYK, oGnanaror akruBHoCcThO ALIK (1-amMuHOIMKIIOMpOnaH-1-
KapOOKCUJIaT)-ne3aMuHas3bl  —  (bepMeHTa,  Karamzupyromero — pacimemieHie ALK,
npemuecTeeHHnKa 3tsieHa (Gkick, 2014), uto cHUKAET CTPEeCC-MHAYLIMPOBAHHOE HAKOTLICHUE
(UTOropMoHa. IT0 KPUTUYECKH B&KHO, TAK KaK M30BITOK ATUJIEHA MOAARIISIET POCT MEPBUYHBIX
KOpHE 1 popMUpOBaHKE NarepaibHbIX KOPHEBBIX cucTeM (Ivanchenko et al., 2008; Kaur et al.,
2023). Comracho wmonemu, npemiokeHHod Glick (2014), Bo3HMKaeT mnapagOKcaIbHAas
perynstopHas nenist; OakrepuanbHas YK axtueupyer ALIK-cuHTa3y pacTeHuit, ycuamBas
cunte3 ALK, OmnoBpemenHo AlIK-ne3amubaza HekoTopbix Oakrepwid ruapommsyer ALK,
OrpaHUuMBasl MPOAYKIMIO STWJICHA. OTOT AyalibHBIM MEXaHM3M MO3BOJSIET TOAICPKUBATH
ONTUMAJIBHBIA OallaHC ATHJICHA, HEOOXOMMMBINA JIsi Pa3BUTHSI KOPHEH B YCIOBUSIX CTpecca.
AxtuBHOCTh AlIK-/1€3aMrHa3b1 BHISIBIIEHA Y SHIAO(PUTHBIX ITAMMOB C POCTCTUMYJIMPYHOLIEH
aKTMBHOCTBIO, BKITFOUas Burkholderia (Sun et al., 2009; Gasser et al., 2011) u Herbaspirillum
(Rothballer et al., 2008). Ponbs (pepmeHTa B CTUMYJIMPOBAHUK POCTa PACTEHUI MOATBEPKICHA
TEHETHYECKU: Jierelms reHa acdS (komupyromero AllK-ne3amunazy) y B. phytofirmans PsIN
YMEHBLIWMA JJIMHY KOPHEH MPOPOCTKOB parica Ha 32%, 4TO JOKAa3bIBAET €10 KPUTHYECKOE
3HAYEHUE TS Pa3BUTHsI KOPHEBOH crcTeMbl (Sun et al., 2009).

Jpyrue (pUTOropMOHBI, MPOAYHMPYEMBIE SHIODUTHBIMU OaKTepHsiMU, BKITFOdaroT ABK
(Cohen et al., 2008; Rumyantsev et al., 2023; Chebotar et al., 2024), irokunaunb! (Sgroy et al.,
2009) u I'b (Lucangeli, Bottini, 1997, Malfanova et al., 2011). MiHokyrsiiwist pacTeHuiA KyKypy3bl
I'B-ponytmpyroimm 3H10pUTOM AzZospirillum Spp. BeI3BAIIO YBEIMYEHHE KOHIICHTpatmn GA3
B KOPHSIX PaCTEHHI M CTUMYJIMPOBAJIO pocT pacteHnid (Lucangeli, Bottini, 1997). AnanoruuHo,
WHOKyJsiimK  apadbunoncuca ABK-nponytmpyrommmM mrammom Azospirillum sp. puBena K

HaxorieHnto ABK B pacrenusix (Cohen et al., 2008). Hecmotpst Ha 5T HAOITIONEHMS, MEXAHW3M
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perynsiiy (PUTOrOPMOHATTBHOTO OajTlaHCca OCTAETCS HE J0 KOHIIA M3YYEHHBIM U €1IE TIPEICTONT
BBISICHUTh, BHOCST JIX SHAO(PUTHBIE OaKTEPUK HEMOCPEICTBEHHBIN BKJIaJ] B YBEJIMUCHUE TTyJ1a
(PMTOrOPMOHOB PaCTCHHIA.

Xots moTeHuman OMOKOHTpONs SHA0PUTOB xopowmo u3eecteH (Berg, Hallmann, 2006;
Scherwinski et al., 2008; Malfanova et al., 2011), ux Oa30Bble MEXaHW3MbI OCTAKOTCS
HEIOCTATOYHO W3y4YeHHbIMU. (OCHOBHBIE CTpATerWM MOAARICHHS (PUTOMATONEHOB BKITIOYAOT
AQHTUOWO3, KOHKYPEHIIMIO 3a PECYPChI (UTaresibHble Benectra, Huiny) (CNN, Competition for
Nutrients and Niches) n uHyipoBaHHyr0 cucteMHyro pe3ucteHTHOCTb (ISR, Induced Systemic
Resistance) (Yang et al., 2023; Dutilloy et al., 2024). DxcnepumeHTabHO TONTBEPXKAEH in planta
MexaHu3M ISR, MponeMOHCTpUpOBaHHBI Yepe3 MOP(ONOrMyYecKue M3MEHEHMs TKaHeH u
CHIDKEHME CUMITTOMOB 3a00JIeBaHMsI B HEKOJIOHM3UPOBAHHBIX y4yacTkax pacteHuid. Hanpumep, B
uccnenoannn Melnick ¢ coasr (2008) oueHmmm cnocoOHOCTH ITaMMOB  Bacillus  Spp.
KOJIOHM3MPOBATh PACTCHMS KAKA0 W YMEHBIIATH CHUMIITOMBI UYEPHOW THWIIM CTPY4YKOB
(Phytophthora capsici). THOKyIISISL JIACTBEB CYCIICH3WEW BETETATUBHBIX KJIETOK NPHBENA K
JIOKAJIGHOM KOJIOHM3ALWMH JIMCTOBBIX TKAHEH, MPH 3TOM COCYAMCTas CUCTEMA M HOBBIC JIMCTHS
OCTABAMCH CTEPAIBHBIMHA. HECMOTPS HA OTCYTCTBHE CUCTEMHON KOJIOHM3ALMH, Yepe3 26 THEl
HaOMIONAIOCh 3HAUUTEITLHOE CHUYKEHUE CUMITOMOB YEPHOM THWIM HA HEKOJIOHM3UPOBAHHBIX
JICTBSIX, YTO CBUIIETEBCTBYET O 3amycke ISR.

Kononwmzaimsi pactenuii sHmoguTaMu ¢ OMOKOHTPOJIBHON AKTMBHOCTBIO BbI3HIBACT
CTPYKTYPHBIC M3MEHEHMs KJICTOUHBIX CTEHOK, BKJIIOYAs HAKOMJICHHWE KAJUIO3bl, MEKTUHOB,
HEJUTIONO3bI M (DEHOJIBHBIX COCMMHEHHH, (POPMUPYIONIMX Oapbep MPOTUB (DPUTOMATONCHOB
(Benhamou et al., 1998; 2000). K uncny KITHOUEBBIX 3allIMTHBIX PEAKIAI OTHOCHUTCS TaKKE
WHIYKIMS 3a0IMTHBIX OCNIKOB — MEepoKcraas, xutuHas u [3-1,3-nmokanas (Fishal et al., 2010;
MaxcumoB 1 jp., 2011), 4T0 CYHIECTBEHHO OIPAHUYMBACT PACHPOCTPAHEHUE MATOTCHOB.
Harpumep, y HHQUIMPOBAHHBIX OOMULIETOM FPythium spp. pacTeHrid orypua, ru@el 0OMULIETa
yepe3 S THEH mociie HHOKY/ISIMA OOHAPYKUBATUCH TOJIBKO B HAPY>KHBIX TKAHSIX KOPHSI, ITPU
atoMm 80% m3 Hux OblH aedopmuposansl (Benhamou et al., 2000). AHAIOTHYHO, KOTOHU3ALMS
nieHuttpl B. subtilis (Liu et al., 2009) nim 6aHaHa 5HACPUTHEIMU IITAMMaMu Pseudomonas u
Burkholderia (Fishal et al., 2010) cHmkana TsHKECTb 3a00NEBaHUN JaKE TPUA OTCPOYCHHOM (72

IHS) 3apaKCHUM TATOTEHaMU. bBOJBIIMHCTBO  AHAO(UTOB, BEPOSTHO, MCHOIB3YIOT
55



KOMOMHAIMIO MEXAHWU3MOB OHOKOHTPOJSl. Tak, HEKOTOPhIE AHTUMHKDPOOHBIE COECTVMHEHHS
OJTHOBPEMEHHO MOAARIISIOT MATOrEeHbI HAMPSIMY'1O (aHTHOMO03) 1 3anyckaroT ISR (Ongena et al.,
2007, Dutilloy et al., 2024). [eHOMHBIE JaHHBIE YKa3bIBAOT HA MOTCHIMAIBLHYIO POJIb
KOHKYPEHLIMMA 33 >KEJIE30 WM HUIIM KOJOHM3ALMH, ONHAKO 3TH MEXaHU3MbI TpeOyroT

SKCIIEPUMEHTAITLHOTO TIOATBEPKIECHUS in planta.

1.2.3.2. Mooughuxauusa apxumexkmypol KOpHeil, NOGbIUIEHIUE 00CHYRHOCHIU 600bl,

M(ll(pO—/MMKpOQJlGMéHInOG 68 CIPECCoBbIX YCiaosUsx

Kroueroii aparrmvuBHblil Mexan3m PGP-Oakrepuii (Bimrouast Bacillus spp.) B yCIOBHSIX
a0MOTUYECKUX CTPECCOB BKJTFOUACT PETYISILII0 META00IM3MA PACTEHUI M PEMOICIMPOBAHNE UX
KOpHeBO# apxutekTypbl (Yan et al., 2013; Vacheron et al., 2013; Kaur et al., 2023; Kondo et al.,
2025). Konmonwmsupys puzocdepy Winu BHYTPCHHUE TKAaHWA PAaCTEHUH, OalMLIbl ClIOCOOCTBYROT
YBEJIMUECHUIO JJTUHBI T1aBHOTO M OOKOBBIX KOPHEH, MIOTHOCTH KOPHEBBIX BOJIOCKOB, IIOLIAIA
MOBEPXHOCTH KOPHEBOM CHCTEMBI M HAKOIUICHUIO MX OMOMAcChl. DT M3MEHEHHsI B KOPHEBOH
CUCTEME YCWIMBAIOT MOIJIOLUICHUE BOABI M TUTATEIBHBIX IEMEHTOB U3 MOYBBL, YTO B WUTOIE
crocoOcTByeET Ooree A(PHEKTUBHON ananTaiyy pacTeH!i K CTpeccoBbiM yeiioBusiM (Timmusk et
al., 2014; Abd El-Daim et al., 2018; Kaushal, 2019; Buqori et al., 2025). PGP-6akrepun Bacillus
Spp., TOMHUMO MOAU(MKAIMM KOPHEBOW AapXUTEKTyphbl, TOBBIIIAIOT JOCTYIHOCTh W
YCBOSIEMOCTh 3JIEMEHTOB MUHEPAIbBHOTO THMTAHUS Ui pacTeHuii-xo3sieB uepe3 BAD u
MOOMIT3AIMIO CBA3aHHOTO a30Ta. BA®D Mo3BOJISIET CHU3UTH 3aBUCUMOCTD OT CUHTETHYECKUX
ynoOpeHui, odecrnieunBasl pacTeHusi JocTynHbIMU gopmamu azora (Pishchik et al., 2015;
Benedetto et al., 2017, Abd El-Daim et al., 2019; Galindo et al., 2025); BbicBOOOKAEHHE
CBsI3aHHBIX (POPM a30Ta W3 BHOCHMBIX MHHEPAILHBIX YIAOOPEHWM TMyTEM BBIACICHUS
(EPMEHTOB M OPraHMYECKMX KHUCIIOT, MEPEBOMAIIMX a30T U3 MUHEPAILHBIX yAOOpEeHUH B
ononocTynmHbie (POPMBI. ITH MPOLECCH yCWIMBAIOT A((PEKTUBHOCTh YCBOCHMS a30Ta,
KPUTUYECKH BKHOTO JJIsi CMHTE3a OCJIKOB M POCTA PACTEHMH B CTPECCOBBIX YCIIOBHUSIX.
Hexoropele mrammel B. subtilis, moMumMo cOOCTBEHHOH N-(UKCUPYIOLICH aKTHBHOCTH,
MOTYT CTUMYJIUPOBATh AKTUBHOCTh JIPYTMX a30T(HMKCATOPOB PU30C(hEPHI 38 CUET CEKPELIUU
merabonmuroB-ctumyasitopoB  (Pishchik et al,, 2015; Galindo et al., 2025). 3to

CHHEPIeTUYECKOE B3aUMOJICHCTBUE TOBBIMIAET OOMIyI0 3(PPEKTUBHOCTH OHOIOTMYECKOMH
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¢ukcaipu N2 B IOYBE, CHUKasi 3aBUCUMOCTb PaCTeHHIA 0T MUHEPAITBHBIX YI00peHuid. 3acyxa
CHMWKaeT 1ocTynHOCTh a30Ta (NOs;— u NHy+) B MOUBE M MOABISIET MUHEPAIM3ALMIO €10
opranvuecknx ¢opm (Bai et al., 2012; Kaur et al., 2017), 4yr0 pe3k0 OrpaHUYMBACT
NONIOLICHUE MUTATENBHBIX 37eMeHTOB KopHaMu (Frechilla et al., 2000). B stux ycnoBusix
BA® cTaHOBHUTCS KITIOUEBBIM MCTOUYHMKOM a30Ta Uil PACTE€HUM, OOBICHSS MOBBILICHHYIO
3¢ peKTUBHOCTD MHOKYIsIIMK N-(pukcupyrommmu PGP-6akreprsiMu B 3aCyMBOIMA cpeie o
CPaBHEHUIO C ONTUMAIBHBIM YBILKHEHUEM. Hapsiy ¢ a30TOM, B@KHBIM 3JIEMEHTOM
MUHEPAJILHOTO MUTaHus pacteHuid siensercst gocdop (P), 3HaUMTEBHAS YacTh KOTOPOTo
(Oonee 80%) PukcUpyeTCsl B TOYBE U HAXOMUTCS B HEMOCTYIHBIX JIjIsl pacTeHUiA (popMax M3-
3a pa3MUHBIX (PH3UKO-XMMHYECKMX MPOLECCOB, TAKMX KaK aaCOpOLMs, OCAKICHUE W
00pa3oBaHWE TPYAHOPACTBOPUMBIX COCAMHEHWH. OTO OrPaHMYMBACT TMOMIOLICHHE 3TOTO
COEIMHEHHS KOPHEBOM CHCTEMOM M CHIDKACT €r0 JOCTYITHOCTh JUIi HOPMAJIBHOIO POCTa U
pazBuThs. Kpome TOro, aOMOTHYECKHE CTPECCHI, HANPUMEP 3acyXa, MOTYT HaNpPsMYHO
YMEHBIIWTE OMOAOCTYIMHOCTH ocopa B mouBeHHOM pacTtBope (Alori et al., 2017; Zhang et
al., 2020). Tem He meHee, P-comoOunmsupyromme PGP-0akrepun, B yactHocTH Bacillus spp.,
CIIOCOOHBI PacTBOPATH HEpacTBOpuUMbIC (popMbl P 3a cueT MpomyKIMK OPraHuYECKUX |
HEOPraHUYECKUX KHUCIIOT, CUACPOPOPOB, MPOTOHOB, TMAPOKCHIBHBIX MOHOB U CO,. Ot
COEJIMHEHUS XEIATUPYIOT KaTHMOHBI WJIM CHWKAIOT pH MOYBBI, BBICBOOOXK/AAS CBA3AHHBIE
(dopmbl P 1 nenas ux 10CcTynHbIMY 1151 orionieHus pactenusmu (Ramesh et al., 2014; Kour
etal., 2019; Billah et al., 2019; Chen et al., 2023).

ComacHo Meta-aHamm3y Zhao ¢ coaBr (2023), WHOKynsuust pacreHuwii  P-
comoOmmzupyronmmMu PGP-0akrepusiMi He BbI3BIBACT 3HAYMMBIX U3MEHEHUH MOP(HOTIOTUr
pacTeHuii Npu ONTUMAJIBLHOM MOJIMBE, HO B YCJOBUSX CTPECCA MPUBOAUT K YBEJTMUYCHUIO
Cyx0ii OMOMACcChl, VITIMHEHUIO KOPHEBOM CHUCTEMBL. YJTyUILIEHUE MONIOLICHUS PACTEHUSMU
NUTATENIbHBIX BEIIECTB C MOCICAYIOMIEH WMHTEHCH(UKALMEH WX pocTa CBA3aHO C N-
dukcaueid u P-comoOumuzarmeii PGP-6akrepusimu (Rodriguez et al., 2006; Kour et al.,
2019; de Oliveira-Paiva et al., 2024). Tak, uHokynsiumst B. subtilis SIR1 B ycnoBusix 3acyxu
Pa3HON MHTEHCHBHOCTH MOBBIIIAJIA YCBOCHUE pacTeHusiMA mueHulbl N, P u kams (K),
yBEIMUMBAs WX KOHIGHTpauui B pacteHusx (Sood et al., 2020). Awnanormuno, B.

amyloliquefaciens, cnocoOHble comoOumisuposare P u K, oboramanmm mobern u 3epHa
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NILEHALBI 3TUMU 3rieMenTamu (Zafar-ul-Hye et al., 2019), B. aryabhattai MDSR7, MDSR 11
1 MDSR 14 3HaUMTENBHO MOBBIIAIM AOCTYNHOCTh ZN T PACTEHUM NILEHULIBI, YTy YIIAIA
WX POCT | CIIOCOOCTBOBAIIM HAKOIJICHUIO Zn B 3¢pHax (Ramesh et al., 2014), neMmoHCTpUpYH,
YTO MHUHEPAI-MOOWIM3UpPYIOIMe Oakrepun popa Bacillus MoryT 3(QEKTUBHO YIIyYIlaTh
MUHEPAIBHOE MATAHUE PACTEHHH, 00oramas uX pa3IMYHbIMA MAKPO- U MUKPO3JIEMEHTAMH,
0COOCHHO B CTpeccoBbIx ycnopusx. [ mHorux PGP-Gakrepuii Bacillus spp. mokazaHa
CIOCOOHOCTh K MPOAYKIMUA OMOCYP(AKTAHTOB, CHWKAOIIMX KO3(PdumeHT MexdazHoro
HATSDKEHUS. W SMYJIBIAPYIOIUX TPYAHOPACTBOPUMBIE TUAPO(OOHBIE COCAUHEHUS, TEM
caMbIM TIOBBIIIAS WX OMONOCTYNMHOCTH Ui pacteHuid (Theatre et al., 2021). Kpome Toro,
Bacillus spp. MOTYT yay4lIaTk JOCTYITHOCTb U YCBOEHUE Fe pacTeHUsIMU 3a CUET BBIICIICHHUS
crnenupUUECKUX XENaTupyronmx coeauaeHnii — cuaepodopos (Khan et al., 2016; Saha et al.,
2016; Albelda-Berenguer et al., 2019; Ghazanfar et al., 2024). OnHako HEOOXOTUMBI
JaMbHEMINNE WCCNEOOBAHUS JUIl W3YYCHHMsS] MEXAHW3MOB, JISKAUIMX B OCHOBE JTHX

MPOLIECCOB, U ONTUMU3ALIMKI UCTIONB30BAHUS TAKUX OAKTEPUI B KAYECTBE OUOYI00PEHHUM.
1.2.3.3. Ilpodykuus (humocopmonoe u pezynauus ux ypoeHsa é pacmeHusax

BaxxHoe 3HaYeHWE B MPOSIBIICHUM AHTHCTPECCOBOIO aekcTBus PGP-Oakrepuii MOXeT
Urpartb MX CHOCOOHOCTh MHAYLIMPOBATH CHHTE3 SHIOTCHHBIX (PUTOTOPMOHOB KPUTUYECKU
BAKHBIX JIIs aanTanun pacrenuii k 3acyxe (Dobbelaere et al., 1999; Cassan et al., 2001; Forchetti
et al., 2007, Chebotar et al., 2024). ComacHo Meta-anamzy Zhao ¢ coasr. (2023), HHOKySLMsS
PGP-6akrepusmu, npoAylpyonmM (PUTOrOPMOHBL, B YCJIOBUSIX Ac(UIIMTA BIIard yCUIMBACT
(orocunTe3 M akthBUpyeT aHTHOKcuaaHTHbie (epmenTbl (KAT, CO/l), cHwkas ypOBEHb
OKUCIIMTEITLHOTO cTpecca. OTH 3(PPEKThI BBIPAKEHBI C1a0CE MPUA ONTUMAJIBHBIX YCJIOBUSIX, YTO
MOATBEPKAACT POJIb  (PUTOTOPMOHOB B CTPECC-aaNTald. JK30TCHHBIC (PUTOTOPMOHBI,
cekpetupyemble PGP-0akrepusiMu, perympyoT MHOTUE (PU3HOSTIOTUIECKUE U OMOXUMUYECKHE
MPOLIECCHI B PACTEHUSIX, BKITFOUAs COACPKAHUE SHAONCHHBIX (PUTOrOpMOHOB B pacteHusix (Ghosh
et al, 2019, Yang et al., 2023). OumoreHuble ¢uroropmonsl, Takue kak ABK wu 1K,
KOHTPOJIMPYIOT 3aKPBITHE YCTHHILL 1 OMOCUHTE3 Xitopodminia, Biumsis Ha (porocunte3 (Igbal et al.,
2014). KpomMe TOro, HAKOIJICHUE B PACTEHHSIX OCMOJIATOB (IIPOJIMH, caxapa, aMHUHOKHUCIIOTHI)

Taroke perympyercs guroropmonamu (ABK, LK, KK u CK) (Gusta et al., 2005; Yadav et al.,
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2005; Li et al., 2014; Sharma et al., 2019). [loBblieHUE TPOBOAUMOCTH YCTHHIL, COACPKAHUSI
xjopouina, CKOPOCTM  (DOTOCHMHTE3a, a TaKKe YCHJICHHE PErylIsMd aKTUBHOCTH
OCMOpPETYJIMPYOUMX  (PepMEHTOB  (BKJTIOYAs MPOJIMH M PacTBOPUMBIE — caxapa) U
antrokcunanToB (COJ, 110 m KAT), yka3plBacT Ha TO, YTO TOPMOHAJIbHAS PETYJISALMS
pPacTeHUid MOCAE€ MHOKYJISIMM TOPMOH-TponyupyrommMu  PGP-0akrepusiMu B yCITOBHSIX
3aCyXM 3HAUUTENIBHO VYITy4INacT (POTOCHHTETUYECKYI0 M AHTHOKCHIAHTHYH) AKTUBHOCTB
pacrennii. OHAKO OTKPBITBIM OCTACTCS BOIMPOC, MOTYT JIM OAKTEPUAITbHBIE (PUTOTOPMOHBI,
CEKPETUPYEMbIE B TMTATENILHYIO Cpedy, JCHCTBOBATH HA PACTEHUS-XO35I€BA B KAaYECTBE
AK30T€HHBIX (PUTOTOPMOHOB M BbI3BIBATH Y HUX CHEIA(PUUECKYIO CTPECCOBYHO PEAKIINEO. DTOT
aCTEKT BCE €IIE OCTACTCsl B 3HAYUTENBLHOM CTENEHN HEM3YYeHHbBIM M TPEOYIOTCS AATbHEHIIINE
oonee ynTyOneHHBIE UCCIICTOBAHNSI.

BaxHyro ponb B MOBBILIEHWN YCTOMUMBOCTHA M YPOKAMHOCTH PACTECHUM, BBI3BIBAEMOM
Bacillus spp. urpaet mpoayKums 1 peryisiiws ypoBHst (puroropmonos (aykcnHoB, LIK, ['b, ABK,
CK, XKK) (Dodd et al., 2010; Sivasakthi et al., 2013; Ishak et al., 2016; Danish et al., 2019;
Kudoyarova et al., 2019; Danish, Zafar-ul-Hye, 2019; Zafar-ul-Hye et al., 2019; Sorokan et al.,
2021; Yang et al., 2023; Veselova et al., 2022; 2024), KoTOpbIM OTBOAWTCS LIEHTPAIIEHOE MECTO B
NEePENpPOrpaMMUPOBAHAN CUTHATBHBIX KACKaZOB M (POPMUPOBAHMK CTPECCOYCTOMUMBOCTH
pacrenuii (Singh et al., 2016; 2022; Rowe et al., 2016; Korver et al., 2018; Liu et al., 2022; Singh
et al., 2023). MHIONBHBIE COCMMHEHMS, TaKWe Kak WMHAOMMN-3-ykcycHas kucnora (MYK),
NpOAYLMPYEMbIEC Bacillus spp., UrParOT BaKHYKO pOJIb B CTUMYIISIIIMM POCTa W Pa3BUTHA
pacTeHU, peryJmpys MPOLIECChl JCICHUS, VUTMHEHWS, pa3pacTaHus WU JuddepeHrmam
KJIETOK, a TAKKE PA3BUTHE COCYIUCTBIX TKaHEH M anmkanbHoe nomuHupoBanue (Raheem et al,
2018; Etesami et al., 2024). Bacillus spp. vicnons3yror BbipabareiBacMyro MYK B cBoei
CTpareruv B3aUMOIEHCTBUS C PACTEHUSIMU, BKJTHOUAst KOJIOHU3ALIMIO, (PUTOCTUMYJISILIAEO U 0OXO1T
3ALMTHBIX MEXAHU3MOB pacTeHuil. MccnenoBanus noareepkaatot, uro MYK-nponyumpyrotime
Bacillus spp. AMEIOT 3HAYUTELHOE TOJIOKUATEILHOE BIIMSIHAE HA POCT PACTEHUI B HOPMAJTbHBIX
ycioBusix U pu 3acyxe (Timmusk et al., 2014; Barnawal et al., 2017; Kaushal, 2019; Buqori et
al., 2025), uro 0OyCJOBIIEHO YBEIMYEHUEM CMOCOOHOCTA PACTEHWI MONIOWATH BOAY W
nuraresibHbie BelecTea. MYK-nponytmpytomme Bacillus spp. cocoOCTBYIOT YBETMYCHHUIO

IUTONIA/A TIOBEPXHOCTU M JUTMHBI OOKOBBIX M TMPUJATOYHBIX KOPHEH PACTCHWIA, YTO WIPacT
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JKU3HEHHO BKHYIO POJb B YAYUIICHUM TOTPEONEHUST W YCBOCHUS MMM MUKPO- U
MaKpOJJIEMEHTOB, a TakkKe CMOCOOCTBYET YCKOPEHHMIO pocTa M (POPMUPOBAHMIO CTPECC-
ycroiiumBocti (Egamberdieva, Kucharova, 2009; Kaushal, 2019; Camaille et al., 2021,
Etesami, Glick, 2024). Kpome TOoro, HemaBHO TMoOKazaHO, 4TO HHOKyysius MYK-
NPOAYLMPYIOUIMMUA OAKTEPUSIMU, HApsAy C YIY4UICHUEM Pa3BUTHS KOPHEBOM CHUCTEMBI U
MOBBILICHUEM AKTUBHOCTM AHTMOKCHUAHTOB, MNPHUBOAWIA K TMOBBIIICHUIO SKCIPECCHU
TPAHCMOPTEpPa ayKCHMHA TEM CaMbIM YBEJIMYMBAS JKCIIPECCUIO (POTOCUHTETUYECKUX TEHOB
RBC-L, PEPC, SPS B caxapHOM TpPOCTHHKE yCioBusx 3acyxu (Bugor et al., 2025). ComacHo
UCCIIEIOBAHUSM, CIIOCOOHOCTh mpoaylmpoBate MYK Haubosee MIMPOKO pacrpocTpaHeHa
cpem nouBeHHbIx Oaktepuii (Khalid et al., 2004) u uame BcTpewacTcst y 3HAOPUTHBIX
Oakrepmii, yem y smmadutHbiX (Sessitsch et al., 2012). Hampumep, n3 m3ydyeHHbIX 363
smuuTHEIX W 373 sHpoputHeIX Oaktepuii monst UYK-npomyumpyronmx 3HI0(UTOB
cocrapisiia 34%, a snuduros — 21% (Kuklinski-Sorbal et al., 2004). HenaBHue uccnenoBanus
Ambreetha ¢ coasr. (2018) nmokazamm, 4to Bacillus Spp. KOHTPOIUPYIOT YPOBEHb 3HIOTEHHOM
HMYK B KOpHSIX PAaCTEHUIA MyTeM PEryJsLMUA SKCIPECCUN T€HOB, UYBCTBUTEIBHBIX K yKCHHY,
YTO NPUBOIMT K M3MEHEHWSM B apPXUTCKTYPEe KOPHEBOM CHUCTEMBI pacreHuil. Kpome Toro,
uccnenopanre Bamawal ¢ coasr. (2017) nokazano cHwkeHue ypoBHs MYK mpu 3acyxe u
aktiBamro reHa AUXIAAl B HEMHOKYIMPOBAHHBIX MPOPOCTKAaX MIEHUIBL ONHAKO, MpU
WHOKYJsIMK tramMmoM B. subtilis LDR2 yposens MY K yBemmumBasicst Ha 80%, a SKCIIpeccHs reHa
AUX/TAAI nonasnsimack. 310 CBUACTENBCTBYET O TOM, YTO 3TOT LIITAMM MOAYJIMPYFOT &y KCHHOBBIN
CUTHAJIBHBIN MyTh IS 3allMTHI PACTEHMIA OT 3acyxu. [1o Mepe pa3BuTHsl HCCIEIOBAaHUN ObLTH
UJICHTA(DUIIMPOBAHBI MHOTHE KITFOYEBBIE TeHbI (DEPMEHTOB, YYACTBYIOIIMX B CUHTE3€ AyKCHUHA
B MUKPOOPTraHM3MaXx, U TIOJTHOCTBIO 0XapaKTepU30BaH OCHOBHOM My Th OnocunTeza MYK (Tang
et al., 2023). [peamonaraetcs, 4T0 OCHOBHBIM IPEAIIECTBEHHAKOM ITpu 00pazoBann YK y
MUKPOOPraHm3moB siesieTcst L-rpunrodan (Sessitsch et al., 2012). OnHako CymIeCTBYIOT U IPYTUE
nytd cunte3a MYK (MHon-3-auetaMuaHblid, WHIOM-3-MUPYBATHBIA W TPUNITAMUHOBBIN), W
nHora 6akrepum oonaaroT dosnee yem oaanM nytem crnteza MYK (Sessitsch et al., 2012; Pandey
et al., 2017; Tang et al., 2023; Etesami, Glick, 2024). Cnoxnas cetb Onocunreza UYK u ponb
HNYK B MHUKpOOpraHM3Max BCE €LIE HE PACKPBITHI, BKJIIOYAsS B3aMMOICHCTBHS MEXKIY

pa3iMiHbIMU PCTYJIATOPHBIMU ICHAMMA W KITFOYCBBIMH ICHAMMA (pepMeHTOB B HCKOTOPLIX ITYTAX
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cuate3a. B acnekre ¢ynkumiit MYK B MuKpoopraHu3Max HEOOXOMMMBI JTAIbHEHIIAE
WCCIICIOBAHUST MEXAHM3MA B3aMMOJACHCTBHS MEKIy MUKpOOHO-cuHTe3upoBaHHOH WYK u
pacTeHUsSIMH, HampuUMep, Kak MHUKPOOPraHM3MbI B3aMMOICHCTBYIOT C PACTEHUSIMH Uepe3
CHTHAJIbHBIE MyTH, onocpenoBaHHbie YK, smisiercst im UYK (hakTopoM BHPYIEHTHOCTH,
yewuBaeT 1 YK a(dekrsl BUPYJICHTHOCTH W KakoBo BiausiHMe UYK Ha 3aiuTHbIC
MEXAHU3MBbI PACTCHUA. BhIsICHEHHE MyTel CHMHTE3a, META00IM3Ma, TPAHCIIOPTa U Nepenadn
curHama UYK B MuKpoopraHm3dMax HMMEET BAKHOE 3HAUYEHUE [JIs PALMOHAIBHOTO U
aJIEKBaTHOIO MCNONb30BaHus PGP-0aktepwii st CTUMyNHMpOBaHHMsS poCTa M PA3BUTHUS
PaCTEeHMUIA, MOBBIIICHUS Y POKAHHOCTH arpoOKyJIBTY P, YAYUILEHUs COCTOSHUS ITOYBbI U CO3IaHUS
3HAYUTESTBHBIX SKOHOMUYECKHUX, SKOJIOTMUECKMX U COLIMATIbHBIX BHITOJ,

Jlpyroii BaKHOI rpynmoid (UToropMOHOB, MPOLY LMPYEMBIX OakTeprsiMu poaa Bacillus,
seisirorest LK. Pome LK B usnonorudeckux nporeccax pacTeHuid, BKITFOYas MPOPacTaHUe
CeMsIH, JICJICHHE KIJIETOK B KOPHSX W MoOerax, OTKPhIBAHUE YCTHUIl, MOOMIHM3ALIMIO
NUTATEIIBHBIX BEIIECTB MPH 00€3B0KUBAHMM Xopoliio u3BecTHa (Kulaeva, Prokoptseva, 2004;
Veselov et al., 2017; Svolacchia, Sabatini, 2023). ComacHo uccienoBaHusM, okosio 90% P-
comoommsupytoimx PGP-0akrepuii ciocoOHs! mponyiwmposars LK in vitro (Barea et al., 1976).
Psamom aBropoB BbisiBIicHa ctamyssinus [ K-npomyimpyronmmuy - OakTepusiMi  POCTOBBIX
NPOLIECCOB Pa3HbIX BWAOB pacTeHuii, Bkmouas camar (Arkhipova et al., 2005; 2007),
apadunoncuc, aconb (Ortiz-Castro et al., 2008), cost (Naz et al., 2009), tomar (Ghanem et al.,
2011), nnockoserounuk (Liu et al., 2013), mmuennna (Martynenko et al., 2022; Akhtyamova et
al.,2023). Kpome Toro, cooOianock 00 yuactiu OakrepraibHbX [ [K B CTUMYIISIM SKCKyIal iy
aMuHOKMCIIOT KopHsimu meHuibl (Kudoyarova et al., 2014), a tacke cOopke MUKpoOHoMa
(duochepbl MOCPEACTBOM CTPYKTYPHBIX M XUMAYECKUX CHTHAJIOB, TEM CaAMbIM CITOCOOCTBYS
NOBBILIEHUIO CTpeccoycToiunBocTr pactenmii (Gupta et al., 2022). Jins maorux Bacillus spp.
OoOHapy>k€Ha CHOCOOHOCTh K CHHTE3y ['b, peryimpyrommx pazindHbie (PU3NOIOrHYeCcKre
NPOLECChI (MPOPACTAHUE CEMSIH, YITITMHEHHUE CTEONS, BETEHUE, CO3PEBAHMUE TUIOOB, CTAPEHHE
macteeB M monoB) (Kaushal, 2019). Xorss TouHbBI MexaHW3M onocpeaoBaHHoro ['b-
NPONYLMPYIOLMMHA ~ OaKTEpHsSIMA  POCTA  PACTEHWH TMPU  3aCyXe OCTAEcTCsl  HESCHBIM,
NPETONAracTCsl, YTO0 YBEIMYEHHE POCTA KOPHEH M MJIOTHOCTH KOPHEBBIX BOJIOCKOB CBSI3AHO C

YBEIIMYEHUEM MOTPEOIICHAS pPaCTEHUSIMU MIATATEITBHBIX BelecTs M Boap! (Eichmann et al., 2021).
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[ToMHMO MOBBIIICHUS 3aCYXOyCTOMYMBOCTH PACTEHUHM, HAOIFOIAEMOTO TP MUKPOOHOM
KOJIOHHW3AMK, ObUIo 0TMedeHO m3MeHeHue B conepykann ABK (Kaushal, 2019) - kimoueBoro
perynsimopa  CTpeccoBbIx peakumii  pacteHnit  (Eichmann et al, 2021). 310 BbBbIBAIO
MOIM(PUKALIMIO apXUTEKTYPbl KOPHEBOM CUCTEMBI 34 CYET YBEIIMUYCHHUS Ynciia OOKOBBIX KOPHEH, a
TAKKES PErYIMPOBAIO BOAHBIA OamaHC pacTeHWid TyTeM M3MEHEHHS! TWIPABINYCCKON
MPOBOAMMOCTH KOPHEH, ONTAMM3ALMHA CKOPOCTH TPAHCIUPALMHA W YCTBAYHOM TTPOBOAVUMOCTH.
Kpome Toro, HaOmonanach MHAYKIMS SKCIPECCUM TEHOB, YYAaCTBYIOIMX B OOCCICYCHUM
3acyxoycroitunBoctr pactennii (Kaushal, 2019). ComacHo ucCrneoBaHusIM, OKOJIO JIBYX TPETEi
13 2000 reHoB, SKCIPECCHs KOTOPBIX MOBBILIASTCS B OTBET Ha 3acyxy, perympyrorcst ABK (Huang
et al., 2008). OOpaboTka pacTenuii nieHuLbl 5. subtilis LDR2 criocoOcTBOBaIa MONACPKAHUIO
(POTOCHHTETHYECKOM AaKTMBHOCTH B YCIIOBMsIX 3acyxw. [Ipu 3TOM HaOMIONANoOCh CHMKEHHE
uHaympyemoro crpeccom HaworyieHuss ABK u ALK (Bamawal et al.,, 2017). Asropsi
NPESANONArakoT, 4To MHTMOUpoBaHKe OrnocuHTe3a ABK Garminnamu moaasisuio 3KCIPECCHIO TeHa
akBaniopuHa 1aAQP7, TPaHCKPUIIMOHHAS AKTUBHOCTH KOTOPOTO BO3PACTacT TP BOIHOM
crpecce. Kpome Toro, oOpaborannble B. subtilis LDR2 TpOpOCTKM XapakTepH30BATIMChH
yCWIICHAEM JKcnpeccun reHa 7aCTRI, KOMMPYROIETO HETATUBHBIA PETYIIATOP STUIICHOBOTO
CUTHAIMHTA, W TeHa 1aDREB2, y4acTBYIOIIETO B (POPMUPOBAHMH YCTOMUMBOCTH K LIMPOKOMY
criekTpy aduornueckux ctpeccoB (Barnawal et al., 2017). [ToBbiieHHe 3aCyX0yCTOMUMBOCTH
pactennii o BiwsiHveM B. subtilis LDR2 MoxeT ObITb CBA3aHO CO CHIPKEHHEM COOTHOLLICHHST
ABK/ALIK, a Taroke MOIYJIMPOBAHAEM AKTMBHOCTU PErYJISITOPHBIX KOMIIOHEHTOB 3TUJIEHOBOTO
CTR1 u DREB2-onocpenoBaHHOIO cUMrHaibHbIX myTeil. Coolwanock, uro B. velezensis 5113
MOKET MCTIONB30BaTh Nepeady curaanoB ABK st perynsiipu 3acyX0yCTOMUMBOCTD MMIICHULIBI
(Abd El-Daim et al., 2018; 2019). B apyrux HCCIEIOBAHUSX MOBBIIICHAC YCTOMUMBOCTH MPH
VHOKYJISIIMM OalyIIaMHA COMPOBOKAATOCH OTHOBPEMEHHBIM CHIDKEHMEM ABK 1 noBbIneHneM
CK u KK, BBINOHSFOIIMX CUTHAIBHBIEC (pyHKIMK B pacTenusx (Kang et al., 2014).

[ Tponyxums Gaxrepusivu CK, KK v/vnu perysisiipist iX 3HIOT€HHOTO YPOBHSI B PACTCHHSIX
MOMKET Mrparb BOKHYHO poiib B MIST, MOCKONbKY 3TH (PUTOTOPMOHBI SIBIISIFOTCSL KITFOUEBBIMA
PEryJISITOpaMu 3aIycka Kackaaa CJIOMKHOMN LEMM 3allMTHBIX peakimii pactennii (Kaushal, 2019,
Eichmann et al., 2021). Mmerorcst naHHBIE O TOM, YTO KJIFOYEBOM MHIIICHBIO, HAa KOTOPBIMA

Bo3zicicTBYIOT PGP-OakTepun SIBISIIOTCS caMy CUTHAJIBHBIC MYTH PACTCHUMNA, PEryJMPYHOLINE
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Pa3BUTHE 3alIMTHOIO OTBETA Ha Bo3zckicTRIE cTpeccoB (Robert-Seilaniantz et al., 2011; Niu et al.,
2011; Kaan, Lyons, 2014; Becenora u ap., 2015; Yang et al., 2023). Hanpumep, HHOKYIISILMs B.
subtilis UMAF6639 npuBomna K (POPMHUPOBAHHMIO YCTOWYMBOCTH JBIHA K MYYHHCTOH poce
aktvBupyst JKK- n CK-3apucumble 3ammtHble peakimn (Garcia-Gutierrez et al.,, 2012).
[Tpumenenue B. cereus AR156 MHAYIMPOBATIO CUCTEMHYHO YCTOHUMBOCTD apaOuIoNcuca yepe3
NPR-1 u CK-3aBuCcUMBIii CUTHAJIBHBINA MyTh, HE 3arparupas mpu 3ToM JKK/3TuiieH-3aBUCMMbIE
nyta (Niu et al., 2015). ®opMupoBaHKE YCTONUMBOCTH HyTa MO BIMSHUEM Pseudomonas sp.
TAKCKE TPOUCXOMWIIO 34 CUET MPOAYKIMU (DEHONBHBIX COCAMHEHWN M WHIYKIMH CUCTEMHOM
ycroiunBocTi uepe3 CK-3aBrcumblii curHabHblA myTh (Singh et al., 2003). DHpodutHbIE
Oakrepuu B. pumilus yCUIMBAIM POCT PACTEHUIA MOICOIHEYHHKA B YCIIOBUSIX BOJHOTO CTpecca
nocpeacteom npoaykimu sHAoreHHoi CK (Forchetti et al., 2010; Garcia-Gutiérrez et al., 2013).
OueBnano, uro KK W 3THIEH TakKe BBIMONHSIOT BRKHYHO PEIYISTOPHYIO POSIb B CETH
B3AUMOCBSI3aHHBIX CUTHAITBHBIX TyTeld, ydactByroumx B MIST pacrenmii (Kaushal, 2019,
Eichmann et al., 2021). Xotst ectb cBenenus 00 aktuparmu Oakreprisimu CK-, YKK- u 3TvneH-
3aBACUMBIX CHUTHAJIBHBIX ITYTEH, YYACTBYIOIIMX B PA3BUTUA 3AIMATHOIO OTBETA PACTEHUMA NPH
onotnueckux crpeccax (Niu et al., 2016; Yang et al., 2023; Rumyantsev et al., 2023; Veselova et
al., 2022; 2024), naHHblE O PErYJSIMUA 3aCyXOyCTOWUYMBOCTH TIICHWIBI (B TY. ¢ Pa3HBIMU
aJaTUBHBIMY CTPATETUSIMH ) C BOBJICYEHNEM 3TUX CUTHATBHBIX Iy TEH MPAKTMYECKH OTCY TCTBYIOT.
Taroke HE OOHAPY)KEHO COOOMICHWM W O pOMM JpYyrux (PUTOrOPMOHOB (K TIPUMEDY,
OpacCUHOCTEPOUIOB, CTPUroNiakToHOB) B MIST y pacTenmid, XoTs ydactue 3Tix (JUTOrOPMOHOB B
CMSITYECHUM aOMOTHYECKHMX CTPECCOB He BbI3bIBAacT comHenust (Fichmann et al., 2021),

OTWJIEH — €IIIE OJIMH BAKHBIA (DUTOTOPMOH, PETYIIMPYIOLIMI POCT U Pa3BUTHSL PACTEHUIA,
BKJTFOYAs! IPOPACTAHUE CEMSTH, CTAPECHHUE JIUCTHEB, CO3PEBAHME LIBETOB U TITONOB. OnHaKo 3(QdeKT
STUICHA 3aBHCHAT OT €r0 KOHLCHTPALMM B TKAHSIX, W BO BpeMsl CTpecca €ro OMOCHHTE3
YCUJIMBAETCSL, YTO HErartBHO BisieT Ha pactenust (Eichmann et al., 2021). KiroueBbiM (pepmMeHTOM
B 3THJICH-3aBUCAMOM PErYIISILIMK pocTa pacTeHuit siensiercst ALK-ne3ammnasa, Kotopast y4acTByeT
B paznokeHnn ALK — HemocpencTeHHoro npeanecrseHnnka stisieHa (Glick, 2014). Muorue
wrramMmel Bacillus spp. nponympyror ALIK-ae3aMuHazy, v U MX ACMIONTB30BAHUM OTMEYACTCSI
CHIDKEHHE BbI3bIBAEMOTO CTPECCOM HAKOTLICHHS 3THJICHA, KOTOPbIi B IPOTMBHOM CTy4ae MOT Obl

nonaeysate poct (Rashid et al., 2021). bakrepun ucnons3yror ALK B KauecTBE MCTOUHMKA
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NHUTAHWS, YTO MPHUBOAWT K CHWKEHUIO €r0 COACP)KAHWSI B PACTCHHSX M, KAK CIICICTBHE,
NO/IABJICHUIO CHHTE3a STWIICHA B KOPHsX. BbIcBOOOKmaroumiics U3 KopHel B pusochepy
pacrenms-xo3smHa ALIK 1 pacienuisiercst mponympyemoid oarmamu ALIK-ne3ammunaazoit 1o
aMMHaKa 1 0-keroOyTtupara. B pe3ynbrare coaepkaHne 3THIICHA CHUYKACTCS, UTO CIOCOOCTBYET
YAYUILCHUIO TIOTVIOICHHS BOJIbI M MMUTATEIbHBIX BEILIECTB PACTEHUSIMU, U, B KOHEYHOM UTOTE,
ux pocry (Glick, 2014; Zhang et al., 2018; Danish, Zafar-ul-Hye, 2019; Gupta, Pandey, 2019,
Zafar-ul-Hye et al., 2019; Singh et al., 2022; Kaur et al., 2023). Unokynsiiust PGP-Oakrepusimu,
crocoOHbIMU  TipoayLmpoBare  ALIK-me3amuHazy, HE TONBKO 3HAYMTENIBHO —YJIydIIMIIA
MOP(OJIOTHI0 PacTeHHH, HO W 3HAUMTENBHO yCWiia (POTOCMHTE3 PACTCHUHA M TONABWIIA
OKUCJIMTEITBHOE TIOBPESKICHUE B YCIIOBHSX 3aCyXH MO CPABHECHHIO C TAKOBBIM B YCIIOBHSIX
XOpOUIEro NoJimBa (MeTa-aHamu3 JaHHbX ¢ 1990-2021 rr.) (Zhao et al., 2023). [TokazaHo, 4To
npoayimpytomme  AllK-nezamunazy PGP-Oakrepun, Bkimovass Bacillus spp., CIOCOOHBI
yAy4IIaTh POCT pacTeHuid B ycnopusix Aeuimra Biaru (Kaushal, 2019; Zafar-ul-Hye et al.,
2019; Danish, Zafar-ul-Hye, 2019). Tak, wHOKyssiumst 1wramMmmoM B. amyloliquefaciens,
cunresupyroumvu - ALIK-ne3amMuHazy, B YCIIOBHSIX BOJHOTO CTpecca NPUBOIMIA K
3HAYUTENILHOMY TOBBILICHUIO MHTEHCUBHOCTH (DOTOCHHTE3a, TPAHCIMPALMHM, YCTHUUHOMN
MPOBOIMMOCTH, COIEPKaHKs XJIOPODUIIIOB U ypOskaltHOCTH 3¢pHa mineHuIb! (Danish, Zafar-ul-
Hye, 2019; Zafar-ul-Hye et al, 2019). ComacHO ApyruM WCCIACIOBAHUSAM, WHOKYJISILIUS
Oakxrepusimu, niponyumpytonmMu - ALIK-ne3aMiHa3y, BbI3bIBAIA 3aMETHOE  YBEIIMUYCHHE
OTHOCHUTEJTBHOTO CONIEPYKaHMst BOJIBI B JIUCThSIX PACTEHMI B YCIIOBUSIX BOJHOTO cTpecca (Salem et
al., 2018). UIHTEpECHO OTMETUTS, UTO, XOTs akTUBHOCTH AL IK-/1e3aMuHaskl onvcana st MHOTUX
mraMMoB Bacillus spp., reHbl ALIK-ne3amubasbl (acdsS, acdR) ve Oblii MACHTU(UIMPOBAHBI B
reromax 271 wrramma Bacillus spp. m Paenibacillus spp. (Nascimento et al., 2014). 3to
YKa3bIBAET HA BOBMOYKHOE CYLICCTBOBAHME AJIBTEPHATUBHBIX MEXAHM3MOB PETYIISLIMN 3THIICH-
3aBUCHMBIX OTBETOB Yy PACTCHUIA, HE CBS3aHHBIX ¢ mpomykuuen AlIK-ne3aMuHasbl, KOTOpbIC
TaKOKE MOTYT ObITh 33JICHCTBOBAHbI B MUKPOO-MHAYIIMPOBAHHON YCTOMUMBOCTH K 3aCyXe€.
Takum 00pa3oM, HECMOTPsT Ha MPU3HAHWE KIIFOUEBOW POMM  (PUTOrOPMOHAIBHBIX
CUTHAJIBHBIX cUcTeM B MexaHn3Max MIST, X KOHKPETHBIN BKJIQ/ B MTOBBILEHUE YCTONYMBOCTH
pacTeHHMii K aOMOTMYECKUM CTpeccaM, OMOCPENOBAHHOE OaKTEPUAIBLHON KOJIOHM3AMCH,

OCTaCTCsl MATION3yYCHHBIM.
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1.2.3.4. Mooynauusa npoueccoe homocunmesa

AOHMOTHYECKME CTPECCHI BBI3BIBAKOT LETIbIA KACKA[ HETATUBHBIX (DH3HOIOTMUYECKIX
V3MEHEHUI B PACTEHUSIX, BKITIOUAsl CHKEHUE BOIHOTO MOTEHIIMANA TIOUBBIL, 3aKPHITUE YCTHHUI,
UHMAOMpOoBaHUE (DOTOCUHTE3a, OOC3BOKMBAHUE KIIETOK W THMIEPIPOAYKIIMIO aKTUBHBIX (PopM
kuciopona (ADK) (dos Santos et al., 2022; Jiang et al., 2025). 310 NPUBOIUT K PA3BUTHIO
BTOPUYHBIX CTPECCOB - OCMOTHUYECKOTO M OKUCITMTENTBLHOTO, YTO B KOHEYUHOM MTOTE TOPMO3HUT POCT
pacTeHuii 1 MOKET cTarb npuumHoi ux rudermm (Beck et al., 2007; Ahmad et al., 2018). PGP-
Oakrepun Bacillus spp. cocoOHbI MOUICPXKUBATH B PACTEHUSIX OOJIEE BHICOKOE OTHOCUTEITLHOE
CONEP’)KaHUE BOIBI MPHU 3aCyXE, YTO SIRIACTCS BAKHBIM (DM3HOIOTUUECKAM TOKA3ATENIEM,
KopperMpyrompM ¢ 3acyxoycroiurBocTtbio (Kaushal, 2019; Sood et al., 2020). KimoueBbivMu
napaMeTpamMu Jijisi OLIEHKM COCTOSIHMSI PAacTEHW B YCJIOBUSIX 3aCyXW SIBJISFOTCS YCTbUYHAS
MPOBOAMMOCTb, COZEPKaHUE XJIOPO(UILIA, CKOPOCTh (DOTOCHMHTE3d, & TAKKE COOTHOLICHHUE
MIEPEMEHHON 1 MakcUMalTbHOU (ryopectieHimm xmopoduimia (Fv/Fm). YaukansHoe CBOMCTBO
3€MEHbIX PACTEHMA K (POTOCUHTE3Y OMPEEIISET UX LIEHTPATbHYIO POJib B TIMILICBOM MUPAMUIE KaK
MIPUPOIHBIX SKOCUCTEM, TAK W YKUZHEACATENIBHOCTH YenoBeduecTra. [ lopsaaxa 95% cyxux BemecTs
pacTeHril MpeacTaBisieT coO0oi MPeoOPa3OBAHHYIO CONTHEYHYRO SHEPIUIO, AKKyMYJIIMPOBAHHYIO
onaromapst (porocunresy. [lIpu stom, 98,5% uX cocraBa COCTARISIFOT YIVIEPOJ, BOIOPOA U
KUCJIOpOII, KOTOpble pactenust norpedsitor u3 armocdepsl (Kyuenko 2001; 2010). ComiacHo
UMEIOIIMMCS JTAHHBIM, MHOKYJISIMST PAacTeHUi (IMIieHuUIbI) Oaktepusimu poma Bacillus spp.
OKa3bIBACT MOJIOKUTEIIBHOE BIMSHUE HA Psifil (PUBMOTIOMMYECKUX TOKA3aTeNiei, CBA3aHHBIX C
YCTOMUYMBOCTBIO K 3aCyX€, BKITIOUas HEKOTOpbIe MapameTpsl potocuntesa (Sood et al., 2020). B
YaCTHOCTH, OTMEUACTCSl TIOBBIMICHUE COACPXKAHMS XJIOpOPUILIA, YIIYUIIEHUE YCTHUYHON
nporomuMocTd U 3ddexruBHocTd (hotocuctemsbl 11 (DCII) y OGakTepr30BaHHBIX pacTEHHI B
ycioBusix feduimra Biard. [Ipeanonaraercs, 4to 3T NONOKUTENBHBIE S(PEKTHI 00y CIIOBICHBI
CIIOCOOHOCTBIO  Bacillus  spp. momaepkuparb Ooee  ONaronNpuUsTHBIA BOMHBIA CTaTyC W
NATATEITBHBIA  PEKMM  PACTEHU, YTO CHOCOOCTBYET COXPAHEHWIO KJIETOYHOIO Typropa
aKTMBAIMKM 3almTHBIX MexaHm3MoB (Kaushal, 2019). Bacillus-omocpenoBaHHOE  YyUIIECHHE
BOJTHOTO OajlaHCca y TMIICHHIbI B CTPECCOBBIX YCIIOBUSIX TPUBOIUT K TMOBBIIICHUIO CKOPOCTH

(poTocuHTE3a. DTO CBSI3AHO € TeM, UTO OOJIee BRICOKAS YCTHIYHAS MPOBOAMMOCTE OOCCIICUMBACT
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yewnienne gupdysuun  CO, B wmezoduibHble  Kkietkn (Timmusk et al, 2014).
[TponeMOHCTPUPOBAHO, YTO MHOKYIsWs B. subtilis LDR2 mnpuBommna K YBETMUYCHHIO
(POTOCHMHTETHYECKON aKTHBHOCTH PACTEHUH B YCJIOBHSIX AS(DULIMTA BIIATM, YTO COMPOBOKAATOCH
HakorieHneM YK u camkenriem ypoBaeilt ABK n ALIK (Barnawal et al., 2017). ¥V mueHuiipl,
uHOKy/poBaHHo# LDR2 u moaBeprHyToit 3acyxe, HaOMIONAIOCh MOBBIIIEHHE SKCIIPECCHU
reHoB 1aCTRI v TaDREBZ2, yyacTByrolnmX B ((OPMUPOBAHMH YCTOHYMBOCTH K AOMOTHYECCKHM
crpeccam (Barnawal et al., 2017). Ananoruunblii 3anmTHb 3(BGEKT OblT OTMEUEH s B.
velezensis 5113, KOTOpBI CHOCOOCTBOBAN COXPAHEHUIO (POTOCHHTETUYECKOH AKTUBHOCTH
pacTeHuit U MOAJEPKAHUI0 0OJIee BBICOKOTO COACPKaHUs (POTOCUHTETUUECKMX MUTMEHTOB B
ycnoBusix 3acyxu (Abd El-Daim et al., 2019). Bmecte ¢ TeMm, aHamBupyss UMEIOIIMECS B
JMTEpaType JaHHbIE CTAHOBUTCS OYEBHTHBIM, UTO HECMOTPS Ha TO, YTO (JOTOCUHTE3 HAMPSIMYIO
CBs3aH ¢ ()OPMUPOBAHUEM MPOAYKTUBHOCTUA PACTEHMIA, NETATbHBIE MEXAHU3MbI BO3ICHCTBUS
sHAOQUTHEIX PGP-0akrepwii Ha 3TOT mpoLece, BKIIFOYAS MapameTpbl (POTOXMMHYECKON

AKTUBHOCTH IIPH CTPeccax, B OONBLIEH CTENEHH OCTAKOTCS HEU3Y YEHHBIMA.
1.2.3.5. Pecynayuna cunmesa GHMUOKCUOGHMIO8 U CHUMCCHUE OKUCTUMENbHO20 CHmpecca

Paznuunbie ctpeccoBbie (haKTOpbl OKPYKAIOIICH CPeibl, HECMOTPSI HA Pa3HYO MTPUPOLY,
NPUBOISAT K CXOOHBIM MOP(OIOrnueckiM M (PM3HMONOrO-OMOXMMAYECKUM  M3MCHEHUSIM B
PacTEeHUsIX, KOTOPbIE MOXKHO paccMarpyBarh Kak Hecrielmguueckuii oteet Ha ctpecc (LI lakupora,
2001; Potters et al., 2007). OOumM MEXAHM3MOM PAaCTEHMIA B OTBET HA BO3JCHCTBHE CTPECCOBBIX
(hakTopoB siisieTcs yewenue npoaykimu ADOK (O, OH, HyO,), oka3bIBaroMX HETATUBHOE
BO3/ICHCTBIE Ha KIIeTOouHbIe CTPYKTYphI (Beck et al., 2007; Ahmad et al., 2018; Hasanuzzaman et
al., 2014; 2020). H30brrounoe Haworieane A®DK npuBOIMT K HECTIELM(PUUYECKOMY
B3AUMOJICHCTBUIO C PaxTMYHbIMKM KJIETOYHBIMM KOMIIOHEHTAMH, YTO BbI3bIBAET CEPHE3HBIC
TOBPE)KIICHUS JIATIUJIOB, OCNTKOB, YIJIEBOIOB M HYKJICMHOBBIX KHUCIOT. [l HeHTpaim3aimu
MOCJIEICTBUI OKUCITUTEILHOTO CTPeCcca PACTeHUs 3aJCHCTBYIOT AHTHMOKCHUIAHTHYIO CHCTEMY
(Konmymaes u nip., 2015), pxmovatomnyro (pepmentaruBabie (COJl, mepoxcupaza (110), KAT,
ackopOarnepokcraaza (APX), GR) u HedepmeHTaruBHbIE (MPOSIMH, DTyTATHOH, ASA), IIMCTENH,
(IaBOHOWBI, KApOTHHOMIBI W TOKO(EPOJI) KOMIOHEHTHI, HAXOMSAUMECS B  TECHOM

(dyHKIpoHaTEHOM B3anmonercTeum (Farooq et al., 2009; Kaushal, 2019). Tlonnepskanue Oananca
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My nponykimeln AOK v aHTHOKCHIAHTHOM 3allUTON SIRIISIETCS] KITFOUEBBIM MEXAHM3MOM
CTpECC-aJaNTaly PAaCTeHNIA. HaKOIIIEHHBIE B IUTEPATYPE AAHHBIE CBUIETENBCTBYIOT 00 yHaCTHH
PGP-6axrepuii B 00e3BpekriBanii ADOK 1 CHIKEHNM OKMCITUTENBHOIO CTPECCa B PACTEHUSIX
MOCPECTBOM MOAYJISILIMA CUCTEM MX aHTUOKCHIaHTHO#H 3atuthl (Omar et al., 2009; Ullah, Bano,
2015). 310 nposBIsIETCs B CHIbKEHUM KoHIIeHTpatmu MJIA — koneunoro nponykra [1OJ, uro
MOKA3aHO Ha MHOTUX KYJTETypax, B TOM YKC/Ie U pacteHusix mieHuilbl (Kang et al., 2014; Abd El-
Daim et al., 2014; Gusain et al., 2015;Armada et al., 2015; Li, Jiang, 2017; Ishizawa et al., 2017,
Kaushal, 2019, Rashid et al., 2021). Mexanmmbl BivisiHas PGP-0akrepuii Ha aHTHOKCUIAHTHYFO
CUCTEMY pacTeHMii MOryT ObIThb JOCTaTOYHO CIIOKHBIMUA. TaK, WMEIOTCS CBEIACHUS O
HEO/HO3HAYHOM KAK AKTHBHPYIOLIEM, TaK W HMHTMOMPYIOLIEM BIMSHUM Bacillus spp. Ha
AKTMBHOCTh AHTUOKCUJIAHTHBIX (DEPMEHTOB, YTO BO MHOIOM MOXET ObITh OOYCIIOBIICHO
0COOCHHOCTSIMU CaMOTO IITaMMa, YCJIOBUSIMU TTPOU3pacTaHus U APyTux (PakTtopoB. B pazHbIx
UCCJICIOBAHMSIX TOKA3aHO, YTO MOBBIIICHNE AKTUBHOCTH AHTUOKCUIAHTHBIX (PEPMEHTOB, TAKUX
kak COJl, ITO u KAT, siensiercss OHAM M3 OCHOBHBIX MEXAHMBMOB Bacillus-0mocpenoBaHHOM
yCTOHUMBOCTH pacTeHuii kK ctpeccam (Sood et al., 2020; Kaushal, 2019; Bugqori et al., 2025).
OOpabotka pacrenunii B. amyloliquefaciens 5113 okasbiBaia 3alMTHBIA SPQPEKT B YCIOBHAIX
Je(uirTa Biard myTeM peryisiiyi akTMBHOCTH TeHa ackopOarnepokcuasbl (APXT) u (pepMEHTOB
acKopOar-ITyTATMOHOBOTO IUKJIA. OTOT BAKHBIA AHTUOKCUIAHTHBIA MEXAHM3M OOCCIIECUNBACT
BBICOKYIO OKHCJIUTEITLHO-BOCCTAHOBUTENBEHYHO Oy(PEpHOCTH KJIETOK Onarofapst MOMICPYKAHUIO
BBICOKOTO BHYTPUKJIETOUHOTO coiepkanusi AsA u miyrarvona (Kasim et al., 2013). Onnaxo
3¢dekThl pazHBIX WTaMMOB Bacillus spp. MOTYT pa3inuarkCs — HEKOTOPbIC HE BIMSIOT HA
aKTUBHOCTH APX MK TETJIOBOM CTPECCE, B TO BPEMSI KaK TMPU 3aCyXE 1 XOJIOIE TAKOTO CHUYKEHHUS
He HaOmonacrcs. Tak, WHOKYJSLMSL PAcTeHHi NINEHHULB! B. velezensis 5113 He BmMsia Ha
AKTMBHOCTb aCKOpOaT-IIyTAaTHOHOBOTO IIUKJIA B OOBIUHBIX YCIIOBUSIX, HO CYHICCTBEHHO CHIDKAJIA
akTMBHOCTH APX MpH TemnoBoM crpecce. B To jke BpeMsl, PU 3aCyXE€ U XOJIOIOBOM CTPECCE
JIOCTOBEPHOTO CHYbKeHHst akTiBHOCTH APX He nabmonanock (Abd El-Daim et al., 2019). [Ipyrue
VCCIIEIOBAHMST TIOKA3JIM, YTO 3acyxa MPUBOIWIIA K YBEJIMUYCHUEO YPOBHSI SKCIPECCHM TaKUX
CBSI3aHHBIX CO CTPEeCCOM TeHOB Kak APXI, SAMSI w HSPI7.8 W TOBBIIICHUIO AKTUBHOCTH
(epMEHTOB  aCKOPOAT-IITYyTATHOHOBOIO [MKJIA B JIUCThSIX NIICHUIBL. OJHAKO Yy PpacTCHWA,

WHOKYJIMPOBAHHBIX B. amyloliquefaciens 5113, KOMAYECTBO TPAHCKPHUIITOB 3TUX TEHOB OBLIO
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HIDKE, UYTO CBUJICTEILCTBYET OO0 VY/YUILIEHMM TFOMEOCTATMYECKMX MEXaHM3MOB 3a CYET
OakTepranbHoi MHOKYJsipn (Kasim et al., 2013). OueBHIHO, YTO Pa3IMYHBIE [ITAMMbI
Bacillus spp. MOTYT MO-pa3HOMY CHKATh CTEMEHb OKMCITMTENBHBIX TIOBPSKIACHUH, 3a1CHCTRY S
pasHbie OMOXUMUYECKUE MY TH, YTO MOMKET 3aBUCETh OT XapaKTEPUCTHK CAMOT0 1TaMMa, BU/Ia
pacTeHUsl, TMIIA U MHTEHCHBHOCTH CTPECCa, 4To, OE3YCIOBHO TPeOyeT MabHEHIIMX Ooree

JETAJIBHBIX UCCIICIOBAHUH.

1.2.3.6. Pecynauus npoueccoe 600H020 00MEHA, NRPOOYKUUA OCMOIUMO8 U CHUMCCHUE

OCMOMUUECKO20 cnipecca

Becomblii BkIag B (POPMUPOBAHME YCTOMYMBOCTH PACTCHUM K aOMOTHUYECKUM
cTpeccaM, BBI3BIBAIOIIMM HApPYLICHUE BOAHOIO OOMEHA, BHOCHT YCHJIICHHME CHHTE3a
OCMOITPOTEKTAHTOB. Cpel KOTOPhIX 0CO00E€ MECTO 3aHUMACT MPOJIHH, KOTOPBI MOMHMO
CBOMCTB OCMOIPOTEKTAHTA, XapaKTEPU3YETCsl AaHTUOKCUIAHTHON akTMBHOCTHEO (Molinari et
al., 2007, Sood et al., 2020), 4TO MOBBIMAET €r0 (PYHKIMOHAILHOE 3HAYEHUE B 3aLIUTE
pacTeHuid OT 0OE3BOXKMBAHMS M OKHACIIUTEIBHOTO cTpecca. [IpONMH BBIMOIHAET MHOKECTBO
BOKHBIX (PYHKIMIA B YCIIOBMSIX CTPECCA, BKIIFOYAS PETYISLMIO KUCIOTHOCTH LIATO30JIs,
camkenne [1OJI 3a cuer ymaBnmBaHMe CBOOOHBIX PAIMKATIOB, a TAKXKE CTAOMIIM3ALMIO
CyOKJIETOUHBIX KOMIIOHEHTOB U CTPYKTYP, TaKUX Kak Ociiku 1 MmeMOpans (Sood et al., 2020).
VYuactie nposirHa B MEXaHU3Max 3amuTHOro ackcreust PGP-0akrepuii Bacillus spp. Obiio
NOKA3aHO B MCCIICIOBAHUSIX HA PA3JIMYHBIX BUIAX TUKOPACTYIIMX M KYJIBTYPHBIX PaCTCHUMN
(Benedetto et al., 2017; Numan et al., 2018; Garipova et al., 2021). K npumepy, npuMEHEHHE
PGP-0akrepuii  moBbIIAo  OMOMAcCy, OTHOCHTEIILHOE COACP)KaHWE BOAbI B JIMCTBSX
pacTeHuii KyKypy3bl, MOABEPrHYTHIX 3aCyX€E, 3a CUeT HakorieHus mpomHa (Sandhya et al.,
2010). OpHakO OCTAETCsl OTKPBHITBIM BOMPOC, € 4Ye€M WMEHHO CBsi3aHO Bacillus-
WHyLIUPOBAHHOE TIOBBIICHUE KOHIICHTPALIMK MPOJIMHA B PACTEHUSIX — € €70 00JIEE AKTUBHBIM
NONIOIICHUEM K3 PU30CEPBI WM KE C PEryJsIel ero OMOCHHTE3a B CAMUX PACTEHUSIX
(Kaushal, 2019). Kpome Toro, Bacillus spp. MOTYT TOBBIIIATH CTPECC-YCTOHYMBOCTb
PaCTEHMI 3a CYET CTUMYJISILIMKA HAKOTUIEHHS TPYTHUX OCMOJIMTOB, TAKMX KaK INIMIUH-OCTANH U
caxapa (Dmroko3a, ¢pykrosa, caxaposa) (Kaushal, 2019; Abd El-Daim et al., 2019). 5tu

IOJIAPHBIC MCT a0OUTHI HI'PparOT KIIOYCBYIO POJIb B IIPCOAOIICHMHA OCMOTHYCCKOIO CTpECCa
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NyTEM MOAACP)KAHHS KJIETOYHOTO Typropa 4epe3 CHIKEHUE BOIHOTO MOTEHIMAIA PACTEHUI
0€e3 yMEHbIICHUS B HUX (PaKTHUECKOro coaep:kanus Boabl (Cakmaker et al., 2017; Kaushal,
2019). Coolwanoch, 4T0 BWKHYK POJb B  Bacillus-omocpeaoBaHHOM MOMIEPYKaHUA
ocmoTrueckoro Oanmanca u 3aumre OcnkoB DCII mpum aOMOTHYECKHMX CTpeccax WIpact
nmimHOeranH  (Kaushal, 2019). B ngpyrux  uccineoBaHMsiX  NOKA3aHO,  UTO
3aCyXOyCTOMYMBOCTh PACTEHWH CYLIECTBEHHO MMOBBIIIAJIACH MPU WHOKYJsiwmu PGP-
OaKTepusIMU, CBEPXIPOLY IMPYOLIMMHI UK YCUIMBAOLIMMH HAKOTIIIEHUE BHYTPU PAaCTEHU
Tperanosbl (Sharma et al., 2020), koTopasi, Kak U3BECTHO, UTPACT KITFOUEBRYIO POJib B Mepeaade
CATHAJIIOB BHYTPH KJIETKH W CTAaOMIM3aMK KIIETOYHBIX CTPYKTYp 1 OenkoB (Kaushal, 2019,
Yadav et al., 2021). CnocoGHocte B. subtilis GB03 ycumiBare OMOCHHTE3 XOJIHMHA
(MEPBUYHOIO META0OIMTA OMOCHHTE3A TIMIMH OSTauHA) U HAKOIJICHUE TIIMIMH-OCTanHa B
PacTeHUsIX MPUBOMAIA K TOBBIIMIEHUIO OTHOCUTEIBHOIO COAEP)KAHUS BOMABI B JIUCTBSX U
HAKOIJIEHUIO Cyx0it Omomaccel (Zhang et al., 2010; Kaushal, 2019). BezeiBacmoe B. subtilis
2-KpaTHOE HAKOIUICHWE IMIMH-OCTaHa W S-KparHOe HAKOIJICHWE XOJIMHA MPUIABAJIO
3aCyX0yCTOMUMBOCThL apabUIONCUCY, TOTIAa KaK Y MyTaHTHBIX JIMHUH Xipot! ¢ HapyIEHHBIM
OMOCHMHTE30M XOJIMHA Takas COCOOHOCTh B. subtilis yrpaumBanace (Zhang et al., 2010;
Kaushal, 2019). B psae uccnenopanmii coodmanock 00 0CMONPOTEKTOPHOM PO CaxapoB B
MOJBEPTrHYTHIX 3aCyxe M MHOKYMpoBaHHbIX PGP-0akrepusmu pacrenusix (Kaushal, 2019).
JIst HEKOTOPBIX WITaMMOB Bacillus Spp. BbISBICHA CIIOCOOHOCTh YBEJMUYMBATh HAKOTUICHHAE
pPacTCHUSIMUA TIOJIMAMMHOB, TaKMX KaK CIIEPMU[IMH, CIIEPMHH, KAJABEPUH U MyTPECLMH,
SIBIISIFOLLMXCS. OCHOBHBIMM META0OJIMTaMHU, MOBBILIAIOIIMMUA OCMOYCTOMUMBOCTh PacTEHU
npu AepULIUTE BOABI, B JOMOJTHEHUE K MX KITIOUEBOW POJIM B PETYJSLUM TPAHCKPHIILHH,
i depeHImpoBKe KIETOK U yAMHEHUM KopHel (Zhou et al., 2016; Kaushal, 2019). B.
megaterium BOFC15 yBenmmurBana HAKOIUIEHUE SHAOTEHHBIX MOJIMAMUAHOB B PACTCHHMSIX,
AKTUBUPYS TMOJMAMUH-3aBUCUMbIC CUTHAJIBHBIC MyTH, TEM CAMbIM CMsT4yas HEraTUBHOE
BO3/ICHCTBHE cTpecca (3aCyXH) HA pacTeHUs], MOAICPKUBAsI MOBLILICHHOE CONEPXKAHUE BOJIBI
B KJIETKAX W COXpaHss (POTOCHMHTETHYECKY0 akTMBHOCTH (Zhou et al., 2016). B HenaBHuX
WCCIICIOBAHMX TAKYKE OMUCAHA POJIb CIIEPMUIMHA U KaJJABEPUHA B YCUJIEHUH POCTa KOPHEH
y MHOKyAHpoBaHHBIX PGP-Oaktepusmu pactenusx nmpu ocmotHyeckoMm crpecce (Kaushal,

2019; Miljakovic et al., 2020). Bonee paHH#e pabOTHI MOKA3AJIM MOBBIIICHUE KOHIICHTPALA
69



NOJIMAMHAHOB Y apaOHI0NICHCA IPY MHOKYIISIUK CTIEPMUTUH-TTPOLY IAPYFOLMM ILTAMMOM B.
megaterium BOFCI15 (Zhou et al., 2016), 4yr0 MO3BOJISUIO PACTEHUSIM JIyUIIEC NEPEHOCUTH
crpecc 3a cyeT (POPMHUPOBAHMS KPEMKOM KOPHEBOH CHCTEMBI C OONiee JJIMHHBIMU
NEPBUYHBIMA W OOKOBBIMM KODHSIMH B CpaBHEHMH ¢ KoHTpojeMm (Zhou et al., 2016).
HccnenoBanme Quibrpara KynsTypel B. subtilis OKB105 BbIsIBAIO, 4TO OCHOBHBIM
POCTCTUMYJIMPYIOIIUM ~ COSIMHEHUEM  SIBIISIETCS  NOJMaMKuH — ciepMuauH.  Cekpenust
CIIEPMUJIMHA B 3TOM IITaMME OAaKTepHid ObLUTa CBA3aHA C SKCIIPECCUEH TEHOB yecA U speb,
KOTOPBIE KOAMPYIOT MOJMAMHUHIIEPMEA3y U arMaThHa3y, COOTBETCTBEHHO. Kpome Toro, ObU1o
oOHapy>k€HO, 4TO MHAyuupoBaHHas B. subtilis OKB105 skcnpeccusi TeHOB SKCMAHCUHOB
NEXPAI w NtEEXPA2 (CBA3aHHBIX C PACTSDKCHMEM KIIETOYHOW CTEHKH) MPHUBOAMT K
WMHIMOMPOBAHMIO 3KCIpeccun TeHa ACO1, 0TBeHaromero 3a OMOCHHTE3 3TIicHa (Awan et al.,
2020). Ananu3 npoduieh TPAHCKPUNUMK B. subtilis BbISBAII 4TO T€HBI, OTBETCTBEHHBIC 34
ALECTWIMPOBAHWE, TPAHCIOPT M OMOCHHTE3  MOJMAMUAMUHOB,  JEMOHCTPHPYIOT
A hEpeHIMATBHY O SKCITPECCHIO TIPH BBIPALIMBAHWN OAKTEPHIA B LICTIOYHBIX MM KHCIIBIX
cpenax. Kpome Toro, nureparypHble JaHHBIE CBUIETEIBCTBYIOT O CYILIECTBOBAHWM CBSI3H
MEKAY NOJIMaMAHAMU M 00pa3oBaHMEM OMOIUICHOK Y B. subtilis, KOTOPbIE UTPAKOT BAKHYIO
POJIb B 3alIMTE PACTEHUI-X035I€B OT PA3TMUHBIX CTpeccoBbIX Bo3ackcTrri (Kolodkin-Gal et
al.,2012; Hobley et al., 2017; apunosa u ap., 2020). K npumepy, TPaHCKPUITTOMHBIA aHAIH3
CIICPMUIVH-AC(PUIMTHBIX MYTAHTOB B. subtilis ToKazal HEOOXOAMMOCTh MOJIAAMHHA
CIIEPMUIMHA B 00pa30BaHWM OMOIJICHOK. YCTAHOBJICHO, YTO 3TO COCAMHEHUE AKTHBUPYET
SKCITPECCHIO TEHOB CUHTE3a SK30MOIMCAXaPUI0B MATPHUKCA U tasSA-OMEPOHA, PEryANPYEMbIX
oenkoMm SIrR (Hobley et al., 2017). Taxke yCTaHOBIIEHA KOPPENSLUS MEXKTY CONEPKAHUEM
NOJIMaMHAHOB, ypoBHEM ABK M yCTOWYMBOCTBIO PACTCHMA K aOMOTMYECKHUM CTpeccopam
(Zhou et al., 2016). 310 HaparICHUE, HECOMHEHHO, MPEACTABIISIET MHTEPEC A1l PACKPHITHS
MEXaHU3MOB (POpPMHPOBaHUs omnocpenoBaHHOH PGP-0akTepusimu  cTpecc-yCcTORYMBOCTH
pactenmii (Kaushal, 2019). HenaBHue uccienoBaHusi ¢ MCMOIb30BAHUEM METAOOTOMHBIX
NOAXOA0B TMO3BOJIMIIM  BBISIBUTH HAKOIUICHWME TMPH  CTPECCOBBIX  BO3ICHCTBUSX B
WHOKYJIMPOBAHHBIX Bacillus spp. pacTeHusix O€NKOB JACTWAPHMHOB W psAAa JIPyrux
ocMompoTeKTopHbIX coenuHennid (Abd El-Daim et al., 2019). B npyrom uccnenoBanum B.

amyloliquefaciens GB03 cMsryas OCMOTUYECKHIA CTPECC, aKTUBUPYS TE€HbI JETHIPUHOB U
70



AKBAITIOPUHOB, a4 TaKXKE M3MEHSS TOPMOHAJBHBIA TOMEOCTa3, YBEJIMYMBAS CONEPKAHUE
aHTuokcuaanTHbIX gepmentoB v OIIC (Su et al., 2017; Shobana et al., 2020). Umerorcs
CBeICHUsT 00 ydyacThM mponynmpyeMbix Oaktepusimu OIIC B KOMOHM3AMM KOPHEH,
VIYUILICHAN BOJOYAEPKUBAIOLIECH CITOCOOHOCTY PACTEHUH, MIOA0POIMH MOYBBI, a TAKKE UX
BXHOM POJIM B 3aLIUTE CaMUX KIIETOK OakTepuii oT Beichixanus (Naseem et al., 2018; Khan,
Bano, 2019). K tomy ke wuHOKymsms OlIC-nponyumpyrommiMu  PGP-Oakrepusivu,
MPOIEMOHCTPUPOBaia 00J1e€ BEICOKUE YPOBHU HAKOTUICHUS B PACTCHUSX B YCIIOBUSIX BOJHOTO
cTpecca MPOJIMHA, CaXapOB U aMUHOKHUCIIOT, TEM CaMbIM CITOCOOCTBYS TIOBBIIEHUIO CTPECC-
ycroiurBoctr (Naseem et al., 2018; Khan, Bano, 2019). B nenoM, HECMOTps Ha TO, 4TO
MHOTHE HCCEIOBaHUS JIEMOHCTPUPYIOT TOJOKUTENbHOE BimsiHue PGP-Oakrepuit Ha
MOBBILICHUE CONEPKAHUSI MPOJIMHA W JPYTMX COBMECTHUMBIX PACTBOPHUMBIX BEILECTB B
MOABEPTHYTHIX CTPECCY PACTEHUSIX, CYLIECTBYIOT M MPOTUBOPEUMBLIC JTAHHBIE, KOT/A MO
BO3JICMCTBUEM HEKOTOPBIX IIITAMMOB HAKOTUICHUE MPOJIMHA, HATPOTHB, CHIKaeTCs (Garipova
et al., 2021), uro TpeOyeT NaNbHEHIIIETO N3yUYEHHUs MOJICKYJIIPHBIX MEXAHU3MOB, JICKAIUX B
OCHOBE 3THX Pa3jIMyMii, a TAKKE O NCHETHYECKUX JECTEPMHHAHTAX, OTBETCTBEHHBIX 33 MX
NPOAYKIMIO B pasHbix Mmrammax PGP-Oakrepuii, 4Yto oOrpaHnymMBacT pa3pabOTKy
3QQPEKTUBHBIX  OMOTEXHOJOTMYECKUX ~ PEUICHWH  JUis  TOBBIMICHWS  aanTaiyuu
CEJTbCKOXO3MUCTBEHHBIX KYJBTYP K aOMOTHYECKUM cTpeccaM. Kpome Toro, ocraercs
HESICHBIM, KAK KOHTPACTHBIC MO CTPAreruv ajanTtalid K OOC3BOKMBAHUIO PACTCHUS
pearupytoT HHOKyJsiMio PGP-OakrepusiMmu - CylIECTBYIOT JIM pa3ivius B WHIYKIUA
HAKOIJICHUSI OCMOJIUTOB, AKTWUBAIMA AHTHOKCHJAHTHBIX CHCTEM M JPYTrvX adalTHBHBIX
MEXAQHU3MOB, YTO MOXKET OBbITh CBSI3aHO C T€HETUYECKUMHU OCOOCHHOCTSMH, KaK CaMMX

OaKTepuii, TaK U COPTOB PACTEHUIA, UTO, O3y CJIOBHO TPEOYET NANBHEHIIINX UCCIICTOBAHUIA.

1.2.3.7. Ilpodykuus ouonocuuecku akmueHsIX Memadonumos U Repenpocpammuposanue

MemabonuuecKux u MONAEKYJIAPHBIX MEXAHUIMOE 60 8PEMA CHIPECCOBBIX eo30eticmeull

K HenpsimbiM Mexanu3Mam Bacillus-onocpeoBaHHOTO YAYULIEHUS! pOCTa PaCTCHUMN
npu  crpeccax OTHOCHTCS  3((EKTUBHAS KOHKYPEHLIMST W MOJABICHUE MATOIEHHBIX
MHUKPOOPraHU3MOB (rpuOoB, OakTepuii) Onarogapst MPOAYKIMH BTOPUYHBIX METAOOIMUTOB C

aHTuOnoTMYecKnUMu coiicteamu (Stein, 2005; Ongena, Jacques, 2008, MakcuMoB U Ap.,
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2011; Mnif, Ghribi, 2015; Khan et al., 2016; Salazar et al., 2017; Miljakovic et al., 2020;
Nannan et al., 2021; Cherepanova et al., 2021; Tran et al., 2022; Sudakov et al., 2025),
BKJIFOYAst  prOOCOMHBIE (OaKTepHOLMHB) WM HeprOocoMHuble  (Jmonentuasl — (JIIT),
NOJIMKETU/IbI ) TIENTHIBI C HU3KOH MOJIEKYSIipHO#M Maccoit (Malfanova et al., 2012; Salazar et
al., 2017, Toral et al., 2018; Juturu, Wu, 2018; Hanif et al., 2019; Dimopoulou et al., 2021;
Theatre et al., 2021; Xiao et al., 2021; PymsHues u ap., 2024), (pepMeHTOB, pa3pyIarommx
KJIETOYHYIO CTEHKY (PUTOMATONCHOB (XUTHHA3BL, LIEJUTIONA3bI, ITIOKAHA3bL, TPOTEA3bI, JIUMA3bI)
(Abriouel et al., 2011; Yan et al., 2011; Senol et al., 2014; Ma et al., 2020), cunepogopos
(Hertlei et al., 2014; Ghazanfar et al., 2024), netyunx oprannyeckux coenuHenuit (JIOC)
(Raza et al., 2016; Paul et al., 2022; Sudakov et al., 2025), a Taxke CHIKEHUIO 00pa30BaHMUS
aTUjicHa B pacTenusix v aktupaun MIST (Miljakovic et al., 2020). JIns passbix Bacillus spp.
(B. subtilis, B. amyloliquefaciens, B. cereus, B. thuringiensis, B. coagulans) mnokazana
CIMOCOOHOCTh  CHMHTE3UPOBaTh OAKTEPUOLMHBI W OAKTEPUOIMHONOAOOHBIC BEIICCTBA
(aMUJIONTM3UH, aMW3WH, CYOTWIMH, CYOTWJIO3WH A, cyOTWI03uH B, TypuimH u np.) ¢
AQHTUMUKPOOHBIMU CBOMCTBAMH B OTHOWIEHWHM (uronaroreHoB (Abriouel et al., 2011).
Omnako ropazno Ooniee  CUJIbHBIC QHTUMUKPOOHBIC CBOMCTBA MPOSIBIISIFOT — OaldyuIbI,
npoayumpyromme Hepubocomusie JIIT u menmuapl (Fira et al., 2018). JIII Bmstor Ha
KOJIOHU3ALIMIO U COXPAHEHHE TpeAcTaBuTene Bacillus spp. B puzocdepe U CTUMYIUPYOT
3alMTHBIE MexaHn3Mbl pactenmit (Han et al., 2015). Hanbonee BaxHBIE TPOAYyLIAPYEMBIE
Oampinnmamu  tmkmdeckue JIII mpencraBneHsl cemelcTBamu Cyp(dakTuHa, WUTypuHA |
¢denrunmna (Stein, 2005; Theatre et al., 2021; Cherepanova et al., 2021). [Tokazano, 4to B.
subtilis, B. amyloliquefaciens, B. licheniformis, B. pumilus u B. coagulans cuate3npyrot JII1
ceMelictBa  cypdakTMHOB  (Cyp(akTWH, JIMXCHW3WH, NDyMWIAMIUH, TrajoOalyIvH,
OaMUJIOLMH), KOTOPBIE ACHCTBYIOT KaK MPOTUBOTPUOHBIE M AHTUOAKTEPUAIIBHBIE CPEICTBA
(Ongena, Jacques, 2008; Cherepanova et al., 2021; Theatre et al., 2021). CeMeHCTBO UTYpHUHOB
COCTOMT W3 TENTANENTUOB (MTYPUH, MUKOCYOTHIMH, OAlMIIJIOMUIIAH, OalMJUTONENTHHBI,
MHUKCUPUH, MOSIBEHCUH, CYOTyNeH, mnpoayuupyemele B. subtilis, B. amyloliquefaciens,
B. circans, B. pumilus  B. vallismortis), 00naaarommx HHruOUpyOIUM JSHCTBAEM MTPOTHB
LIMPOKOTO CHEKTpa rpuOOB, HO MEHEE AKTUBHBIX MPOTHB Oaktepwid. [lpomykimro JIIT

ceMeicTBa (DEHTMIIMHOB (EKanenTHabl (DEHTUIMH, MJIMINACTATHH, MAJIbTAllMH), TOJIE3HBIX
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JUIsl 3AI0UTHl PAaCTEHWA OT TPUOHBIX MATOrCHOB, OOHapyxwnu y B. subtilis u B.
amyloliquefaciens (Ongena, Jacques, 2007, Chen et al., 2009). HepuGocomusie JIIT
BKJTFOYAKOT KYPCTaKWHbI, OAUMTPALMHBI, MOJAMUKCHUHBI, TPAMULMAWHBI U THUPOKUIVHBL.
KypcrakuHbl — IUKITMYECKUE WK JIMHEHHBIE TeNTANENTHABL, Cieu(pUIHbIC 118 B. cereus u
B. thuringiensis, 00nagaroT cnoCOOHOCTBIO JIECTAOMTU3UPOBATH OMOIOTMYECKUE MEMOPAHBI
Kak OakTepuii, Tak ¥ rpuOOB. banyTpaliHbl — UKITMYECKUE AEKAEOTHIB, TPOAYLIAPYEMBIE
B. licheniformis, B. subtilis v B. sonorensis, akTHBHOCTb KOTOPBIX B TEPBYI0 OYEPEIb
HalpaBlicHa TPOTHB TPAMITIONIOKUTEIBHBIX OakTepuid. [lOMMMUKCHHBI — LMKIAYECKUE
JEKanenTHIbl, MPORyuupyemble Paenibacillus polymyxa NOnaBIstoT pOCT U PA3MHOKEHHAE
rpaMoTpULATENIbHbIX — OakTepwid. [pamMMIMAMHBI W TUPOUMAWHBI —  LMKIHYECKHAEC
JCKaNenTH b, CUHTE3UPYEMBIE B. brevis, akTMBHbI B OTHOIICHMM LIMPOKOIO CIIEKTPa
IPaMOTPULATENILHBIX W TPAMIIONIOKUTENBHBIX  OakTepuid. Hexoropele BHabl  Oaruin
NPOAYLMPYIOT U APYTHE HEPUOOCOMHBIE IENTH B! (OALMIN3KAH, PU30KTHLIMH, AaMUKYMALUH,
MUKOOAUWIINH, JUKETONUIEPA3UHbI) W TMOMMKETHAB (OaWUIMH, JUruApoOaldiuIiH,
AGGULAIH, MAKPOJIAKTAH) ¢ PA3IMYHBIMHA MTPOTUBOIPHUOHBIMA M AaHTUOAKTEPHATBHBIMU
CBOMcTBaMU. Y HaHOOJIEE YaCTO UCTIONB3YEMBIX OMOAreHToB B. subtilis u B. amyloliquefaciens
3HAYUTEITbHAS YaCTh TEHETUYECKOTO MaTepuraa (COOTBETCTBEHHO 4—5% u 8,5%) oTBeUaeT 3a
CHHTE3 BTOPHUYHBIX METAOOUTOB € MOTEHIMAIIOM J1sl TPOAYKIMK Oonee 20 aHTUMUKPOOHBIX
coenuHennii pazHoi cTpykTypbl (Stein 2005, Chen et al., 2009). B Hactosiiee Bpems
KJIaCTEPbl TCHOB, KOMMPYIOUIMX OAKTEPUOLMHBI, a TAKKE MENTHABl M MOJIUKETHIBI JIETKO
UACHTU(ULMPYFOTCS IPYM TEHOMHOM CKaHWpOBaHWK. [t 328 mraMmoB 57 BEIOB MOPsiaKa
Bacillales npeaTa(rppoBaHbl B 0OMIEH CIOKHOCTH 583 NPEAnonaracMbIxX KiacTepa reHOB
OakTepuonmHa, KpoMe Toro, y 49 BunoB Bacillales oOHapy>xxumi 1231 mpeamonaracMbix
KJIacTepa NeHOB HEPHOOCOMHBIX AHTMMUKPOOHBIX COEIMHEHWIA, KOTOPBHIE OOBCAMHWIN B
IPYMIIbl B COOTBETCTBUM C 23 THIMIAMHU TIENITUIOB U MATHEO TUTIAMU BTOPUYHBIX METAOOIMTOB
NOJMKETUAHON TTpupoasl (Zhao, Kuipers, 2016). Bo MHOTHX MCCIIETOBAHUSIX MTOKA3aHO, YTO
TUAPOIIMTAYECKUE (PEPMEHTBI (XUTHHA3BI, XMTO3aHA3bI, [JIFOKAHA3bI, LIEIUTKIIA3bI, JIMMA3bl U
NpOTEA3bl), CHHTE3UPYEMBIE OAlMIUIaMU, OYEHb AKTWBHO Pa3pyLIAIOT KIIETOYHBIC CTCHKU
rprOOB 1 OAKTEPHiA, a TAKKE MOBBIIAOT yCTOMYMBOCTH pacTeHmid K cTpeccam (Leelasuphakul

etal., 2006; Gulena et al., 2016; Gautam et al., 2019, Villa-Rodriguez et al., 2019). Onmcano
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3HAYCHUE CUHTE3UPYEMbIX OarpuiamMu cuaepoopoB B OMOKOHTPOJIE, OCHOBAHHOM Ha
KOHKYPEHLIMM 32 Fe ¢ 1ienbro yMEHBLIEHUS! €10 TOCTYHOCTH Ut matoreHoB (Beneduzi et al.,
2012). bonbMHCTBO OakTepUabHBIX CUACPOGOPOB MPEACTABIISIOT COOOM Karexomarsl,
TaKHE KaK OauWUIMOAKTHH, NPOAYLMPYEMbI HEKOTOpbIMM Oawwuiamu (B. subtilis,
B. amyloliquefaciens, B. cereus, B. thuringiensis). Kpome Toro, npeacrasutenu poaa Bacillus
NPOAYLUMPYIOT LIMPOKUHA CHEKTP CUACPO(OpPOB, B YACTHOCTH, MUOBEPAMH, MHOXEIHH,
nm3okuHeH U nerpodakTu (Khan et al., 2016; Ghazanfar et al., 2024).

Bacillus spp. Takxke CEKpeTHPYET BHEKJIETOUHBIE MONMcaxapuabl U pasimunbie JIOC,
KOTOpbIE M3MEHSIOT CTPYKTypy U Mopdosoruto kopHei u BbibiBatoT MIST y pacrenuit
(Etesami, Beattie, 2017, Panpatte et al., 2017, Chiappero et al., 2019; Paul et al., 2022).
YcranosneHo, yro PGP-Oakrepun cuHTe3upyror mmpokuid muanazoH JIOC, Takux kak
KOPOTKOLIETIOYEUHbIE aM(aTUUECKUE aIbJCTH/Ibl U KETOHBI, MPOCTHIE U CIIOXKHBIE d(PUPHIL,
CIIMPTHI, CEPOCONEPKALIME COSMHEHNS, yIieBoaopoas! (Vaishnav et al., 2017; ALKahtani et
al., 2020). JIOC umeror nunoguibHY0 TPUPOAY U ACHCTBYFOT KAK CHTHAIIBHBIE MOJICKYIIbI
IJ1sl MEK- U BHYTPUOPraHHBIX KOMMYHMKAIMA U TIEPEAuM CUTHATIOB OT KJIETKHM K KJIETKE.
CoBpeMeHHbIE UCCaea0BaHus, 00001EHHbIe B 0a3e maHHbIX MUKPOOHBIX JIOC mVOC3.0
(https://bioinformatics.charite.de/mvoc/) HacumteBatror 6osiee 1000 JIOC, cUHTE3MPYEMBIX
Oakrepusimu 1 rpudamu (Lemfack et al., 2014; Paul et al., 2022; Sudakov et al., 2025). 3tu
COEJIMHEHMSI BBICTYMAIOT KIFOYEBBIMM MEIUATOpaMU B JUCTAHIIMOHHOM B3aUMOICHCTBUM
MUKPOOHBIX COOOIIECTB, yUaCTBYS KaK B MEXKMUKPOOHOM KOMMYHHUKAITUH, TAK U B «JIAAJIOTE»
MEKIY PACTEHHSIMU M MUKpoopranmamMamu pusocdepsl (Bitas et al., 2013). Kpome toro, JIOC
PETYIUPYIOT 3KCIPECCHI0 TEHOB, ACCOLMMPOBAHHBIX C TOPMOHAIBHBIM CUTHAJIMHIOM,
aKTHBAIMEH 3alMTHBIX MEXAaHW3MOB, CTPECCOYCTOMUMBOCTBIO, BHUPYJICHTHOCTBIO U
ouormieHkooOpa3oBaHreM y MUKpoopranuaMoB (Bitas et al., 2013; Audrain et al., 2015).
Baxnyro porne JIOC urparor B MHIAYKIMA NPAMMHAHIA U CUCTEMHBIX AJANTUBHBIX PEAKLMANA
PacTeHuii K CTPECCOBBIM (PaKTOpam, YTO MOATBEPIKAAETCS IKCIIEPUMEHTATLHBIMU JAHHBIMU
(Chourdhary, Johri, 2009; Niinemets, 2010). Hanpumep, mpeanoceBHOE 3aMayuBaHKUE B
cycneHsun B. thuringiensis AZP2 B yCIOBUSIX 3aCyXu MNPUBOJIMIO K YBEIMYEHUIO
OrOMacChl MPOPOCTKOB MIIECHUIIB U MX BBIKUBAEMOCTH 3a CUET MOAUpUKALIMK TPOPUIIs

JIOC n ycunenus porocunTeTHueckoi aktTuBHOCTH (Timmusk et al., 2014). Mnokynsiuws
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wramMmmamu B. amyloliquefaciens IN937a u B. subtilis GB03 ctumynupoBaia CHHTE3 TaKUX
JIOC kak 2R,3R-Oytanauon u 3-rupokcu-2-OyTaHOH B PAcTEHUsIX apaOWiONCHca, 4To
COMPOBOXKIAIOCH MOAYJISILIMENA SKCIIPECCUH TEHOB, CBSI3aHHBIX C POCTOBBIMH IMTPOLIECCAMHU.
Ananornusblii 3pdexT Habmonancs Mpu KOJIOHW3AMK KOPHEW apaOuaorcuca ITaMMOM
Pseudomonas chlororaphis O6: npoaykums 2R, 3R-OyTanamnona WHIyIMpOBaa 3aKpbITHE
YCTBHUII, MOBBIIIAs YCTOUUMBOCTE pacTeHui K 3acyxe (Cho et al., 2008). [Ipeanonaraercs, 4ro
nponyuupyembie PGP-0akrepusivu JIOC MOTyT akTHBUPOBATH 3ALIUTHBIE PEAKIIMH PACTCHUIA
yepe3 CK-3apucumbiii curHaibHblii myTh (Cho et al., 2008, Vurukonda ye al., 2016), a Takxe
BIUSATH HA ()OPMUPOBAHUE MHUKPOOHBIX OMOIMJICHOK B PU30CHEPE, UYTO YCHIIMBAET CTPECC-
ycroiumBocTh X03smHa (Chen et al., 2015). Kpome Toro, 3Ti COeIMHEHUS BBICTYTIAXOT B POJIA
areHToB OMOKOHTpONS, 3anyckas SAR k maroreHam (Ryu et al., 2004; Raza et al., 2016).
Hanpumep, obpadotka A. thaliana mirammamu Bacillus sp. GB03 u IN937a npuBonunia K
HAKOIUICHHIO Oy TaHAMOIA U AlICTOMHA, YTO CHIKAJIO CTENEHb OPAKEHUSI IATOTEHOM Erwinia
carotovorasub sp. carotovora U CTUMYJIMpoBajio pocT pacteHuid (Ryu et al., 2004). 3tor
3¢ dext cessbBatoT ¢ nopaBneHueM smuccun JIOC m ycuneHueM (POTOCMHTETHYECKON
aKTUBHOCTH, YTO noaTBepkaactTes padoramu Timmusk ¢ coasr. (2014) u Kaushal (2019).
[TosiBNIEHHE HOBBIX METOJOB UCCIICAOBAHMI TO3BOJISET OOJIEEC MIMPOKO U KOMILJIEKCHO
OLEHUTH BIIMSHUEC MUKPOOHBIX MHOKYJISIMI HA BCE )KU3HEHHO BKHBIC CUCTEMBI PACTCHHUI,
BOBJICUCHHBIC B PEryJSLMI0 POCTa W Pa3BUTHS B HOPME WM B CTPECCOBBIX YCIOBHsX. B
yactHocTH, uccnenoBanne Abd El-Daim ¢ coasr. (2019) 4ro MHOKYMSLMS TMHIICHULBI
mraMMoM B. velezensis 5113 B HOPMaJIbHBIX YCJIOBUSIX BbI3BIBACT 3HAUMMBIE M3MEHEHUS
merabonuueckoro mpopwist: 61 wmerabomur (36 yBemMUMBACTCS, 25 YMEHBLIACTCS)
i hepeHIMATEHO U3MEHSETCS TI0 CPABHEHHIO € KOHTPOneM. Cpein KITFOUEBBIX U3MECHEHUH
OTMEYEHO TMOBBIMIEHUE YPOBHS L-mponuHa, L-mmyTaMuHa W Y-aMUHOMACTSTHOM KUCTIOTHI
(CTAMK), a Taxke Momysisiusi myTeil MeTabonM3Ma ajlaHuHa, acrmaprara u niyramara. [lpu
3TOM MHOKYJISILMSI CHU)KAJIa MTHTEHCUBHOCTh OMOCHMHTE3a (PIIaBOHOWAOB, BKITFOUAs (TABOHBI U
()TAaBOHOMNBI, YTO MOXKET YKa3bIBaTh HA TMOMABJICHUC 3ALIMTHBIX PEAKLMA, CBA3AHHBIX C
B3aMMOJICHCTBHAEM «PACTEHUE-MUKPOO». B yCIIOBUSX 3aCyX1 HEMHOKYJTMPOBAHHBIE PACTEHUS
JEMOHCTPUPOBAJIA  AKTWBHYK)  CTPECC-MHAYLIMPOBAHHYIO TEPECTPOMKY MeTabonoma,

HakarmBas 194 mertabomura B JHCThSIX, TOTNA KAK Y MHOKYJMPOBAHHBIX PACTEHWHA 3TOT
75



noKazaresb CHwkaincs a0 139 merabomutoB. [lpu 3TOM, B yCHOBHSX OOE3BOKMBAHMS
3HAUMTENBHYIO PA3HULLY MEXTY MHOKYJTMPOBAHHBIMU W HEMHOKYJIMPOBAHHBIMU PACTCHUSMHA
OTMEYAIM TOJIBKO 0 29 merabomuram (10 yBenmmumBamoch, 19 — yMEHBLIAIOCH), IPUYEM
uHruoupyroumi 3pdexr B. velezensis 5113 na OnocuHTe3 (PrIABOHOMIOB COXPAHSIICS KaK B
HOpME, TaKk W mpu JAceuImre Biard. OTO MO3BOJSIET MPEANONOKHUTH, YTO OaKTEpUU
PETYIUPYIOT SHEPro3arparHble 3aLUTHBIE MYTH, ONTUMHU3UPYs PACIPEACICHUE PECYPCOB
pacteHus. [1poTeoMHBIM aHaIM3 BBISBWI, YTO WHOKYNSIMS B. velezensis 5113 moBbimaet
conepkaHue OeJTKOB (POTOCMHTETUYECKOTO anmnapara B JIMICThSIX MIIEHUIIBI. BaKHO OTMETUTH,
YTO B HEMHOKYJIMPOBAHHBIX PACTEHUSX 3acyXa MOMHOCTHIO MOJABIISIIA CHHTE3 3THX OCIIKOB,
TOrA KaKk OPUCYTCTBHE OaKTEpWil HUBEIMPOBATIO HETATMBHBIA 3(PQEKT cTpecca, 4To
NOTYEPKUBAET MX PONb B 3aumre (oToCHHTE3a. KpoMe TOro, MHOKYIISAMS aKTUBHPOBAJIA
CHHTE3 HECKOJIbKMX OCTIKOB C HEM3YYCHHBIMH (PYHKUMSAMH, YTO YKA3bIBACT HA CIOKHOCTH
MOJIEKYJITPHBIX MEXAHU3MOB B3auMOIEHCTBHs. OCOO0ro BHUMAHUS 3aCITyKMBAET TOT (PAKT,
YTO B UHOKYJIMPOBAHHBIX B. velezensis 5113 pacTeHUsIX NIIEHALBI 3HAYMTEIIBHO MOBBIIATIOCH
conepkanrie ['AMK, myramuna m nponuHa. Ponb mponvHa W miytamuHa B Bacillus-
OIMOCPEAOBAHHOM PETYIISILIAN 3aCY X0y CTOMUMBOCTH PACTEHHH MIICHUIIBI YKE OMUCHIBAIACH B
qutepatype, oaHako uiss ['AMK Takue paOoThl OTCYTCTBYIOT. MIMEIOTCS €IMHUYHBIC
ceeacHus 00 yuyactun ['AMK B cTaHOBNIEHMM MUKPOOHO- PACTUTENBHBIX B3aUMOACHCTBUIA
(Seifikalhor et al., 2019). Hanpumep, nokazano, yro ['’AMK cunTe3upyercs B KIyOEeHbKaxX
0000BBIX, BBICTYMAs MEAMATOPOM CUMOHO03a MEXKIY pacTeHUEM U pu3odusimu. bomee Toro,
npu aeduimre Baaru oOpadoTka TUMO(EEBKUA SHAOMDUTHBIM [TaMMOM B. subtilis B26
crumyarpoBasia HakorieHne 'TAMK B noGerax M KOpHSIX, KOPPEIUpysl ¢ MOBBILICHAEM
3acyxoycroiunBoctd  (Gagné-Bourque et al, 2016). OTu 1naHHbIE YKa3bIBalOT Ha
yHuBepcabHOCTh [AMK  Kak KOMIOHEHTa  CTPECC-aAaNTaliOHHBIX MEXaHM3MOB,
VHyIMPYEMBIX MUKpPOOMOTOH. B Hacrosiee Bpemst n3BecTHO, uto ['AMK mMoxer ObIcTpo
HAKAIUIMBACTCSl B TKAHIX PACTCHHWH B OTBET HA CTPECCOBBIC BO3NECHCTBHS OMOTHYECKOH U
a0MOTHYECKON MPUPOIBI M WIPACT 3HAYMMYKO PONIb B CTPECC-aJaNTalkk PACTCHUH W
BOBJICKACTCS B PETYISLUIO (PU3HOTOTMUECKUX U OMOXUMUYECCKAX MYTEH, 00€CIeUMBAFOIIIX
(hOPMUPOBAHUE CTPECC-YCTOMUMBOCTH PACTEHHIA, B T.U. B yCJIOBUSX Acduiuta Bojbl (Pandey

et al., 2017). TAMK yuacTByeT B MOMJEPKaHUM YIIIEPOTHO-a30THOTO OanaHca 4epe3
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brasilense u A. lipoferum, Ha IIIEHWLIE, TOABEPTaBILECICS 3aCyXE B PA3IMUHBIE (ha3bl PA3BUTHSL,
BKJIFOYAsl TIEPUOJ, LIBETCHMS. 3aCyXOyCTOMUYMBOCTB SIBJSIETCS KOMILJICKCHBIM ITPU3HAKOM,
OOyCJIOBIIEHHBIM  (DYyHKIIMOHMPOBAHMEM MHOKECTBA ~ B3aUMOCBSI3aHHBIX — MEXAHW3MOB.
OueBumHo, uyto PGP-0akrepu BOBIEKAIOTCS B TOHKYIO HACTPOHKY peaM3allii 3THX
MEXAaHU3MOB, CIIOCOOCTBYsSI PAa3BUTHIO 3aCyXOyCTOWUMBOCTH y PpacreHmil. Packpertie
MeXaHU3MOB fcicTBUs PGP-0akTepuii urpacT KIIOYEBYHO POJib B ONPENCIICHUN HauOoJee
3pPEKTUBHBIX NyTEH WX MPUMEHEHUS I MAKCUMAIBHOTO CHWOKEHHS TOBPEXKAAOLIETO

JIEVCTBHA 3aCyXH HA PACTCHUSL.

1.3. ®akTopsl 3pPekTHBHOIO B3aumojeiicreus pacrennii ¢ PGP-6axkrepusimun

B YCJIOBHSIX A0HOTHYECKHX CTPECCOB

O¢pdpexruBHocTs PGP-6akrepuii Bacillus spp. B TPAKTHYECKOM MPUMEHEHUH MOKET
3HAQUATEIIPHO BAPBUPOBATE B 3aBUCUMOCTH OT MHOXECTBA (PakTopoB: (1) YCIOBHMA
OKPYKAOIIEH Cpesibl (TemMmeparypa, BIKHOCTb, pH U 11p.), COCOOHBIX MOAU(PHUIIMPOBATH
AKTUBHOCTH W OHMOJIOTMYECKUE CBOMCTBA OAKTEPUATIBHBIX MHOKYJISHTOB, (11) TEHETHYECKUX
0COOCHHOCTEH PpPacTEHUH-X035E€B (B3aUMOACHCTBUE Bacillus Spp. ¢ pacTeHHUsSIMH HOCHT
BBICOKOCTICIIM()MYHBIA ~ XapakTep M BO MHOIOM  OINpPEAENSACTCS  TCHETUYECKUMHU
OCOOCHHOCTSIMM Kak OakTepuii, TaKk M pacTeHwil); (111) 3KOIOro-reorpaguyeckoro
NPOUCXOKICHHS (aanTalusi paCTEHUIA K MECTHBIM YCJIOBUSIM MOXKET BJIMSITh HA MX OTKITUK
Ha OAKTEPHATIBHYH0 MHOKYJISILMIO) U COPTOBBIX XapPAKTEPUCTHK (Pa3IMumsi MEXIY COPTaMHU
OIHOTO BUAA MO MOP(POPHU3NONOrHUECKUM U OMOXUMHUYECKAM MPU3HAKAM OOYCIIABIMBAKOT
HEOTHOPOAHOCTh OTBETHBIX PpEAKUMi Ha OakTepuallbHbIE MITaMMbl), (iV) CBOKMCTB
OaKTepuabHBIX IITAMMOB, KOTOPHIE MOTYT  CYIIECTBEHHO pa3IMyarkCsi IO CBOUM
AHTArOHUCTUUYECKUM, POCTCTUMYJIUPYIOIIUM U JPYTUM TOJIE3HBIM XapakTepuctikam (Madry
et al., 2013; Volis et al., 2015; Aldesuquy, Ghanem, 2015; Salem et al., 2018; Kypamimna u
ap., 2019; I1ycenkosa u np., 2020; Mapkosa u ap., 2023; Kolesnikov et al., 2023; Garipova et
al., 2024). Takum oOpa3om, 3(QQPEKTUBHOCTb MPUMEHEHUs Bacillus Spp. B KadyeCTBe
OMonpenaparoB OMPENENSIETCS KOMIUIEKCHBIM BIIMSIHUEM CPEIOBBIX, TEHETUUECKUX U
COPTOBBIX (DAaKTOPOB. YUET ATUX OCOOCHHOCTEH MO3BOJMT MOBBICUTH PE3YJBTATUBHOCTH

WCIIOJIB30BAHUS OAKTEPUATIBHBIX ar€HTOB B CEIbCKOX03SIMCTBEHHOM MTPAKTHKE.
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1.3.1. I'eHOTHIIHYECKAS U IKOTHIIHYECKAS CTICHM(PUIHOCTD JeHCTBUS

Hcnonme3oBanne  Oakrepuit  poma  Bacillus w1 TIOBBILICHWS  YPOKAHHOCTH
CEITHCKOXO3SMCTBEHHBIX KYJIBTYP OIPAaHMUMBACTCS BAPUATMBHOCTHIO PE3YIIBTATOB, IOy YEHHBIX B
J1a00paropHBIX, TEIUTMYHBIX W MONEBbIX yemoBusx (Salem et al., 2018; Miljakovic et al., 2020).
DaKTUYECKH, IPA MOBTOPHOM MMPUMEHEHUH (MHOKYJISLIMM PACTEHWI W TIOYBBI) TONBKO Y 1-2%
PGP-6axrepuii HaOrOMaeTCsl MONOKUTENBHOE BIMSHUE HA POCT PACTEHHIA, COMOCTABUMOE C
pe3yabTaramMmu JJa00PATOPHBIX UCCIICIOBAHNHN. AHATM3 MHOTOJIETHUX JAHHBIX 00 3(D()EKTUBHOCTH
KOMMepUeckoro Omonpenapara durtocnopuH-M Ha ocHoBe B. subtilis 26]1 (OOO HBII
«bamMHKOMY, I Y(a) Ha APOBOW IMIICHULIE B MOJICBBIX YCIOBUSAX MOKa3an OO0JEe BBICOKYHO
OT3bIBYMBOCTH HA OOPaOOTKY CEMSIH 3THM OHOTPENAparoM B 3aCYIILNTMBbIX peruoHax KypraHckoi
1 OpenOyprekoii oonacteit (mprdaska 10 24 u 43% cootBercTBeHHO) (ITycenkoBa u ap., 2020).
Bbino  BbIsIBIIEHO, 4TO 3(PEKTUBHOCTE DuTOCHOprHA-M 3aBUCHT OT B3aMMONCHCTBUS C
PA3IMUHBIMUA TEHOTUIIAMM TIICHUIBI, UX YCTOHUMBOCTBIO K 3aCyXe W MPUHAJISKHOCTBIO K
skotunaM. HawmGonbinast >¢dexruBrocts dutocnopuHa-M  HaQmronanach B 3aCyIUTMBBIX
YCITOBHSIX HA COpTax s[pOBOM MineHMIBl crenHoro skotuna (Ilycenkosa u ap., 2020). dpyrue
VCCIICIOBAHMST TAKOKE TIOKA3AJIM, YTO PEAKLWMsl MUICHUIIBI HA MHOKYISm0 PGP-OakrepusivMu,
nponyumpytonmmu Al [K-nezaMiHazy, B HOpMaJbHBIX YCIIOBUSIX M TPU 3aCyXe 3aBHCENa OT
reHotuna pacreHus (Singh et al., 2022; Kaur et al., 2023). BeisieneHHbIE pa3nadusi MOIyT ObITh
CBS3aHbl JIMOO C YHHMKAJIbHBIM COCTABOM KOPHEBBIX SKCCYIATOB OMPEACTICHHBIX T€HOTUIIOB
NIICHALBI, JMOO € JIPYTMMH OCOOCHHOCTSIMM, BIMSIIOLIMMM HA CHOCOOHOCTb PACTEHUIA
NO/UIEP’KUBATh BHICOKYHO YMCTIEHHOCTH OakTepuii-ponytienToB ALK-ne3amMuHazbl B puzochepe,
410, OE3yCIIOBHO, TPEeOyeT NaibHEHIEro u3yudeHus. (OUeBWIIHO, BBISIBIICHUE OCOOCHHOCTEH
B3AUMOZCHCTBIS MEXTy IOTaMMaMK Bacillus Spp. W pa3IMUHBIMA TEHOTHIIAMHA M SKOTAIAMA
TIICHALIEI UMEET BAKHOE 3HAUCHUE /ISl PA3padOTK MHHOBAIIMOHHBIX d((PEKTUBHBIX CTpaTeruii
01O0pAa, pa3pabOTKK ¥ MPUMEHEHHS OAKTEPHAITLHBIX TIPENAPATOB IS YITyUIIEHHUS YCTOMUMBOCTH
pacTeHrii kK aOMOTUYECKIM CTPECCAM.

Yenemnoe npuMeneHue Bacillus Spp. B MONEBBIX YCIOBUSIX BO MHOTOM TaKOKE 3aBUCUT OT
B3AUMOJICACTBUSL MEXKITYy PACTEHUSIMM M OAaKTEpUsIMH, KOTOPOE MOXKET ObITh OrPAaHUYEHO

HeZocTarouHol konmonmzaimen puzocdepnl (Miljakovic et al., 2020). bakrepusm pona Bacillus
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TpeOyercs 24 4 s oOpa3oBaHusi OMOIMJICHKW, CHOCOOCTBYOLICH KOJIOHM3ALMKA KOPHEH |
NPOJICBAOLICH OTArOTBOPHOE BIMSIHUAE ITAMMOB Bacillus spp. Ha ouBy. OIHAKO KOJIOHHA3ALMST
KOpHE MECTHBIMU (A0OPUTEHHBIMH ) IIITAMMaMK Ol MOKET ObITh Oosiee 2(PdeKTrBHA, YeM
71a00ParOpHbIMKU WM KOMMEpUeCKUMU. HeoOxomMo noHumaTh, Kak Bacillus spp. perynapyror
pPOCT YW Pa3BUTUE PACTCHMH, YUMTHIBAS MHOTOYMCIICHHBIC (DAKTOPbI, BIMSIONME HA WX
a¢dexruBHOCTD. JlaNbHEHIIAE WMCCCAOBAHMST B 3TOM HAMPARICHUMA C WCIOIB30BAHUEM
COBPEMEHHBIX METOJIOB MCCIICIOBAHUI TO3BOJISIT MPOJIMTH CBET HA NTYOMHHBIE MEXAHW3MBI,
JieKalme B OCHOBE A(P(HEKTUBHBIX PACTUTETHHO-MUKPOOHBIX B3aMMOICHCTBHIA.

Henagsno, psiiom aBropoB (Zhao et al., 2023; Ferrante et al., 2024) Obut MpoBEICH METa-
aHAJTN3 TAHHBIX O PEAKIMY PACTeHUI HAa MHOKYJIsi0 PGP-Oakrepusivu. Tak, coOpaB 1aHHbBIC U3
57 uccnenopanuii o MHOKy My PGP-Oakrepuisimu, Botrodast 2 387 napHbIX HAOMONCHAN 3a
MOPONOTMYECKAMH, (PUBUOTIOTMUECKMMH 1 OMOXUMHUYECKAMH ITAPAMETPAMH B YCIIOBHSIX 3aCy XU
1 xopouiero noymea Zhao ¢ coagrt. (2023) cpapHunu BvisiHue PGP-Oaktepuii Ha npoyKTHBHOCTB
pacTeHWii B pa3HbIX TPyMnax KOHTpoJis W 00paOoTOK. Pe3ynerarsl JIEMOHCTPUPYIOT, YTO
uHOKyIsiimst PGP-0akrepusiMu ciocoOCTBYET BOCCTAHORIICHUIO (PUBHOIOTMYECKHX MTApaMETPOB
pacTeHuii mocrie 3acyXu J0 YPOBHSL, OJIM3KOrO K ONTUMATLHBIM YCIIOBUSIM YRIKHEHUSL. [ Ipu 3TOM
pactenuss ¢ C4A-tumom (hoTOCHHTE3A MPOSIBISIOT OO0JIEE BHIPAKEHHYHO BOCCTAHOBUTEIBHYHO
CIOCOOHOCTH MO cpaBHEHUIO ¢ C3-pactenmsiMu. DddekrrBHocTs PGP-0akreprii MakcumanbHa
NPy YMEPEHHOM Je(pUIMTE BIIArd (4YeM B ONTUMAJIBHBIX MO YRIGKHEHHOCTH YCIIOBUSIX), YTO
NOATBEPXKIAETCST  3HAYMTETIGHBIM ~ YBEIIMUCHUEM OMOMACChI, yCHJICHWEM (DOTOCHHTE3A W
MOJIARICHUEM ~ OKCHIATUBHOIO TOBPSKICHUS. MHTEHCHBHOCTh OTBETA HA MHOKYJISILIAIO
KOpPEMPYET € (POTOCUHTETUUECKUM THIIOM: C4-pacTeHusi IEMOHCTPUPYIOT O0JIeE BHIPLKEHHYHO
CTUMYJISILIMIO CTpeCcC-ycToiumBocTr nion jacikicteuem PGP-Oakrepuii. Kpome Toro, BhIsSIBICHA
TAKCOH-CMIELM(PUUHOCTD BO3ACHCTBYS. 1ITaMMbl PGP-0akrepuii, mprHaaieKaye K pa3iniyHbIM
(rtoreHeTMYECKAM  Tpymnam  (Hanpumep, Bacillales, Pseudomonadales) w  obnaarompe
VHUKIGHBIMU  (DyHKIIMOHAIGHBIMU  Tipr3HakamMu  (cuHTe3  ACC-ne3aMuHasbl, MPOMYKIMS
cunepopopoB), MOMYJIMPYIOT 3aCyXOyCTOMUMBOCTL 4epe3 MU(PQEpeHIMATBHYIO0 aKTUBALAIO
3ALIUTHBIX My TEH.

TpaHCKpUNTOMHBIA aHATM3 TeHOMA ITamma B. amyloliquefaciens BbISIBUT MHOMKECTBO

I€HOB, BORJICYEHHBIX B 00€CIIEUCHHUE NP>KURIIEHHS OAKTEPHIA B PU30C(EPE U KOHTPOTb MONE3HBIX
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JU1sl PaCTEHHUI MPU3HAKOB, BKIIFOYAsk MUCTIONB30BAHKE MOMCAXAPUIOB PACTEHUI, MOABHKHOCTD
KJIETOK U XEMOTAKCHC, BTOPUUHBIN CHHTE3 aHTUOMOTUKOB U KJTACTEPhI TCHOB, OTBETCTBEHHBIX 32
cTuMyIIsituio pocta pactennii (Miljakovic et al., 2020). TTokazaHo, 4To SKCCyIaThl KOPHEHR U CEMSH
CTy’KaT MHIYKTOpaMW T€HOB, MPOMYKThl KOTOPHIX YYaCTBYIOT B KOJIOHM3AMM KOpHEH |
B3aMMOZEHCTBISX pactenuii ¢ PGP-O6akrepusimu Bacillus spp. (Zhang et al., 2015; Martins et al.,
2018, Olanrewaju et al., 2019). Hoble uccnenoBanust Baumonciicteus pacrenuii u PGP-
OaKTepuii paCKPhIBAIOT COCOOHOCTh PacTeHMiA (POPMHUPOBATH CBOKO pU30ChEpy U MUKPOOHOM
supopusbl (Abedinzadeh et al., 2019; Sudakov et al., 2025). [ToiryyeHHBIE K HACTOSIIIEMY BPEMEHA
JIAHHBIE YKA3bIBAKOT HA CYIIECTBOBAHUE JPYIWX, MOKA HE W3BECTHBIX MEXaHU3MOB Bacillus-
ONOCPENOBAHHON YCTOWYMBOCTH PACTEHMIA K A0MOTHYECKUM CTPECCAM, KOTOPBIE OyIly T PACKPBITHI
C pa3BUTUEM TeXHOMOTMA aHamm3a (pyHkimii reHoB (Abd El-Daim et al., 2019). Mcnons3oBanue
METONIOB CEeKBeHMpoBaHus crenyromiero mokosieHust (NGS, Next Generation Sequencing) B
COYETAHUH ¢ MPOTEOMUKOM, METArCHOMUKOM, METAOOIOMUKOM MOMOKET YTOUHUTD JIETATIA STUX
B3AUMOJICHCTBUI M TO, KAKUM 00pa3oM OHM BIMSIFOT Ha POCT M YCTOMUMBOCTH PACTCHUIA K
a0MOTUUYECKUM CTPECCaM.

[Tmenna — Kymnbrypa ¢ OONBIIMM aIANTUBHBIM MOTEHIIUAIIOM, KOTOPbIA MO3BOJISET €l
HIMPOKO PaCPOCTPAHSITECS TI0 BCEMY 36MHOMY 11apy. 3HAYUTENBHBIC TIONIAIN BO3ICIIBIBAHHS
NILIEHALB! HAXOATCsE B Poccry, Tie 3Ta KymbTypa HOAPA3ACTSeTCs HA HECKOJIBKO SKOTOTHYECKUX
rpynmn Wik 3k0tunoB (JKyuenko, 2001; 2010). B pasHbix 3xomoro-reorpaguueckix 3oHax Poccun
3acyxa OKA3bIBAET MAKCUMAJIGHBIN HETAaTUBHBIA H(PQEKT HA PacTEHUs MIICHULIBI B 3aBUCUIMOCTH
OT BpeMeHu rofa. Tak, BECEHHsIs 3acyxa XapakrepHa s 3ananHoid CHOMpH, Koria pacTeHHs
NIICHUIIBI HauOOee YYBCTBUTENIBHBI B HAYATBHBIC ATalbl BEreTali. B IOro-BOCTOUHBIX
perroHax eBponeiickoi yactu Poccnn, B yactHOCTH [I0BOIDKBE, 3aCyxa HAOMIOMACTCS B JIETHUE
Mecspl. B pesynbrare apantaiiy K cneiuuHbIM MOYBEHHO-K/IMMATUYECKUM  YCIIOBUSIM Y
NIICHALB! CPOPMUPOBATIHCH TEHETUYECKH AJANTHPOBAHHBIC TPYIIbI MOMYJSIMA (SKOTHUIIBI),
00MaIarOIIKE YHUKAJTBHBIMA MEXaHU3MAMH YCTOHUMBOCTH K ACUIMTY Biard. CTEMHBIE SKOTHITHI
Bomxkckoro perriona Poccrn pazeiii mryOOKYHO KOPHEBYRO CUCTEMY ISl IOCTYTIA K TPYHTOBBIM
BOJIaM, TOIJA KakK JIECOCTENHBbIC SKOTHIBI 3anagHod CuOMpH  ONTUMM3MPOBAHBI VIS
WCHIONB30BAHMST OCAIOUHOM Biary. Tak, B 3aBUCUMOCTH OT BPEMEHM HACTYTUICHHS 3aCyXH B XOIE

€CTECTBEHHOTO ¥ MICKYCCTBEHHOTO OTOOPOB Y TIICHHITHI C(HOPMUPOBATUCH JIBE PATUAFOIIIECS
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MO CTpaTeruM aanTalii K 3acyx€ HKOJIOro-reorpa@uueckue rpynmbl (WM SKOTHIIBI);
necocrenHoi 3anaaHocuOupekuii (JIC3C) u crennoii Bomkekmii (CB) (OKykoeckwit, 1957).
Pacrenus JIC3C skotuna xapakrepu3yroTcsi MOCTENEHHOM BCXOMKECTHIO M JNTUTEITLHON (pasoid
KYLIEHUS, OJIHAKO B TO K& BPEMsl Y HUX HAOMIONACTCsl OBICTPOE PA3BUTHE KOPHEBOW CHUCTEMBL.
HamporuB, copra CB 5koTMna XapakTepu3yrOTCsl WHTCHCUBHBIM POCTOM B HAuaje
BETETALMOHHOIO MEPHOZA 3a CYET MCTOJB30BAHMS BJIary, 3alaceHHOM B MOYBE C BECEHHEIO
NIEPUONA, U, CIICAOBATENTBHO, B YCIIOBHSIX JIETHEH 3aCYXH COPTA 3TOT0 SKOTUNA XAPAKTEPU3YHOTCS
XOpOLIO PAa3BETBIICHHONW CETHbEO KOPHEBOM CHCTEMBI, YTO CIIOCOOCTBYET POCTY PACTCHHI W
(hOPMHPOBAHMIO XOPOLLIETO YPOyKast B 3THX YCIOBUSX. Kak yrke yIIOMAHAIIOCH BbILIE, HA IPAKTUKE
3 PEKTUBHOCTH OHOIO M TOTO K€ [ramma PGP-0akTepuii MOKET BApbHPOBATHCS B 3aBUCUMOCTH
OT HECKONTBKMX (DAKTOPOB, TAKMX KaK BH[bI PACTCHMIA, MX SKOJIOTMYECKOE U Treorpaduyeckoe
MPOUCXOKICHUE, a TaKKe COpTOBbIe Xapakrepuctuku (Madry et al., 2013; Volis et al., 2015;
Aldesuquy, Ghanem, 2015; Kypammwna u ap., 2019; [ lycenkosa u ap., 2020, Mapkosa u zp., 2023,
Kolesnikov et al., 2023; Garipova et al., 2024). UzyueHue crnenm@puyeckux OCOOCHHOCTEH
peanM3allKv 3ALIUTHBIX MEXAHU3MOB OT 3aCyXH MO BIMSHUEM B. subtilis y pa3HbIX SKOTUIIOB
TIICHUIIBI C PA3HBIMU CTPATETUSIMU QIANTaLMK K ASDUIMTY BOIbI IMEET OOJBIITYO aKTYaJIbHOCT.
3TO MO3BOSUT BBISIBUTH MEXAHM3MBI, C MOMOLIBIO KOTOPBIX MOBBILIACTCS 3aCYX0YCTOWUYMBOCTh
ONPENCTICHHBIX AKOTUTIOB MPU HMHOKY/si PGP-0akrepusiMu, B 4aCTHOCTHA SHAO(PUTHBIMA
B. subtilis, 4T0 TIOMO>KET PACKPBITh UX TEHETUUYECCKHMI MOTEHIMA U TOBBICUTH YPOKAHHOCTD

TIICHUIBI, BEIPAIMBAEMOM B PA3TMYHBIX SKOJIOTO-TeorpaIecKiX PeruoHax mo BCeMy MHpY.

1.3.2. Ctpecc-TtonepanTabie iramMmmbl PGP-0akrepuii

U UX POJib B YCTOMYMBOCTH pacTenmii in planta

Oco0oe BHUMaHUE YACISETCS BBIIEICHMIO HOBBIX TaMMoB PGP-OGakrepuit Bacillus
Spp., OOManarolMX TOJEPAHTHOCTHEO K Pa3HbIM arpeCCUBHBIM (PakTtopam cpedbl (3acyxa,
3aCOJICHUE, TSHKENbIE METAJLIbI, MECTULIUBI U T.A.) U3 pru3ocepbl pacTeHuit, 0OMTaOIMX B
YCJIOBUSIX BO3CHCTBHUSI 3THX CTpecc-(akropoB. OTO OOYCIOBICHO TEM, YTO OT pocTa U
BbDKMBAHMSI OaKkTepuii B TAaKWX arpeCCHBHBIX (CTPECCOBBIX) YCIIOBMSIX 3aBUCHT WX
CIOCOOHOCTBH CMSTYATh MOBPEKIAIOLICE ACHCTBHE 3TUX CTPeccoB Ha pacreHus (Khan, Bano,

2019; Rashid et al., 2021). Henarnue mccnenopanus Rashid ¢ coasr. (2021) nokazanu, 4to
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3aCyXOTOJIEPaHTHBIC ITaMMBbI B. licheniformis MUS u B. megaterium MU2, BbIIETICHHBIE U3
pu3oceprl pacTeHMiA, MPOM3PACTAOIIMX HA 3aCYLIABBIX W MOMY3aCy ITMBBIX TEPPUTOPHSIX,
BbI3BIBAKOT CHUCTEMHYIO YCTOHYMBOCTb PACTCHHUH-X03s€B (MIIECHHUIBI) K 3acyxe. M3 90
W3YYCHHBIX M30JIATOB pu300akTepuii, 38 MpOSBISUIM OMHO WM HeCKONbko PGP-cBOiiCTB,
BKTrOYast comoormmzamto P, K n npoaykumto SIIC. Onnako tonbko B. licheniformis MUS n
B.  megaterium MU2 o0nmaganM HaWwIydllluM — TOTCHIMAJIOM Ui TMOBBILICHUS
3aCyXOyCTOMYMBOCTH PACTCHWH, 4YTO BBIp@KAIOCh B aktuBHOCTH AlIK-ge3aMuHasbl,
npoaykumn YK 1 aHTaroHucTiyeckoil akTHBHOCTH MPOTHB (pUTOnaroreHoB. bosee Toro, mpu
BozaelicTerm 3acyxu (0,73 Mlla) y MU?2 BbIsIBUIM NPOAYKIMIO TPEX HOBBIX MOJIMIIENTUIOB C
monekynsipaoid Maccoid 18 k/la, 30 k/la u 50 x/la (Rashid et al., 2021). 31tu aBa 0TOOpPAHHBIX
TOJIEPAHTHBIX K 3aCyXe IITaMMa B YCIIOBUSIX HOPMAJIBHOIO TMOJIMBA M 3aCYXW YBEIMYMBAIA
BCXOXKECTh ceMsiH Ha 11-46%, sk13HECnOCOOHOCTh MPOPOCTKOB — HA 11-151%, HakoruieHue
CbIpoii Omomacchl — Ha 35-192%, cyxoii onomaccel — Ha 58-226%. Onu Taxxe 3PPeKTHBHO
KOJIOHM3UPOBAJIM KOPHM PACTCHWH W YBEJMUYMBAIM OTHOCHTEIIBHOE COACPYKAHUE BOJBI,
KOHLICHTPAMIO (POTOCUHTETUYECKAX TMUIMEHTOB M OCMOJIMTOB. B wacTHOCTH, mocie
BO3/ICHCTBHS 3aCyXH BBDKMBAEMOCTh PACTEHHH MIICHULIBI, HHOKYJIMPOBAHHBIX B. megaterium
MU?2, noBbicuiack Onarofapsi YBEIIMUYEHNUO OTHOCHUTEIBHOIO COACPaHUs BOABI (Ha 59%),
xJyopodriioB a, b u kapornHOMIOB (260, 174 1 70 % COOTBETCTBEHHO), MpoymHa (Ha 117%),
Oenka (Ha 136%) u cHkennro oOpazoBanmst MJIA (Ha 57%) (Rashid et al., 2021). Takum
00pa3oM, BBIICTICHUE M W3YUYECHHE YCTOWYMBBIX K cTpeccam ImrammoB PGP-Oakrepuii m3
AKCTPEMAIBHBIX MECTOOOMTAHUH SIBJISIETCS TIEPCTIEKTUBHBIM HAPABJICHUEM [UTSl pa3pabOTKu
3 PeKTHBHBIX OMONpPENnaparoB i MOBBIIICHHUS MPOIYKTMBHOCTA PACTEHMI B YCIIOBHSIX
a0MOTUYECKHX CTpeCccoB. Takue mramMmmbl MOTYT 3(PEKTHBHO KOJIOHM3UPOBATH PACTCHUIA U

OKa3bIBATH IOJIOKUTCIIbHOC BIIMAHNC HA KX POCT K Pa3BUTHUC B CTPCCCOBLIX YCIIOBUAX.

1.3.3. Ilpocnosupoeanue yh¢heknmenocmu e3aumooeiicmeus pacmeruii ¢ PGP-

6al<mepu;mu 6 CHIPEeCcCOo8bIX YCll06UAX NPOUIPACIAHUA. POJIb CEHOMHO20 AHWTU3A

COBpEMEHHBIE UCCTICIOBAHUS B 00JIACTH TEHOMUKHN OTKPBIBAOT HOBBIE BO3MOKHOCTH
JUIs. TPOrHO3UpoBaHust d(PPEKTUBHOCTH B3aumozciicTBust pacteHuii ¢ PGP-Oakrepusmu B

ycroBusx crpecca. KimoueByro pojiib WIPacT aHajaW3 TEHOMOB OaKTEpHid, TO3BOJISFOIIMIA
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UJICHTU(PULIMPOBATH T€HbI, OTBETCTBEHHBIC 32 4N TALMOHHBIE MEXAHU3MBL. B nocneame roast
ObUT cekBeHMpoBaH psia reHoMoB PGP-Oakrepuii (Asaf et al., 2018; Yang et al., 2023a), uyto
NOATBEPAMIO HATMYME FEHETHUYECKUX JCTEPMUHAHT, KOIMPYFOLIMX TAKUE KITFOUEBBIE CBOMCTRA,
kak BA®, UYK, AllK-ne3amubasza u 1.4, bonee Toro, aHanms3 reHOMOB MHKPOOPTaHW3MOB
TAKOKE BBISIBUJI CYILIECTBOBAHME OOJIBLIOTNO YKMCNA TEHOB, CBSA3aHHBIX C YCBOCHHUEM SKEIE3A.
Hammpumep, renom FEnterobacter sp. 638 conepxut aeBiate ABC-TpaHCioprepoB uist
cHACPOOPHBIX KOMITIEKCOB B OWIMYME OT 4eThipex B L. coli K12 (Taghavi et al., 2010).
Azoarcus sp. BH72 umeer 22 rena peuenropa skene3a TonB, 4to B 1Ba paza GOIbIIE, YeM Y €10
cBOOOMHOXKMBYIIEr0 mouBeHHOro coOpara EbN1 (Krause et al., 2006). Otu naHHbIC
CBHACTENBCTBYIOT O TOM, YTO 3HAO(PUTHBIE GAKTEPHN XOPOLLO MPUCTIOCOOIEHBI K BBLKUBAHUIO
B CPE/IE C HU3KUAM COICPYKaHUEM SKENE3a M MOTYT 3(P(PEKTUBHO KOHKYPAPOBATH 32 3TOT JIIEMEHT
C JpyrMMHM MHUKPOOPraHM3MamH, BKItOYas (QuromaroreHsl. B nonomHenwe K
BBIICYNIOMSIHYTBIM ~ TIOJIC3HBIM ~ NIPU3HAKAM ~ PACTEHHWH, B TEHOMAaxX JHAOPHUTOB ObLI
WICHTA(DMIIMPOBAH PsiJi TEHOB, YYaCTBYIONIMX B 4YyBCTBE KBOpyma (QS, quorum sensing).
Harmmpumep, B renome Serratia proteamaculans 568 npucytcteyror 24 rena LuxR QS. ¥V
sHpoguTHOrO mrramma S. plymuthica G3 QS KOHTPOIMPYET BaKHBIC MPU3HAKHU, CBS3aHHBIC C
KOJIOHM3AMEH, TaKWE Kak TOABMXKHOCTE M oOpasoBanue OworuieHkn (Liu et al., 2011).
HHTEPECHO, UTO Y HEKOTOPBIX CBOOOAHOKUBYIIMX Serratia Spp. 3TH MPU3HAKA HE 3aBUCAT OT
QS, 4TO MO3BOJIAET MPEANOSIOKUATH, YTO TOUHASI POJTb QS 3aBUCHUT OT 00paza KU3HU OaKTEpHUH.
JlanbHEHIMIA aHa3 NeHOMA BBISIBUAJ T€HBI, KOTOPBIE MOTYT OBITh B&KHBI ISl SHAO(PHUTHOTO
oOpaza >xm3Hu. Hanpumep, reHom K. pneumoniae Kp342 comepxut rensl COJl, CAT,
MEPOKCUIA3 M PEAyKTa3, KOTOPHIE YYACTBYIOT B 3alIMTE OaKTepHAIbHBIX KIETOK 0T AMK
pactenmii (Fouts et al., 2008). Kpome Toro, aHaam3 reHoma BbISIBUI ¢OCOOHOCTh Kp342
MeTaOONMM3UPOBaTh  IIMPOKMIA  CHEKTP  PACTUTENBHBIX — CaxapoB,  YIIEBOAOB U
TEMUILIEILTIONO3HBIX cyOcTparoB. CpaBHeHue reHoma Kp342 ¢ kimanueckumM u3ossitom MGH
78578 BBISIBUJIO CYLIECTBEHHOE PA3JIMUME B MX META0OJIM3ME, MPUKPETIJICHUH K MTOBEPXHOCTH
Y CEKPELMKU. ITU JAHHBIE CBUCTENTLCTBYIOT O TOM, UTO Iiramm Kp342 xopoio mprucnocoOsneH
K M30€raHMIO 3alUTHBIX PEAKIMI PACTEHHH M YCIIEIHO 3aKPETUISITHCS BHYTPU PACTCHHSL.
MerareHOMHBIH aHanM3 HauOOJEe PaCPOCTPAHEHHBIX SHAO(PUTHBIX OaKTepuil pHca

HOATBEPAMI MPHU3HAKH, KOTOPBIE SIBISFOTCS OOLIMMM JUTsl SHAO(QHUTOB M, CIIEAOBATENBHO,
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NOTECHIMAITBHO BAKHBI U1l MX B3aUMOJEHCTBUS ¢ pacteHusiMe (Sessitsch et al., 2012). K aum
oTHOCSTCS: 1) 1enbiii HAOOp CHEMAM3UPOBAHHBIX CHUCTEM CEKPELMH, 3@ MCKIIOUEHUEM
cuctembl cekperi 11 Tvna, kotopast He OblTa BBICOKO KOHCEPBATUBHOM Y 3HIO(UTOB pHca; 2)
LETUTHONIONIMTUYECKUE M TIEKTUHONMMTHYECKAE (epMeHTBI, 3) (marennuubl, 4) (PepMEHTHI,
yuacTByromue B aerpaaaimn ADK; 5) peuentopsl U TPAHCTIOPTEPBI VTS MOMTIOIECHUSI KENE34,
6) cucremsl QS; 7) MeTaOOIMYECKHE MyTH JETPAtaly PACTUTENIBHBIX COCIMHCHUI, 8)
MHOTOYHCIIEHHBIE CBOMCTBA, CIOCOOCTBYIOIIME POCTY pacTeHuid U OmokoHTponmro (ALIK-
JI€3aMHMHA3HAs AKTMBHOCTh, A30T(MKCAUMs, BbIPAOOTKA AHTUMUKPOOHBIX COCIMHEHWIA,
¢uroropmono u JIOC).

[TpuMeHeHHE  MOCTTEHOMHBIX — TIOAXOAOB, TAKMX  KaK  METaPOTEOMMKA,
METANpPOTEOTCHOMMKA M METaTPAHCKPUIITOMUKA, MOXKET CBS3aTh T€HOMHBINA MOTEHIMAN C
(GyHKIMEN W, cleaoBarebHO, aarb Oojiee MIYOOKOE MPENCTABICHUE O B3aUMOICHCTBUSIX
pacTeHuii U SHAO(PUTOB. ITH UHCTPYMEHTHI UMEIOT JIENO ¢ II00ATBHON SKCIIPECCHEl OEITKOB
(Meranporeomuka) wim MPHK  (MeTarpaHcKpunToMuKa) W3 MHMKPOOHBIX  COOOILECTB.
MeTanpoTeoreHOMHMKa CBSI3bIBACT MPOTEOM M TEHOM 00paslia OKpY>Karolied cpembl. 31O
MO3BOJISIET MJCHTU(PUIMPOBATh Oojiblie OCiKOB ((PYHKIMH), YEM TOJIBKO MPOTEOMUKA.
MeTarpoTeoreHOMHBIM MOAX0A ObUT UCIIONIB30BAH ISl M3yUYEHUST MUKPOOHBIX COOOIIECTB B
dumtocdepe u puzochepe puca (Knief et al., 2011). Pesymbsrarsl nokazaim, 4o, HECMOTPS Ha
NPUCYTCTBUE TEHOB niff B 000OMX MHKPOOKPYXCHMSIX, JMHUTPOICHa3a-peaykTasa Obuia
WICHTA(DUIIMPOBAHA MCKITFOUUTENHHO B pu3ocdepe. Ecim Obl Takoil Moaxom MOXKHO ObUTO
NPUMEHATB TS U3yUYEHHSI SHAOCHEPBI, MOKHO ObLI0 Obl cOOpark 00J1ee 3HAYMMBIC JAHHBIE O
(PyHKIMOHATBHOCTH SHAO(HUTOB.

[ToHOreHOMHBIH aHaAU3 SHAOPUTOB MOKHO UCHIONB30BATH sl KiacCH(DUKAIMN TEHOB,
CBSI3aHHBIX C AHTAroHUCTUYeCKO M PGP akTMBHOCTSMM, OMHOBPEMEHHO OOECIECUMBast
NOHAMAHWE UX MOJIEKYIISIPHBIX U (DyHKIIMOHATIBHBIX MexaHn3MoB (Franco-Sierra et al., 2020).
K HacrosimeMy BpeMeHM y SHAOPUTHBIX OaKTEpHii MACHTU(HUIMPOBAHO MHOKECTBO TEHOB,
crnocoOcTByrOIMX pocTy pactenuii (Asaf et al., 2018; Singha et al., 2023), Bximrouasi reHsl,
KoUpyolme azotdukcanuto, ALIK-ae3aMUHA3HYI0 aKTUBHOCTD, IPOMYKIIHIO CUAEPO(OpPOB,
ropmoHoB pactennii (MYK, anetun w 2.3-OyTaHamon) M CHUHTE3 aAHTHOAKTEPUAITEHBIX

coemnenmii (Igbal et al., 2021). [Tpu nOIHOreHOMHOM CEKBEHUPOBAHUM L. roggenkampii EDS
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OblT MACHTU(UUIMPOBAH Psif TEHOB, CBsi3aHHbIX ¢ PGP akrtuBHOCTBIO: (pukcammro N,
npoAyKuuio puroropmonoB, ALIK-ne3aMUHa3HY0 aKTHBHOCTD, MHAYKLMIO YCTOWYMBOCTH K
OMOTUYECKUM 1M aOMOTUUYECKKMM CTPECCaM M KOJIOHU3ALMIO KOpHE pactenuii (Guo et al., 2020).
Ha ocHOBE HaHHBIX TOJMHOTEHOMHOTO CEKBeHWpoBaHusl y B. subtilis EA-CB0575 Obim
NPEICKA3aHbl TEHbI, YYACTBYIOIME B MPOAYKIMM WHIONA, CUACPO(POPOB, JIMMONENTUAOB,
JIOC, nurporeHaszel u ap. (Franco-Sierra et al., 2020). [TomHOreHOMHOE CEKBEHMPOBAHHME
3HI0QUTHOH B. toyonensis BAC3151 ¢ mocneayronmM aHaaIM30M BTOPUYHBIX META0OIUTOB
NIO3BOJIMJIM BBISIBUTH MOTCHUMAIBGHYIO POJTb 3TOTO IITaMMa B Pa3pabOTKE aHTUMUKPOOHBIX
npenaparoB y1st 00prObI ¢ OONE3HIMU CENBCKOXO3MCTBEHHBIX KYABTYP (Lopes et al., 2017).
OueBHIHO, YTO 3HAHKS O TIOJTHOW MOCIEAOBATEILHOCTH reHOMOB PGP-0akTeprii OTKpBIBAXOT
HOBBIE BO3MOXXHOCTH JUIi BCECTOPOHHETO T[MOHMMAaHMS WX (M3UOIOTMYECKUX U
(yHKUMOHAJIBHBIX ~ CBOWMCTB. AHAQIM3 T€HOMHBIX MOCIEIOBATEIIBHOCTEH  MO3BOJISIET
UJICHTU(ULMPOBATh TCHBI, OTBETCTBEHHBIE 32 CTHMYJISILIMIO POCTA PACTEHHA, OMOKOHTPOIIb
NAarTOreHOB, KOJMIOHM3ALMIO KOPHEBOM CHCTEMBI, A TaKKe MEXaHW3Mbl aanTalud K
aOMOTUYECKUM CTpeccaM. OTH 3HAHUS MOTYT ObITh HMCHOJIB30BAHBL Uit OOJeE TOYHOTO
NPOTHO3WPOBAHMS M ONTUMU3aUMK puMeHeHnst PGP-0akTepuii B kauecTBe OHOYIOOpEHWIA 1
OononectruaoB. Kpome TOro, reHOMHBIHA TOIXO 1AET BO3MOYKHOCTD BbISIBIISITH HOBBIE, PAHEE
HEM3BECTHBIC TMOTEHIMANIbHBIE CBoMicTBa PGP-Oaktepuii, CBs3aHHBIE C MPOMYKIMEH
OMOJIOTMYECKH AKTUBHBIX COCAWHEHWH, YCTOMUMBOCTBIO K CTPECCOBBIM  (hakTopam,
KOHKYPEHTOCIIOCOOHOCTBIO M JPYTUMH XAPAKTEPUCTUKAMM, BLKHBIMH JUIsl 3PPEKTUBHOTO
B3aMMOJICHCTBHSL C PACTCHUSMU-X035€BaMH. TakuM 00pa3oM, TeHOMHBIN aHAIN3 CTAHOBUTCS
WHCTPYMEHTOM Uil BCECTOPOHHEH OLICHKM W MPOrHo3upoBanus s¢dextnBHOocTM PGP-
OakTepuii B YCIOBUSIX aOMOTHYECKMX CTPECCOB, a TAKKE Ul TapreTUPOBAHHOIO OTOOpa
LITAMMOB-KaH/IUIATOB CITOCOOHBIX YCUITUTH CTPECCOYCTOMUMBOCTh PACTEHUI B KOHKPETHBIX

arpo3KOJIOTMYECKUX YCIIOBHSIX.
3akmouenue K riiase 1

CyMMHpPOBaHKE JAHHBIX JIMTEPATYPhI CBUIIETENLCTBYET O BaKHOU pori PGP-OakTtepuii
pona Bacillus B yCWIEHMM  POCTa, TPONYKTUBHOCTH M CTPECCOYCTOHMUYMBOCTH

CEJTLCKOXO3SMCTBEHHBIX KYJIBTYP B YCJIOBUSIX aOMOTHMUYECKHUX CTPECCOB. AKTUBHOE Pa3BUTUE
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WCCIIEI0BAHMI B 3TOM OOIACTH, POCT YMCIIA KOMMEPUYECKIX OMOITPENApaToB CBUIETEIILCTBYFOT O
BBICOKOM OMOTEXHOJIOTMYECKOM TMOTEHIMAJIE JAHHBIX MUKPOOPraHM3MOB. ONHAKO, HAy4YHBIC
nyOJIMKALMK TI0 UCCIIEIOBAHNIO CUTHAITBHBIX My TEH, 3AITyCKAeMbIX KIMU HEMHOTOUYHCIICHHBL, a
CBEIICHUSI MO0 CXOJCTBY M PA3IMUMsAM MX JCHCTBUS HA PACTCHHS C PA3HbIMHM CTpPAaTCrvsIMU
aranTaiyi K 00e3B0KUBAHUIO W BOBCE OTCYTCTBYIOT. | [pakTmuecky HE M3yUYeHbl MEXAHU3MBI
PEryNisiiii  MHOKYJIMPOBaHHBIX PGP-OakrepusiMu  3alMTHBIX CHCTEM PaCTEHUA-XO3SIEB C
PasIMYHBIMA  QAIITABHBIMA CTPATETMSIMH B YCJIOBHSX BO3JCHCTBHS COYETAHWI CTPECC-
(haKTOpOB, YTO KPUTUYHO JUIi MPOTHO3MPOBAHUS WX OSPQPEKTUBHOCTH B PEATBHBIX
arposkocuctemax. [l Oonee MOHOIO PaCKPhITHsT M MCHONB30BaHUs TNoTeHimana PGP-
OakTepuii, OyayllMe WCCIENOBAHUS JTOJDKHBI ObITh COCPEIOTOYECHBI HA BBISIBJICHMA HOBBIX
KJTFOYEBBIX KOMITOHEHTOB, OTBETCTBEHHBIX 32 PETYJIMPOBAHAE MUKPOOHBIMUA OMOMHOKYJISIHTAMU
ajanTaiu W CTPECC-YCTOMYMBOCTA PACTEHUA C VYETOM BHIO-, COPTO- W OKOTHII-
cnermpuuHocTH B3aumoneicteuii PGP-Oakrepuii ¢ pacTeHusiMu. PackpbiTHE MEXaHU3MOB
OTBETHBIX PEAKLMI PACTEHWII HA CTPECC B MPUCYTCTBUH SHAO(PUTOB (BKITFOYAS HEM3YUYCHHBIE
acneKThl padoThl (POTOCHHTETUYECKOTO arapara, PeAOKC-TOMEOCTasa, (PUTOrOPMOHAITBHBIX
NEPECTPOCK M CUTHATBHBIX MMYyTEH), a TalKe MPUMEHECHWS HOBBIX TMOIXOAOB, BKITFOUAs
TexHosmoru NGS ceKBEeHMPOBaHMS TSl pacKpeITyst nHpopMaimu o reHomax PGP-Oakrepuii n
OOOCHOBaHMST BOBMOKHOCTM ~ TPOTHO3MPOBaHMS  SPQPEKTMBHOCTH WX  MPAKTHYECKOTO
NPUMEHEHUST B SKOJIOTUYECKU-OPAEHTHPOBAHHBIX TEXHOIOTHSX BO3JIENBIBAHKAS KYJIBTYD B
AKCTPEMAJIBHBIX YCIIOBHSIX MEHSIFOLICTOCS KIMMara MPEICTaBIstOT Oe3yCIOBHBIA MHTEPEC U
HY>KIAKOTCSl B YITYOIEHHBIX KOMITICKCHBIX HMCCIICAOBAHMSX, YEMY M TMOCBSILICHA HACTOSIAS
pabora. UeTkoe MOHMMAHWE MEXAHM3MOB, JICKAIMX B OCHOBE JNEHCTBUs SHAOPUTHBIX PGP-
OaKkTepuii YpE3BbIYAMHO BAXKHO JUISl MOJHOTO MCIOJIB30BaHHS WX TMOTCHIMANA B KAaYeCTBE
OMOWHOKYJISIHTOB,  CIIOCOOHBIX ~ HUBEJIMPOBATH  HETATMBHOE  BIMSHUE  JOMUHHMPYHOIINX
CTPECCOBBIX (PAKTOPOB CPEIbL, B OOJIBIIIMHCTBE CJTyYacB, BbI3bIBAIOLIIMX OOC3BOKMBAHUE. ITO
OCOOCHHO aKTyaJlbHO B KOHTEKCTE NEpexoa K KIMMAaTHYECKH-YCTOMUMBOMY CEIBCKOMY
XO3STACTBY, TJIE COUETaHUE OMOTEXHOJIOTMIA M MPEIM3MOHHOTO TOAXOAA K BBIOOPY COPTOB M

MUKPOOHBIX KOHCOPLIMYMOB OyJIET ONPEAENSITh MPOIOBOSILCTBEHHYFO 0€30MaCHOCT.
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B skcnepumenTax ucnonb30Bam SHAOMUTHBIE OaKTepun B. subtilis, a AMEHHO, IIITAMM
10-4 (peructp. Homep BKIIM B-12988; nomep koma nocryna B8 NCBI DDBJ/ENA/GenBank
JAVHKX0000000000, reromnsrii mpoekt ID: PRINA1008864) n j1x00€3H0 Npea0CTaBICHHBIN
Jaboparopuei pacTuTeTbHO-MUKPOOHBIX B3aumoneiicTerii BHUMCX YOULL PAH; mrramm
26/1 (pethepeHCHBIIA mITaMM, OCHOBA KOMMEPUECKOro dnonpenapara GurocnopuH-M; peructp.
Ne  BKIIM 016-02-2491-1, nHomep xoma gpocryma B NCBI  DDBIJ/ENA/GenBank
JBIBSD000000000, renomueiii mpoekr ID: JBIBSDO1) nro0e3HO MpemocTaBicH
mukpoouonornyeckoit nadoparopueii OOO HBIT «bamMukom» (T Yda). B nonepbIx onbirax
UCoNB30BAM Ouonpenaparsl Gutociopun-M (B. subtilis 26]1, OO0 HBII «bamlakom»,
Poccust) (I1, 30 /10 n Bomel), Buramnan (B. subtilis 2604D + B. subtilis 2605D, 3A0
«Arpobuorexnonorus, Poccus) (CIT, 80 r/ra), B. subtilis 26]1 (108 KOE/mn) u B. subtilis 10-
4 (10° KOE/mi) (JIactoukuna u p., 2018).

TectoBble (PUTOMATOTEHHBIE MUKPOOPraHU3MBL. Fusarium cilmorum, F. oxysporum, F.
graminareum, Bipolaris sorokiniana (Helmintohosporium sativum), Alternaria alternata,
npenoctasneHbl u3 komuekimn BHUUCX YOULL PAH u OOO HBIT «bamiakom» (1. Ypa);
Phytophthora infestans nrode3Ho npeaocrasieH Xotta A.B. (BU3P, . Cankr-IlerepOypr).

[TurarenbHble cpeabl: KaprodensHo-miroko3HbI arap (PDA, potato-dextrose agar)
(HiMedia, Mnmus), xunkas cpena Jlypua-bepranu (LB, Luria-Bertani) (6akrorpunton — 1,0 T
npoxckeBoid sxkctpakt — 0,5 1, NaCl — 1,0 r;, mo 1 1), arapuzoBanHas cpena LB Bkmouana 2%
arapa, cenekruBHas cpena Bacillus ChromoSelect Agar («Sigma Aldrich», CIIIA), cpena
2udu (Herpycos u ap., 2005), cpena MOLP (Toral et al., 2018).

2.2. Unentnpuxanust B. subtilis, 10JJTHOreHOMHOE CCKBEHUPOBAHUE H AHAJIH3
(pU3UKO-XHMHUYECKHX CBONCTB, ACCOMUPOBAHHBIX C POCTCTUMYJIsILNEH U

AHTHCTPECcCcOBBIM 3 (PEeKTOM HA pacTeHHS
2.2.1. Mop$o10ro-KyasTypajibHast HAeHTHPUKAIUS

bakrepuanbhblid mramm  B. subtilis 10-4 B3ST U3 KOIUIEKIMM MUKPOOPraHWU3MOB
Ja00paropyK  pacTUTENEHO-MUKPOOHBIX B3ammonekicTeuiik BHUMCX YOUILL PAH (Via,
Poccust), BEIIENEHHBIA paHEe U3 MAXOTHOTO CJ0sl 3aCYIIIMBBIX NMOYB 3aypaibCkoii crerm Phb

(52° 36°N 58°19°E, Poccust). Ilponeaypa BbIOETIECHUS COCTOSUIA M3 HECKOJIBKMX STAIlOB.
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ChHavaina, 10 T BBICYIIEHHOIN TPOObI MOYBBI OMEINAM B KonOy ¢ 90 mit crepuiibHOro 0,9%
NaCl, nepemenmBany B nieiikepe (10 MuH) 1 noMewmam B BoasiHyro Oanro mpu 70 °C Ha 30
MUH. Jlasiee CyCeH3uI0 MOYBBl HAHOCUIT HA arapu30BaHHYIO MUTATEIIBHYIO CPELY METOAOM
paz0aBnichuss U uHKyOupoBam (37 °C, 3-4 cyrok) (HerpycoB m mp., 2005). Bumosyro
NPUHAUICKHOCTh M30JIATa AHAM3UPOBATA O  MOP(OIOro-KyJbTypaibHBIM - PH3HAKAM
(CxBoprosa, 1984; Xoynt u ap., 1997, Herpycos u ap., 2005), a Takke ¢ UCHOIE30BAHUEM

METOJIOB MOJICKYJISIPHOM OUOJIOTUH.

2.2.2. Boiaenenue 0akrepuanbuoii JIHK u MosieKyJasipHO-TeHeTHY eCKast

uaeHTupukanus no 16S pPHK

MornekynsipHo-reHeTiyeckass uacHTu(ukanms mramma 10-4 oCyliecTBsuiach 1o
anaymzy 16S pPHK. JIHK Gakrepun Beiaensim coriacHo (Innis et al., 1990). lns napabotku
16S pAHK wucnome3oBam [P ¢ xoHcepBatBHBIMM TnpaiiMepamu (5'—3').  8f
(agagtttgatcctggctcag), 926r (ccgtcaattectttragttt), 1492r (ggttacccttgttacgactt) ¢ peskxumamu
peakimu: 1. 95 °C -3 mun; 2. 35 muknos 95 °C — 30 cek, 57 °C — 30 cek, 72 °C — 1 mun
30 cek; 3. 72 °C — 5 muH. CeKBEHMPOBAHUE MPOBOAWIIM HA ABTOMATUYECCKOM CEKBEHATOPE
AE3000. Anaim3 pe3ysbTaroB CEKBEHMPOBAHWSI BApHAOCNBbHBIX OOJIACTEl  T'eHOB,
xkomupytronmx 16S pPHK u unorenernyueckmnii aHams mpoBOAWIIM ¢ MOMOLIBIO 0a3 TaHHBIX
GenBank (http://www.ncbi.nlm.nih.gov/BLAST) u RDP-II (Ribosomal Database Project II)
(http://www.cme.msu.edu). [TT{P npoBomunu ¢ ucnonszoanrieM GeneAmp PCR System2700
(Catalog MBI Fermentas, 1998-1999; Pavlicek, 1999). s wuacHTH(dUKaLIMU
BuocnierupuuHocTy mwramma 10-4 rcnonb3oBanu mpaimepsl 1yt reHa sect — sec’Y subF (5'-
TTATATCACGGCTTCGAT-3") m secYsubR (5'-CGGTAGTTTCGTTTCACCA-3'),
narore nponykt o 1050 mH. (Palmisano et al., 2001).

2.2.3. I1oJIHOT€eHOMHOE CeKBeHUPOBAHHE

[TonHoreHomHoe cexBennpoBanue (WGS, whole-genome sequencing) mramMma
B. subtilis 10-4 mpoBoaMiM Ha aBTOMaTHYecKoM cekBeHarope Miseq/NextSeq («llluninay,
CIIA) B HHUJI «My/IBTHOMUKCHBIE TEXHOJIOTMM SKUBBIX CHCTeEM» KazaHCKOro

(benepanbHOro yausepeutera (r. Kazane). OneHky kadectra BbiaeacHHoi JIHK npoBomm
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Brzyamzanuei B 0,8% araposHoM resie. KONMMYECTBEHHYHO OILICHKY OCYUICCTBISLUIA HA
dnyopumerpe Qubit 2.0 («Invitrogeny, CIIIA). ®parmenrammo 1 mxr renomHoi JIHK
MPOBOJWITM YAIBTPa3BykoM ¢ momonipio npudopa Covaris S220 («Covaris Inc.», CIIIA),
JIHK-6uOmoteky moaroraBnMBam ¢ ucnonb3oBanueM HaOopoB NEBNext Ultra 11
(«(NEB», CIITA) comacHO MHCTPYKIMSAM MPOM3BoAUTENE. OLEHKY KadeCTBa MOy YEHHOM
oubnmotekn (pparmeHtoB JIHK npoBomumi Ha unnax npudopa 2100 Bioanalyzer («Agilent
Technologies», CIIA). ®unsrpaumst MPOYTEHUH OT MOCIEAOBATEILHOCTEH ananTepoB
OCYIIECTBIISIACH C MOMOIIBIO MporpaMmmMHoro odecneuenus fastp v. 0.23.2, cOopka renoma

de novo — SPAdes v. 3.15.3, annoranus — Prokka v. 1.12.
2.2.4. IlocTpoeHune (pUjIOreHOMHOTO peBa

dunoreHoMHOE IpeBo B. subtilis 10-4 TOCTPOEHO HA OCHOBE MOTHONEHOMHBIX TAHHBIX
(mHomep moctyna B NCBI: JAVHKX010000000) ¢ ucnonb3oBanuemM cepeepa Type Strain
Genome Server (TYGS) — Ouonndopmarnyeckoii mmaropMbl, AOCTYIHOH TO aapecy
https://tygs.dsmz.de (Meier-Kolthoff, Goker, 2019; Meier-Kolthoff et al., 2022), BeiBeaeHO ¢
nomomiero FastMe 2.1.6.1 (Lefort et al., 2015) Ha ocnoBe paccrosanii GBDP (Genome
BLAST Distance Phylogeny), paccunTaHHBIX MO MOCIECAOBATENBHOCTAM TeHOMA. JlMHa
BETBJICHUsI MaciTadupoBaiack 1mo ¢opmyie ds Ha ocHoBe paccrosiauii GBDP (Meier-
Kolthoff et al., 2013). Craructnyeckast JOCTOBEPHOCTh MOPSIIKA BETBICHUS ONPEACIISUTACH C
nomoibro pseudo-bootstrap GBDP-anammza va 100 nosropos. Ludpossie 3nauennss DDH u
JIOBEPUTENILHBIE MHTEPBAIbl  ObUIM PACCUMTAHBI C KCMOIB30BAHMEM PEKOMEHTYEMBbIX
HacTpoek GGDC 4.0 (Meier-Kolthoff et al., 2013; 2022). /lepeBo ObUTO YKOPEHEHO B CPEIHER
Touke (Farris, 1972) n Buzyanuzupoano ¢ nomouisro PhyD3 (Kreft et al., 2017).

2.2.5. OueHka 0CHOBHBIX (PM3HKO-XHMHYECKHX H POCTCTHMYJIMPYOLIHX CBOHCTB

Ouenky cnocoOHocTH B. subtilis npogyumpoBare UYK oneHmBaim ¢ MOMOIIBEO
peaktuBa CanbkoBcku (Malik, Sindhu, 2011) ((akruyeckoe W3MEpEHUE COMCPKAHUS
WHJIONIbHBIX COEMHEHMH, MOMYYEeHHBIX M3 L-TpunrtodaHa, KOTOPOE IKCTPANOIUPYETCS HA
npoaykipiro MYK) u metogom nMmmyHodpepmertHoro anammza (MDA) (Shakirova et al., 2003),

cuIepoOpPOB — ¢ UCTIONB30BAHKMEM HaITiek [ eTpr ¢ TonmyOBIM arapoM, COMEPIKAIIIX KPAaCUTEIh

91



Chrome Azurol S (CAS) (Schwyn et al., 1987), docdar comroOumm3upyroiyo akTHBHOCTb —
Ha cpene [luxosckoit  (Pikovskaya, 1948), asordukcupyroilyto CcoocoOHOCTh €
UCIIONB30BaHKEM Oe3a30THCTOi cpenpl Jmbu (Herpycos u ap., 2005) u MeTomom ra3oBoi
xXpomarorpaduu ¢ MIaMEHHO-MOHNU3ALMOHHBIM IETEKTOPOM (YMapoB, 1986).

OCHOBHbIE ~ (PU3MKO-XMMUYECKUE  CBOMCTBA  (OKCHAA3HAsl,  KaranmasHas,  [3-
raJlakTo3uiazHas, ypeazHas, (peHuagaHuH-A€3aMUHA3Has AKTUBHOCTH, peakims doreca-
[Tpockayspa) ormpenesnsiia ¢ MOMOIIBIO TECT-CUCTEM (CUCTEMbl MHAUKATOPHBIE OyMayKHBIE
(CUB) mnsa maeHTUQHKALMU MAKPOOPraHu3MoB, Haoop Ne2) («Mukpolen», Poceuns). CUB
NPEACTARISIIOT COOOH MCKA WM MOJIOCKA XpoMarorpaguueckoid Oymard, coaepkauiue
ONPE/ICIICHHbIE KOJIMYECTBA CyOCTpara B COYETAHMU C MHMKATOPOM, CTAOWJIM3MPOBAHHBIE
IUIEHKOOOPa3yFOIMM  MTOKPBITUEM (TIOJTMBUHHUIIOBBIM CITUPTOM ). [Ipu nonmoxutenpHoi (“+
peaKiMK IITaMM M3MEHSUT IBET cyOcTpara B PAacTBOPEHHOM BUIE WM IBET TOJOCKHA B
COOTBETCTBHH € TAONMMIIEH yueTa pe3yJbTaroB UCCIIECNOBAHUMN, CBUNIETELCTRYSI 00 aKTUBHOCTH
(epMeHTa MM META0OIMYECKOM NPeOOPa30BAHMI/HAKOTUIEHAN TECTUPYEMOTO CyOCTpara; B
NPOTHBHOM CJTy4ac KOHCTaTUPOBAIM OTPULIATENBHYHO peakuuto (“—) (https:/rbpharm.rw/wp-
content/uploads/2020/02/Instr SIB-NABOR-2-463-598836.pdf).

2.2.6. Ouenka in vitro aHTaAarOHUCTHYECKOI AKTHBHOCTH

AHTaroOHUCTUYECKY 1O ((PYHTMUIMAHYIO) aKTUBHOCTb B. subtilis onpenensnm METOI0M
ayHok (kononueB) (HerpycoB m ap., 2005). XKuakast cycrneH3usi OakTepuii, BbIPALICHHAS
NPEABAPUTENILHO B TeueHue 2—3 cyT (37 °C), moMmenianach B JIYHKY Ha 4Jamiku [letpu c
cpemoii  PDA, mnpenBaputenbHO 3aCESHHBIX KYJIBTYPAMHM TECTOBBIX (DUTOMATOIEHOB
Fusarium culmorum, I. graminareum, F. oxysporum w np.. Ilocne nHKyOauum yaiek npu
2830 °C B Teuenue 10 JHEH OUEHMBAIM WHTMOMPOBAHUE POCTAa MATOTEHOB.
AHTaroHNUCTUYECKAs AKTUBHOCTH B. sublilis TIpOSBIIACh B BUAE CTEPUIIBHBIX 30H

MTPOCBETJICHHS B CIUTIOIIHOM T'a30HE TECTOBBIX MATONCHOB.
2.2.7. OueHka crpecc-TojiepanTHocTu B. subtilis

TonepantHocTh B. subtilis x ocmornueckoMy crpeccy (I121-6000), 3aconeHuro
(NaCl), kanmuesomy (Cd) crpeccy (Cd(CH;COO),), repoummaam (I'6) (Sekator®Turbo,
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A.B. amuaocynbdypon — 100 r/n, fionocynbgypoH-MeTUn-Harpuii — 25 /i1, MmedeHmup-
JATII (aHTHIOT) — 250 1/1T) OLleHUBAIA Iy TEM HAOTIONCHUS 32 POCTOM OAKTEPHIA B KU TKOM
v TBepAoil LB cpene, copeprkaieii paznmuunble koHueHTpanuu [131-6000 (0, 4, 8, 12%),
Cd(CH;COO), (0, 0,1, 0,5 u 1,0 MM), NaCl (0, 1, 1,5, 2,0%), I'6 Sekator®Turbo (0, 0,25,
0,375, 0,5 ma/mn). B crepuimzoBaHHbIe KOOBI ¢ sxuakoi LB cpenoii (100 mit) ¢ paznuuHbIME
koHueHTpausmu [19I'-6000, Cd(CH3;COQO),, NaCl u I'6 nobasmsum no 10 Mk cexei 24-
cyT GakrepranbHoi cycnensuu (10° KOE/MiT) u iHKyOHpOBay Ha Ineikepe B TeueHne 24 4
(37 °C, 180 06/mun). Poct Oakrepuii B sxuakoil LB cpene oueHMBanmM nyTeM M3MEPEHUs
ontrueckol tiotHocth npu 600 HM (SmartSpecTM Plus, «Bio-Rad», CIIA).
JIONOIHUTENBHO MPOBOAWIN BH3yaJlbHOE HAOMIONEHHE pocTa OakTepuii B 4Yamlkax C
arapuzoBaHHoi LB cpenoii, coneprkanield paznmuunbie koHueHTpauuu [101, anerara Cd,
NaCl u I'0; pesynbrarsl (POTOIOKYMEHTUPOBAIH C TOMOIIKIO IIU(PpoBo# kKamepbl PowerShot
SX540 HS («Canony», CIIA). Ilo pocty Oakrepmii B mnpucyrctBum [130-6000,
Cd(CH3COOQO),, NaCl u I'0 B Teuenue 24 4 npu 37 °C OLEeHUBAIN TOJIEPAHTHOCTH OAKTEpUr

K 3aCyXC, KAAMHUCBOMY CTPCCCY, 3aCOJICHHUIO U FCp6I/II_II/II[aM, COOTBCTCTBCHHO.

2.2.8. Ouenka (pUTOTOKCHYHOCTH /11 BBICIIHX OJHOAOJIbHBIX U ABYA0JIbHBIX

pacreHnuii

dutorokcuuHOCTh B. subtilis onpenensmu comacHo (I'OCT 33777-2016). Cemena
OBCa (OJHONOJBHBIC) U PEIbKHA MACIWYHON (ABYAOJBHBIE) BBICEBAIMCH (IO 15 mTyk, 3
NOBTOPA) B YalIKK [leTpu, MOKPBIThIE OMHUM C0eM (PUIIBTP. OyMaru, YBIKHEHHBIX 2 MJT
cycnensuu B. subtilis B pasHbix Konuentpauusax (10!, 102, 103, 104, 10°, 10°, 107, 108
KOE/mi) (onbIT) 1 BOAOH (KOHTPOIIb). 3aCESIHHBIE YaIlKA TOMENTATA B TEPMOCTAT Ha 3 CyT

npu 22 °C. Y npopoCHIMX CEMSH U3MEPSIIN JUIMHY [TIABHOTO KOPHS C TOMOLLBIO JIMHEHKH.

2.3. ODyHKIHOHAJIbHAS AHHOTALUSA U OMOMH(OPMATHYECKHIT AHAIN3 NIOJTHOTO TeHOMA

B. subftilis ¢ nomomsro Be6-cepBrcoB RAST, antiSMASH, CARD, KEEG

OYHKIMOHAIBHYO aHHOTALMI0 reHoma B. subtilis 10-4 BBINOMHSIIM C MOMOUIBIO
Prokka Bepcuu v. 1.12. JIonoaHUTENBHBIN aHATM3 aHHOTUPOBAHHBIX T€HOB MPOBOIWIIH C

ucnone3oBanueM BeO-cepruca RAST (https://rast.nmpdr.org). Kareropun knactepoB reHOB
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10-4, OTBETCTBEHHBIX 32 CHHTE3 BTOPUUHBIX METAOOIMTOB C AHTUMUKPOOHBIMU CBOWCTBAMU
aHATM3MPOBAIM ¢ ToMoIIbl0  BeO-cepBuca antiSMASH  bacterial Bepcun  v.7.1.0.
(https://antismash.secondarymetabolites.org/). Ananu3 ycrtoitumBoctT mramma 10-4 k
NPOTUBOMUKPOOHBIM MpenaparamMm MPOBOIWIM C MCIOJb30BAHUEM KOMILJICKCHOM Oa3bl
naHHbIX Mo anTHOMoTHKOpe3rcTeHTHOCTH (CARD, Comprehensive Antibiotic Resistance
Database) (Alcock et al., 2023). Jlng ananmm3a myja T€HOB, aCCOLMUPOBAHHBIX C
POCTCTUMYJIUPYIOLIUMH M AHTUCTPECCOBBIMU CBOMCTBamMU mmramMma 10-4 Ha pacTteHus u
NOCTPOEHHU META0ONMYECKUX KapT ucnonb3oBamu 0Oazy gaHHelx KEGG Pathway

(http://www.genome.jp/kegg/).
2.4. IIpuroros/jieHre GAKTEPHATBLHOTO HHOKYJIIOMA H 00padoTKa ceMsiH

JInst mosy4deHnst MHOKYJTIoMa KJIETKM Oaktepuii (tutaMMmoB B. subtilis 10-4 n 26]1)
KynbTHBApoBAM Ha cpene LB npu 37 °C B Teuenme 24 u (Lastochkina et al., 2021) mo
nocrimkenns Kortentparuu 10° KOE/Mi, 1, B 3aBECUMOCTH OT SKCIIEPUMEHTA Pa30aBisiu
cTepWILHOM Bomoi 1o 108, 107, 10°, 10°, 10%, 10°, 107, 10! KOE/Mi1. KOHLEHTpALKIO KIIETOK
onpenensiii ¢ nomoielo cragapra MytHoct 0.5McFarland Turbidity Standard wu
U3MEPEHHEM onTUYecKoi moTHOCTH npu 600 HM (SmartSpecTM Plus, «Bio-Rady, CILIA).
B onbitax mo BeisiBiaeHH0 poau CK B 3HA0(DUT-OMOCPEAOBAHHON 3aCyX0yCTOHYMBOCTH
NIIEHUIBI CYCIIEH3WM OAKTEPUI TOTOBHIIM B PACTBOPax ¢ HHTHOMTOpoM OnocuHTe3a CK —
1-amuHoOeH30TpUazosom (ABT).

Cemena crepwimzoBam 96% sraHonom B TeueHue 60 cek, nmpomeiBau 4-5 pas
BOJIOH, MOJCYIIMBAJIA HA BO3IYXE M MHOKYJIMPOBAJIM MYTEM 3aMa4lBaHUs B TCUCHUE | U B
CyCIeH3UsIX KIETOK B. subtilis (B 3aBrucuMOocTH OT dkcnepumenta 101, 102, 103, 104 10°, 10,
107 wmm 10° KOE/min) (ombIT) Win Boze (KOHTPOIb), JAjiee CyCIEH3MH KIETOK CIIMBAIA H

ceMmeHa nojacymmBany Ha Bozayxe (Lastochkina et al., 2017; 2020a).
2.5. llocTaHoBKa IKCEPUMEHTOB € PACTEHUSIMH U YCJIOBHS HX BbIPALIIMBAHUS

Jis  oueHku  MOPPOPU3UOTOTUYECKUX UM OMOXMMWUYECKMX TMapamMeTpOB B
71a00parOPHBIX YCIIOBUSAX MHOKYJIIMPOBAHHBIC CEMEHA MTpopaluBaiiv B yaikax [letpu wim

KIOBETaxX Ha (PUIIBTPOBAJIbHOM OymMare, CMOYEHHOM BoI0# B TeueHue 3-x cyT (21-24 °C, 16 u
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doronepuon, 200 mxmons M2 ¢1). Jlanee, B 3aBUCUMOCTH OT LieJiel pabOThL, HCIONIL30BAIH
Pa3HbIC IOCTAHOBKH OMBITOB:

Jlabopamopruie IKkcnepumenmsl ¢ NPOPOCHIKAMU 6 paHHue (ha3vl onmozenesa. 3-
CYT WM 4-CyT HEMHOKYJIMPOBAHHbIC (KOHTPOJIb) U WHOKYJIMPOBAHHBIE B. subtilis (OMBIT)
NPOPOCTKH (BMECTE € SHAOCIEPMOM ) IEPECAKUBAIN B CTAKaHbI ¢ pacTBopamu 1% wunmm 2%
NaCl (3aconenue), 12% II0I'-6000 (meduuut Braaruw), 1 MM anerara kaamus
(Cd(CH3COOQ),) (Cd crpecc) nnm Bomy (HOpMa) M 4EPE3 Pa3HbIC TPOMEKYTKHA BpeMeHH (1,
3,7,24,48, 72 4). B 3aQ)MKCUPOBAHHOM B YHJIKOM a30T€ PACTUTEIBHOM MaTeprasie (KOPHH,
no0ery, TUCThS WK LETOE PACTEHUE B 3aBUCMOCTH OT AHAJIA3A) OLICHUBAIN (PHU3UOJIOT0-
OMOXMMHYECKHE TAPaAMETPBI.

KomOunaimio 06e3B0krBaHus ¢ (Py3apro30M MOACTMPOBAIIM CIIETY FOLIMM 00pasoMm: 4-
CyT TpopocTku (nociie 24 4 Bo3neiictus [1217) 3apakanm yepe3 KOpHU MyTEM BHECCHHS B
crakanbl ¢ pactBopamu I1OI' cycnensueit kommmmit rpuda F. oxysporum (10° cop/mi).
Pazputie cuMnToMoB Oomne3HH, MOPPOPHU3NOIOTHYECKUE W OMOXMMHYECKUE TMOKA3ATEIN
OLCHUBAM Y 14-CyT MPOPOCTKOB MIEHULIBI (Yepe3 10 qHel mocne 3apaxeHus ).

Becemauuonnsie Ikcnepumenmosl 6  KOHMIPOIUPYEMbIX — YCA0GUAX.  3-CYyT
KOHTPOJIbHBIE  (HEMHOKYJIMPOBAHHBIE) W OMBITHBIE (MHOKYJIMPOBAHHBIC) TMPOPOCTKH
NIIEHUILIBI (BMECTE C SHAOCTIEPMOM ) BEICAKMBATIMCH B COCYABI (25%25%25 cMm, 00beM 25 1) ¢
NOYBOTPYHTOM (IIyOMHA ToceBa 4—5 CM, PAaCCTOSHUE MEXKIY PsAAKAMH 7—8 CM, MEXKAY
pacTeHusiMH B psaay — 3 cM). B kaknom cocyae no 20 pactenuil. B kakaelii cocyn
MPEABAPUTENILHO pacKaiblBa/Id Kepam3uT arporexHudeckuii Florizel cmoem B 2-3 cMm
(pazmep kepamauta 1020 mm) (OOO «Teppa Mactepy, . KpaCHOSIPCK) 1 1ajiee 3anoHsUT
noyBorpyHrom (pH6,5, omrtumansHOoe cootHowmenrne NPK, BrnaxHocte 65%) (OOO
«Benrop¢y, Bemukue Jlyku). PacTeHus: BeIpalliiBaii B KOHTPOJIMPYEMBIX YCIOBUSX (22—
24 °C, 16 4 (oTonepro, OCBEIEHHOCTE 320 MKMOJIL M ¢!, BiaskHOCTS Bo3ayxa 60%). B
TEUEHUE MEPBBIX 17 CYT BCE BAPUAHTHI TIOUBAIIA BOAOIPOBOJHOM BOAOK 2 pa3a B HEACIIO.
Hanee 17-cyt Bererupyroume pactenus ((aza 2-3 jwucra) pa3nensiii Ha 2 rpymmsi; 1)
pacTyiuie B HOPMAJbHBIX YCJIOBUSIX M MPHA HOPMAJIbBHOM TOJIMBE, 2) MOABEPrHYTHIE [0
NPECCHHTY, JUIi MOIEIMPOBAHUSL KOTOPOTO 4YacTb COCYAOB C PACTEHUSIMH TOABEPrajiach

OIHOKPATHOMY OIPBICKHBAHHMIO PACTBOPOM BBICOKOCENEKTUBHOrO 1'6 Sekator® Turbo (11.B.
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amunocynbypor — 100 1/, HomocynbpypoH-MeTUII-HATPUH — 25 /11, MeDEHIMUP-TUITHI
(anTmaor) — 250 r/im) («Bayer», [ epmanust)) ¢ HOpMOii pacxoia U3 pacyera 75 Mil/ra, COIIACHO
pekomeHmaimsaM npousomutenst (https://www.cropscience.bayer.ru/product/sekator-turbo).
Yepes 72 4 nocne onpbickuBanus ['0 yacTh pacteHuii (HeoOpaboTaHHBIX M 00paOOTaHHBIX
['0) momBepramm NOYBEHHO# 3acyxe (IMyTeM MPUOCTAHOBKY MOJIMBA HA 7 AHEH 10 JOCTHXKEHHUS
neuimra Bompl, Ha 60% HWKE HOPMAIBHOIO NOJMBA KOHTPOJBHBIX BapUaHTOB) C
NOCJICAYFOIIMM BO30OHOBIICHUEM TMOJHABA (PACTEHUSI, TIONBEPTIUHECS CTPECCY, OCTARIISIIA HA
4 s (96 4) s BocctaHoBnenus (penapayn)) (Todorova et al., 2021). Takum oOpazom,
pacteHus ObLTM Pa3ACiCHbl HA BAPHAHTHL: 1) KOHTPOJIBHBIC, PACTYIIME NP HOPMAILHOM
NOJIMBE; 2 ) ONpbICKaHHBIE [0, pacTyIme Npu HOPMATLHOM ITONMBE; 3 ) MOABEPrHYTHIE 3aCYXE;
4) onpeickaHHbIe ['0 M MOMBEPrHYTHIE 3aCYXE; 5) MHOKYIIMPOBAHHbIE B. subtilis v pactyume
NPY HOPMAJTbHOM TOJIMBE; 6) HHOKYJIMPOBaHHbIE B. subtilis, onpbickanHble ['0 v pactyume
NPY HOPMAJILHOM TIOJIMBE, 7) WHOKYJIMPOBaHHBIE B. subtilis W MONBEPrHYTHIE 3acyXe; 8)
WHOKYJIMPOBaHHbIC B. subtilis, onpeickanHble ['0 ¥ moABEprHyTHIE 3acyxe. Bee namepenus
(deHomornueckux, MoOphoPU3NOIOrHUECKMX U OMOXMMHUYECKUX TOKA3aTesic pacTeHuil B
KOHTPOJIMPYEMBIX BETETALMOHHBIX OMBITAX MPOU3BOJWINCH B JUHAMUKE B 4 Toukax: 1) a0
Bo3neiicTBUsl cTpecc-pakTtopoB (16-cyT pactenus, (aza 2-3 nmcra), 2) uepes 96 u
BO3JIEMCTBUSL 3acyxu (24-cyT pactenusi), 3) uepe3 168 u BozzaekicTBus 3acyxu (27-CyT
pactenus ), 4) yepe3 96 4 BOCCTaHOBJIEHUS (ITOCTIE BO30OHOBJICHUS HOPMAJILHOTO MoymBa) (31-
cyT pactenusi). CTpYKTypy ypokasi B SKCIIEpPUMEHTAX OLICHUBAIM uepe3 3 mecsua (Benpos,
Xanunckuit, 2012).

Ilonegvie onvimpl poBOIMIKCHE B ycioBusX [Ipeaypaneckoii crenHoil 30HeI Pb B
ONBITHOM XO35CTBE UMIIMHUHCKONO ceneKuMoHHOro neHrpa YOUL] PAH (54°3538" N
55°23'42"E, Yninmel, Pocerst) na menkux pensekax (5 m?) (Jocmexos, 1979). Croco6
pasMelIcHHsl  JICNITHOK —  PaHJAOMMU3MPOBAHHBIA, TMOBTOPHOCTE —  YETBIPEXKPATHASL.
XapaKTepUCTHAKA MOYBbI OMBITHOTO MOJIS: YEPHO3EM BbIlenoueHHbIi (pHS,4), Hr — 5,6 Mr-
3kB./100 r nouBsl, conepskanue rymyca 8,7%, ¢ochopa u kammst 23 u 29 mr Ha 100 1 mouBsl,
COOTBETCTBEHHO. HOKYIMPOBAaHHBIE HEMOCPEACTBEHHO MEPET TOCEBOM CEMEHA 3aCEBAJIACH B
NIOYBY B CPOKM OOLICHPUHSTHIC ISl PETUOHA. ATPOXMMUKATHI B TCUCHUE BEMETALMKN PACTCHUIN

HE MPUMEHIHUCE. ONBITHI HA PACTEHUSAX CaXapHOM CBEKIBI MPoBoAMnCh B OO0 «Yuimel
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arpounBecT» (Yuiimel, Poccust) Ha Menkux aensHkax (5 m2). To4sa Ha ONBITHOM IOTE —
YepHOo3eM BbILLEToueHHbIH (pHS,25), Hg — 5,50 mr-3k8/100 r nouBsl, conepkaHue rymyca —
8,69%, kammus — 29,0 mr/100 1, pocdopa— 23,0 Mr/100 r. [TosiBneHrE BCXOMIOB OTMEYAIM HA 12—
14-¢ cyTku. PacTeHns ONphICKUBAIIK Cy CIIEH3UIMU OMOITpenaparoB 2-KpaTHo — B (azy 2—3 nmap
(16-¢ cytkn) U 4-6 map HACTOALIMX JIMCTHEB (35-€ CyTkM) (pacxof padoueil >KUIKOCTH
cocranisut 300 j/ra). Bexonp! (12—14 nenb) Obli MCKYCCTBEHHO 3aPAXKEHB, Iy TEM HAHECEHUS
Ha JmcTha 1o 100 Mk cycnemsum rpuda A. alternata (10° KOE/mi). CreneHb pasBUTHS
OOMNE3HEH OLICHWBAIM BU3YAJIbHO B TCUCHHE BErerauyv no 5 OawipbHoi mkane (0 6amwioB —
OTCYTCTBHE CUMITTOMOB, 1 Oayut — nopakeHue ot 1 10 25% mutomany jmcra, 2 damia — ot 26
10 50%, 3 0amna — ot 51 10 75%, 4 Oanna — Gonee 75%). YpoaiiHOCTh OLIEHUBAJIM COIIACHO

(Hocnexos, 1979; Beapos, Xamnckuii, 2012).

2.6. AHA/IM3 IPOPACTAHUA U POCTA PACTEHMII NPH BO3AEHCTBHU Aa0HOTHYECKHX

CTpeccoB

J11st OLleHKH CTIOCOOHOCTH B. subtilis mpuaaBaTk PACTCHUSAM YCTOHYMBOCTB K 3aCyXE,
3aconenuto, Cd m I'G crpeccy, Obll MPOBEACH aHAM3 BCXOMKECTH W IMPOpPACTAHUS
MHOKYJIMPOBAHHBIX CEMSH B yamikax [lerpu ¢ 5 M1 pacteopos I'6 Sekator® Turbo (0, 0,25,
0,375, 0,5 ma/m), I12I'-6000 (0, 4, 8 m 12%), NaCl (0, 1, 1,5, 2,0%), Cd(CH3COO), (0, 0,1,
0,5 u 1,0 MM) wmn  BoABl (KOHTpOJB) (IO 15 cemsiH HA wamiky, 3 moBropa). CemeHa
MIPOPALLMBAIIA B TEMHOTE NpH Temneparype 22 °C, KOIMYECTBO MPOPOCIIMX U BCXOXKHMX
CEMsIH TMOJCUMTHIBAIM HA 3 W 7 NIEHb, MAPAMETPhl POCTa MPOPOCTKOB (JUIMHA KOPHEH W
noOEroB, UX ChIpasi ¥ cyxas Macca) u3Mepsuid Ha 7 neHb (MokpoHocosa, 1994).

3acyxoycmouuueocms pPACHCHUN RNUWIEHUYbl OUCHUBAIA JIOTIOJHUTEIILHO MO
CMOCOOHOCTH CEMSTH MPOPACTaTh B pACTBOPAX Caxapo3bl Pa3HbIX KoHLEHTpaumii (16%, 18%,
20% wm 1,32, 1,44 u 1,56 Ml1a, cootBerctBeHHO) 1 [131'-6000 (3%, 6%, 9%, 12% win
~0,11, =0,23 n =0,45 Mlla, coorBeTcTBeHHO) (YnoBeHko, 1988; llykun, I'pomos, 2008).
CyTb ME€TOa OCHOBaHA HA ONPEACICHUM MPOPACTaHWsl CEMSIH B PacTBOpPax OCMOTHKOB,
UMHUTUPYIOIIMX HEAOCTaTOK Biard. CnocoOHOCTh CEMSIH MPOpacTarb B 3TUX YCIOBHSAX
OTPaXacT, C OMHOW CTOPOHBI, HACICACTBEHHOE CBOMCTBO MPOpACTarb MPH OTHOCHTEIIBHO

MEHBIIEM KOJIMYECTBE BOABI, C JPYroil — HAJIMYUE BBICOKOM COCYIIEN CHIIBI,
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obecreunBaroIeii OBICTPOE MOMIOUICHUE HYKHOTO KOMMYECTBA BOABL. OMNBITHBIE CEMEHA
BbICEBIM B vawku [letpu ¢ QuibTpoBaIbHON Oymaroid, mMpomMTaHHOM 5 MII PasHBIX
KOHLeHTpaumii caxaposbl w/mumm [191-6000 (Tect) m Bomoil (koHTponsb) (100 ceMsiH Ha
yaniky, 3 moropa). CeMeHa BbIpalMBAIM B TeUeHUE S5 cyT B TeMHoTe npu 20-21 °C.
[TpoueHT mpopacTasusi ONMPEAEISIA M0 KOJIMYECTBY CEMSH, MMEIOLIMX KOPELIKU, B TOM
YUCIIE JAKE CaMO MUHUMAIbHON JUTHHEL.

Pocmoesie napamempel pacmenuil (IJIMHY HAA3EMHOM M TOA3EMHONM YaCTEH,
HAKOIJICHHE CBHIPOW M CyXOH OMOMAcChl) OMPENENsUIA KIACCUYECKUMH METONAMHU C
UCIIOJTb30BAHUEM CAHTHUMETPOBOW NMHEHKKM W BecoB (MokpoHocoBa, 1994). B kaxmom

BapuanTte oneHuBaiy 100 nmpopocTkoB B 3 moeropax (n=100, 3 mosropa).

2.7. Ouenka cnocodHocTu B. subtilis K0JIOHU3UPOBATH BHYTPEHHHE TKAHH

pacTeHuii (3HA0(PUTHOCTD)

OHAOPUTHOCTH (CITOCOOHOCTH KOJIOHM3UPOBATH BHYTPEHHKUE OPraHbl U TKAHW PACTCHNS )
TECTUPYEMOTO IITamMMma B. subtilis OLICHUBAIIN € UCTIONB30BAHUEM CTEPUITBHBIX PacTCHUM. Jlist
3TOI0, CEMEHA CTEPHIIM30BAIIN, MHOKYIMpoBaau B. subtilis (10° KOE/MIT) Kak OIMCAHO BHIILIE
(masa 2.3) ¥ BBIPALIMBAIM B CTEPUIILHBIX YCJIOBUSX 3—5 CYT. 3areM, CErMEHTHI JIMCThEB U
KOPHEH TOBEPXHOCTHO-CTEPHIM30BAHHBIX TPOPOCTKOB, BBIPAILICHHBIX B  CTEPUIIBHBIX
YCIIOBUSIX, NOrpy-kaym B 70% 3TaHOoN HA 5 MUH. 3TAHON CIIMBAJIM, CETMEHTHI MPOMBIBAJIA
CTEPUJIBHOM BOIOH 3 pasa v MOACYIIMBAIIA HA BO3AyXe B TeucHue 10—15 mun. [ToBepXHOCTHO-
CTEPWTM30BAHHBIC CETMEHTHI PacKiaabBaiy B yamiky [lerpu ¢ arapom Bacillus ChromoSelect
(«Sigma Aldrichy, CIIIA) nim arapu3oBanHyto cpeny LB 1 Beiiep:xuBami B TeueHue 24 4 npu
26 °C. HWneHtnuHocTh OakTepuii, BBIPOCHIMX BOKPYT CEIMEHTOB JIMCTHEB W KOPHEH, ¢
MCXOIHBIM [ITAMMOM, orpeaessum ¢ noMoubio RAPD-TILP ananmza. bakrepuanshayto JJTHK
BBIJICTSUIA Tpy nomotny Jisupyromero Oydepa (1% tpumronx100, 1% T1BUH-20, 1%
xenekc100, 0,005% kpe3on kpacHbld, Bozma). [eHermueckmii monuMopdusm Oakrepun
oucHrBaM 1o pesynsraraMm RAPD-IILIP roransnoii JIHK ¢ mcnons3oBaHueM npaimepoB
AFK (5’-GCGTCCATTC-3”). AMmmpukaipro mpoBoauii Ha odopynosanum Tercik («/THK-
Texnonorus», Poccust), aHamm3 v BU3yaM3auio MpoaykroB RAPD aHamiza — ¢ OMOIIIBIO

TOPU3OHTAJIBHOTO 31eKTpodope3a B 1,5% araposnom rene (SE-2, «Xenukon», Poccust) (25 kB,
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1 4) ¢ okpammBaHWEM OPOMHUCTBIM STUAMEM. Pe3yibrarbl PErucCTPUPOBATIM € TOMOIIBEO
GelDoc XR («Bio-Rady», CITIA).

JUIsl KOHTPOJIE CTEPUIM3ALIMKA TOBEPXHOCTH, TOCIICAHUN MPOMBIBOYHBINA Marepua
3aceBa B LB cpeny, 1 yOSKnaamuch B OTCYTCTBUM pocTa OakTepuii yepe3 7 auei mpu 26 °C.
Tutp (KOE) 3H10(MTOB B TKaHAX TMAPONOHHBIX MPOPOCTKOB MIIEHMUIIBI (KOPHEH U MTOOETOB)
OMpenessuM vepe3 3—5 CyT nmocie nocera. [ [0BEpXHOCTHO-CTEPUITM30BAHHBINA PACTUTEIBHBINA
marepuasl (KOpHM, MOOErM) TOMOTCHU3MPOBAJA B CTEPWIBHBIX YCJIOBUSIX, AJIHMKBOTY
PacIpesessui 0 MOBEPXHOCTH arapu3oBaHHOi LB cpenpl m mnkyOupoBamm mpu 26 °C B
TeueHue 24 4. KonuuecTtBo Oakrepuii (TUTP) MOACUMTHIBAIM MOCIE TPETHETO PaA3BEICHUS,

pe3ynbrarhl Beipaskai B KOE/T cbipoii Macchl.
2.8. Onpenesienne conepxanust puroropmono YK, ABK u IIK

Conepxanne UYK, ABK u LK B sxuaxoii KynsTypanbHO# cpene Oakrepuii B. subtilis
OIPEACIISIIA C MOMOIIIBIO0 METOAa UMMYHO(epMeHTHOTO aHaym3a (MDA ) co cnenupuueckiMu
KPOJIMYBMMH W BTOPUYHBIMHA AHTH-KPOJMYBMMHK aHTHTENaMu («Sigma-Aldrichy, CIIA)
(Shakirova et al., 2003). Knetku B. subtilis kynstuBrupoBamu B cpene JIb mpu 180 06/mun, 37 °C
B TeUeHHE 24 4. 3areM KIETKH ocakaanu neHtpadyruposanueM (5 000 o6/muH, 10 MuH)
(BECKMAN COULTER Avanti J-E, «Beckman Coulter Inc», CILA). B amkBore
OaKkTepraIbHON KyJIBTYpaJIbHOM Cpebl (CynepHaraHTa) 0ObEMOM 5 MJI ONPEAEsuiA 001Iee
conepkaHrue UMMyHoOpeakTUBHBIX (hopM LK. OcraBumiicst BOMHBIN OCTATOK SKCTparupoBaiv
maTAiIoBbiM dupoM (C:HspO ans onpenenennss UYK n ABK. Topmonst YK u ABK
metruympoBa CH;N, 1 1ocsie BeIapuBaHus Cyxoil octarok pacteopsui B 80% C,HsOH.
Komnuecto ABK omnpenensny B alMKBOTE PaCTBOPEHHOIO OcTarka. [Ipouemaypa OuMcTky U
skctpakim MYK m ABK, a Takke mMOCHENOBATEIbHOCTE 3TAlOB  MMMYHOAHAIHM3a
(PMUTOrOPMOHOB JIETAITEHO OTMCAHBI HIDKE B METOMKE MX AHAJTN3A B PACTCHHUSIX.

Conepxanne sHporenHeix YK, ABK u LIK onpenensima y 4-cyT DpOpOCTKOB
MIICHUIIBL, IOABEPTHYTHIX BO3ACUCTBUIO 12% [131-6000 B Teuenue 1, 3 u 7 4 meromom MDA
kak onucano (Shakirova et al., 2003; 2004). O6pazen (10 mMpOpOCTKOB) paCTHPAIH B KHUIAKOM
azore u skcrparupoBam puroropmonbl 80% C,HsOH B Teuenne 16 u mpu 4 °C. Tlocne

uentpudyruposanus (10 000 g, 10 mun) (BECKMAN COULTER Avanti J-E, «Beckman
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Coulter Inc.», CILIA) HagOCaaOUHYIO KUIKOCTh BBITAPABAIIA B MOTOKE BO3MYXa 0 BOJHOTO
OCTaTKa, B AJMKBOTE KOTOPOIO OMPEACNsuii OOlee CONEepsKaHhe MPOM3BOIHBIX 3€aTHHA
(3earun, ero pudo3ua u Hykineotun) (Kudoyarova et al., 1990; Shakirova et al., 2004; Veselov
et al., 2004). HanesxHOCTh MMMYyHOAHA/TM3a ObLTa MOATBEPKICHA TECTAMUA HA Pa3BEICHUE,
XPOMATorpagpuuecKuM UCCIIETOBAHUEM PacHPEACIICHUsI IMMYHOPEAKTUBHOCTH U CPABHEHUEM
pE3yNBTaTOB  MMMYHOaHaM3a C  (pusuko-xuMuyeckumu — aHammzamu  (BOXKX-macc-
cnekrpomerpust) (Veselov et al., 1999; Arkhipova et al., 2007). s ouenku MYK u ABK
ocraBumiica BoaHbli octarok noaxucisiia HCl mo pH2,5 w maxael paznensim (CoHs),0,
NepeHOCU U3 opranndeckoid (asbl B 1% NaHCO; (pH7-8), moBTOpHO 3KCTparvpoBam
(CoHs)O, metmmposarm CH;N,; 1 IMMYHOAQHATM3UPOBAIA ¢ MCIOIB30BAHUEM AHTUTEN K
ABK u UYK (Veselov et al., 1992; Shakirova et al., 2004). HagexxkHOCTh MUMMyHOAHAIM3a HA
HUYK u ABK Opina obecricueHa BBICOKOH CHEM(UUHOCTBIO aHTUTEN U 3(PHEKTUBHON
NPEIBAPUTEIIBHON OUMCTKOM TOPMOHOB B COOTBETCTBUM C MOMM(PUIIMPOBAHHOW CXEMOM

paznenenus pacreopurens (Veselov et al., 1992,
2.9. Onpenenenue cogep:xkanus CK merogom BIAKX

Cooeprycanue CK ¢ Kynonypanvrnou sxcuokocmu B. subtilis oueHuBaIM METOIOM
BbICOKOA(D(heKTUBHOM kuAKOoCcTHON xpomarorpaduu (BOXX) comiacho (Shanmugam,
Narayanasamy, 2008) ¢ momudukaumsmu. Knetku B. subtilis kynstusuposam B LB cpene (180
00/muH, 37 °C, 24 4), knetku ocaxnany teHTpudyrupopanuem (5 000 o6/muH, 10 MuH)
(BECKMAN COULTER Avanti J-E, «Beckman Coulter Inc.», CIIA). TlonyueHHbIH
KYJIETYpasibHbIi cyniepHarant (5 mit) noakucisiia 1M HCl no pH2 u nBasxel 3kcTparupoBam
JIBOMHBIM OOBEMOM 3THJIALETATA. DKCTPAKT YHAPUBAIM J0 CYXOr0 OCTAarTKa, PacTBOPSsUIA B
alleTOHUTpWIE U (puibTpoBan yepe3 memOpaHHblid Guiastp Chromafil Xtra PTFE-45/13 ¢
maamerpom nop 0,45 mxm («Machery-Nagel GmbH Coy, [epmanust). AHaIM3 TpOBOAMIIA HA
xpomarorpade Waters Breeze («Watersy, CIIIA) ¢ I€TEKTUPOBAHMEM HA JUOJHOW MATPUIIC
SPD-M20A nipu 305 um. Paznenenue ocymectrisiii Ha kosoHke Pursuit C18, 250%4,6 mwm, 5
MKM («Agilent Technologies», CIIIA). B kauecTBe NOABUKHOM (ha3bl CTIONB30BAJIM SITFOEHT €
cocraoMm 0,5% pacteop H;PO.. aueronurpun = 65: 35 ¢ pacxomom 1,0 Mi/MuH.

AHaM3UPYEMBIA SKCTPakKT (20 MKIT) BBOIWJIM B XPOMATOrpaQUUECKy 0 CUCTEMY C TTOMOILIBIO
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agrocammiepa Waters 2707 («Waters», CITTA). C moMompr0 mporpaMMHOTO 00ECTICYEHHUS TIO
IPayMpPOBOYHOM 3aBUCUMOCTH PACCUMTHIBAIM MAccoBYrO KoHUeHTpauuto CK B oOpasue. B
KaueCTBE cTaHaapra ucnonab3opam unctyro CK B aueronutpunie (0,1 /).

Cooepocanue Inoocennoii CK ¢ pacmenuax onpenensum  merogom  BOXX
(Temepmame m ap., 2011). Haeecky pacrenmii (0,2-0,3 r) pacTvpaiyd B >KHIKOM a30Te,
saymBamm 20 M auct. Bofpl (90100 °C) n makyOuposamm 30 MUH Ha KUTISILICH BOASHOM OaHe
C 00parHBIM XOJOIUIBHUKOM IPY 4acToM momermBanuu. [locne oxnaxnenus 0e3 nocrymna
CBETA MOJTy YEHHBIH SKCTPaKT (pUIBTpoBAIM Yepe3 MeMOpanHbiil Gunsrp Chromafil Xtra PTFE-
45/13 ¢ mmamerpom mop 045 mkm («Machery-Nagel GmbH Co», T'epmanus). Ananms
MOYYEHHOTO AKCTpaKTa MpoBoAvid Ha xpomarorpade Waters Breeze («Waters», CIIIA) ¢
JETEKTUPOBAaHUEM Ha MOnHOI Marpuue SPD-M20A mipu 305 HM, Kak OITMCAHO BBILLIE.

Kaxnplii aHanu3 npoBOAWIM B ABYX HE3aBUCUMBIX OKCIIEPUMEHTAX, KOKIABIA W3

KOTOPBIX HIPOBOAKMJICA B TPCX OMOJIOTMYECCKUX U TIATH aHATMTHYCCKHAX IIOBTOPAX.

2.10. Onpenenenne cogepkanus POTOCUHTETHYECCKHUX MUTMEHTOB, MJIOLIAAH

JIUCTHEB U MOPPOMETPHYECKUX XAPAKTEPUCTHK YCThHIL

Cooeporcanue (hpomocunmemuueckux nuzmenmoe xiaopoguina (Xn) a, Xn b u
Kapomunouooe (Kap) B nuctesix onpenensuim commacHo (Mokponocosa, 1994). Hasecky
muctheB (0,05 1) romorenuzrposai B 90% stanore (¢ nooasinenrem CaCOs) v GUIBTPOBANIH.
OnTHYeCKyrO TUIOTHOCTE (PUIIBTPATA OMPEnesu mpu 663 HM (Xt a), 646 HMm (X b), 470 Hm
(Kap) (SmartSpecTM Plus spectrophotometer, «Bio-Rady», CILIA).

Ilnowaos aucmpes OLECHUBAIA METOIOM CKaHUPOBaHUS. JIMCThS MOMEIANId B
ontuyeckuii ckanep (HP laser MFP135w, «HP Inc.», CIIIA), mOKpBIBaIN CBEPXY JIACTOM
Oenoii MIoTHOM OyMaru U CKaHUPOBAM ¢ paspemeHrueM 200 ToYeK Ha THOWM B PEKUME
4epHO-0e510r0 noayToHOBOro u3oo0paxenus (Lastochkina et al., 2023). [Lmomans nucra,
NOJyYeHHas B NHMKCENsAX, Obuia mpeoOpasosana B cm? (http://csaa.ru/opredelenie-
ploshhadi-listev-metodom-skanirovanija/) ¢ wucnonbs3oBaHueM nporpammbl  Imagel
(https://imagej.net/Fij1). B kaxkaom BapraHTe OIIEHUBAJIN 110 TPH JIUCTA B TPEX MOBTOPAX.

Yemwpuuya onennBanu metonom ornevarkos (Salehinia et al., 2024). TToBepxHOCTB

JIUCTBCB IIOKPLIBAJIM TOHKHM CJIOCM 6GCHBGTHOFO JJaKa U BBIACPIKHUBAJIN 10 MHH, ITOCJIC
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Yero MIEHKY aKKyPaTHO CHUMAJTW, IEPEHOCUIIM Ha PEAMETHOE CTEKIIO M AHAJTM3UPOBAIIA
non mukpockonoMm Biozero BZ-8100E («Keyence Co», SnoHHs) W C TOMOIIBIO

nporpammel Imagel (https://imagej.net/Fij).

2.11. Ouenka GoOTOXHMHYECKOIl AKTUBHOCTH (POTOCHHTETHYECKOI0 anmnapara

¢ IOMOLIBLI0 UMITYJILCHOTO (piyopumerpa IMAGING-PAM-MAXI

[Tapametrpbl  (POTOXMMUYECKOH AKTHMBHOCTM (POTOCHHTETHYECKOrO —amnmapara
PACTEHUH OLICHUBAJIM C MOMOLIBI0 UMIYJIBCHOTO (NIyOpHUMETPa ¢ PyHKIMEH UMAKUHTA
(IMAGING-PAM-MAXI, «Heinz Walzy, Iepmanus) CODIaCHO PEKOMEHAALMSIM
npousBoanTens. M3MepeHuss MPOBOAMINCE HA MOJOABIX C(HOPMUPOBABIIUXCS JIMCTHAX
nmeHnnbl nociie 30 MuH agantaumy kK TeMHote (Mexay 11:00 m 13:00 wacamu 1H#).
MakcuManbHbIi (POTOXMMHYECKUI KBAHTOBBIN BBIXO/ (MAaKCHMaJIbHAs (POTOXMMHUYECKAS
s¢ppekruBHOCTD) (FV/Fm), 3¢ dexTuBHblii PoTroxumuuecknid kBaHToBbIA BbIxoA (Y(II)),
KBAHTOBBIA BBIXOA PETYIMPYEMOI0 CBETOMHIYLIMPOBAHHOIO HE(POTOXMMHYECKOTO
TymeHus: pryopecueHumu (peryaupyemas auccunanus ceetoBoi sneprum) (Y(NPQ)) u
KBAHTOBBIA BBIXOJ HEPETYIUPYEMOI0O HE(POTOXMMHUYECKOTO TYIIEHUS (HIyOpECUEHIINH
(Heperynmupyemas auccunanus cBetoBoi sHeprum) (Y(NO)) OCIl paccunthiBaiv ¢

UCIOJIb30BaHUEM NporpaMMHoro odecneueHus PAM-MAXI ¢iyopumerpa.

2.12. OnpenesieHne napaMeTpPoB BOAHOTO 0AJIAHCA W BOAOYAEPKUBAKOLICIH

CIIOCOOHOCTH paCTeHMit

Humencuenocmp mpaHcnupayuu ONPENEISUIA  BECOBBIM  METOAOM  COITIACHO
(Sharipova et al., 2012). Ocmomuueckuii nOmeHUUA KJICTOUHOTO COKA ONPEICIISIN MO
TOYKE 3aMep3aHusl ¢ MOMOIIBI0 Mukpoocmomerpa («Camlab Ltd.», BenvkoOpuranws)
(Lubyanova et al., 2022). [1oGern 1 KOpHU PaCTEHU (PUKCUPOBATIM MPU TEMIIEPATYPE —
20°C, mocne 4yero oOpa3ubl pasMOpPOKMBAIM W LeHTpu(yrupoBann. [lomydeHHBbIH
KJIETOYHBIN COK MCIIOIB30BAIN T aHAIN3A.

Omnocumenvroe cooepicanue 600vt (OCB) B TUCTBSIX ONPEACTSUIA Cpa3y MOCIE
oTAcacHus OT pacteHus kak onucaHo (Lubyanova et al.,, 2023). Jlns onpeneneHus
TYPropHO# Macchl MOOETH BBIACPKUBAIK 24 4 B TEMHOTE MPU KOMHATHOM Temmeparype B

3aKPBITHIX COCYAaX C AUCTWLIMPOBAHHOW BOMOW (KOPHU MOJHOCTBIO MOTPY’KEHBI). 3areM
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00pa3Libl BEICYIIMBAIIA B OTKPBITBIX KOHTEHHEPAX ¢ BO3AYIHOM tmpkysiiuei npu 70 °C mo
MOCTOSSTHHOM CyXOM MacCBhlL.

Boooyoeporcusarouyto cnocoonocmp (BC) MACTHEB ONPENETSITA COTTIACHO METOIUKE
(Lllykmn, I'pomos, 2008). Tpu cBexxux aucta 21-CyT pacTeHWid NIIEHUIBI Cpe3aliy,
B3BCILMBAIA U BBIACPKUBAIM B TeueHHE 3—4 4 nipu 25 °C U OTHOCUTENBHON BIAKHOCTH
50%. 3aBsamme JmcThs B3BeMBAIM W cymwim npu 105 °C 10 mOCTOSHHOTO Beca.
ConepskaHue Biarv ONpeneisyii B % oT 00IIero coaepxxanusi BoJbpl. B Kakaom BapraHTe

OLEHUBAJIM TI0 3 JTMCTA B 4-X KPaTHOM MOBTOPHOCTH (N=3, 4 MOBTOPA).
2.13. OnpenesieHue ypoBHSl pa3BHTHS OKHCJIUTEIBHOIO CTpecca

TI'enepauuio cyneporcuo anuona (0z-) onpeessuiv MyTEM U3MEPEHUS TPEBPALLCHHUS
anpeHanmHa B aapeHoxpom npu 490 um (Minibayeva et al., 2001). O6pasuer pactenuii (0,5
r) nakyouposaiu B 0,025 MM CaCl, (10 mur) mpu 30 °C B TeueHue 60 MHH, a 3aTEM B CpEAy
noGassm 107°M anpenamuna (1 m). Tlocne MHKyOauuMu B TeUeHHE 15 MUH OKUCIICHHE
aJipeHaJTNHA B aIPEHOXPOM ocTaHaBmBaiu qodasnenuem 0,05M HCI.

TI'enepauyurw neporkcuoa 6ooopooa (H:0;) onpenensyii € WCNOIB30BAHUEM
KCUJIEHOJIOBOTO OPaH>KeBOro B mpucyTcTBu Fe2+ npu 560 aM (SmartSpecTM Plus, «Bio-
Rad», CIIIA) comachHo (Bindschedler et al., 2001). O6pa3upl (KOpHH) TOMOTEHU3UPOBAIIA
(1: 5, macca/ o6bem) B 0,05M Harpwmii-pocdaraom Oydepe (pH6,2) 1 nentpudyrupoBanu
(15 000xg, 15 mun) (5415R, «Eppendorty, ['epmanust). Conepxkanne H,O, Bolpakanu B
MKMOJTb/T CBIPO MACCHI.

Yposenb nepexkucHoro okuciaeHust unuaos (IIOJI) ouenrBanm o KOHUEHTpaLMK
masnoHoBoro auanbaeruaa (MJIA) (MokpoHocoBa, 1994). Pactenus pactvipany B AWCT. BOJE,
romoreHn3upoBa B 20% TpuxiopykcycHol kuciotel (TXY) u nenrpudyruposam (10
000xg, 10 mun). Hamocanounyro suakocTb eMermmBam ¢ 0,5% trnodapOuTypOBOil KUCITOTOMH,
npuroToBNieHHOM B 20% TXY, BeiaepskuBaau Ha BoasHOH Oane (100 °C, 30 MuH) 1 OBbICTPO
oxnaxaam. ONTHYECKYIO IJIOTHOCTh M3Mepsiin py 532 HM 1 600 aM (SmartSpecTM Plus,
«Bio-Rad», CIIIA). KornenTtpaunto MJIA Belpaxkany B HMOJIB/T CIPOii MACCHL.

Ilponuyaemocnib KienounbIX MeMOPan OLCHUBAIIN 110 3K300CMOCY JIEKTPOJIMTOB

W3 UHTAKTHBIX TKAHEH 1eabix mpopocTkoB (Bari et al., 2019). [TpopocTku MpoOMbIBaIM JUCT.
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BOJIOH M MHKyOWPOBAJTU B CTEKIITHHBIX OrOKcax ¢ 20 MJI AUCT. BOJIBI MIPH MEPEMEIIMBAHUN B
nieiikepe ES-20 («Biosany, Jlareust) (130 06/mun, 30 °C, 2 4). DneKTponpoBOIHOCTH (S)
WHKYOAITMOHHONW Cpelbl  OMPENeNsuid ¢ TOMOIINBI TMOPTaTMBHOTO KOHAYKTOMETpa

(«<HANNA Instruments», Utamast). Pe3ynbrarsl Belpaskaid B S/T CbIPOi MAacChl.
2.14. OnpeneneHne aKTUBHOCTH AHTHOKCHIAHTHBIX (DEPMEHTOB

Axmuenocmo  cynepoxcuooucmymazvt (CO/[) onpenensyii no €ro CrnocoOHOCTH
KOHKypupoBaTth ¢ HuTpocuHuMm TterpazommeM (HCT) 3a  CynmepoKCHIHBIE aHHMOHBI,
oOpazytoumecs B pesyasrare aspooHoro Biaumoneiicteust HAJIH u (enazunmeTacynbgara
(OMC) (Beyer, Fridovich, 1987). PacturensHelii Mareprua romoreHu3upoBam B 0.05M Tpuc-
HCl 6ydepe (pH7.4), nenrpudyruposamu (13 400 06/muH, 10 muH). B amkBoTE cyniepHaranTa
mMepsim aktuBHOCTE CO/l. Tlocne nepemenmmBanus B kroeere 2 mit Pearenra 1 (0,0062%
IITA, 0,05% HCT, 0,0092% ®MC B @b (pH7,8)) ¢ 0,1 mn Pearenra II (0,0763% HAJIH B
tpuc-OI[TA Oydepe (pH8,0)) m ¢ 0,1 My cynepHaraHTa yCTAaHABIMBAIMA HAYAJIBHYIO
SKCTHHKLMIO TIOJTIYYEHHOTO PACTBOPA HA KOJIOPUMETPE, a uepe3 10 MUH U3MEPSITA HApacTaHUE
ONTHYECKOW TUTOTHOCTH PACTBOPA. 3a HOJIb MPHHUMAIM SKCTUHKLIMEO XOJOCTOMW MpOOBI, B
KOTOPYIO BMECTO aJTMKBOTHI 00pasiia MpUIMBai AUCT. Body. [l pacuera aktuBHOCTH CO/J
BHAQYAJIE ONPECTISIIA ITPOLIEHT TOPMOXKEHUS peakimmn BocctanoreHust HCT B onbITHO#H ipoOe
3a 1 muH (T%). 50% rHrOMpOBaHMsI 3TOM PEAKLIMK COOTBETCTBYET OIHOM YCIIOBHOM EIMHULIC
akTuBHOCTH COJl. AKTUBHOCTB BBIPKAJIH B Y.€./MJT HCCIIEMYEMOTO 00pasiia.

Axmuenocmw  ackopoamnepoxcuoazol (APX) (EC 1.11.1.11) oueHuBaim mnyTem
MOHMTOPHHIA OKHUCIIEHHs ackopOara (AsA) npu 290 um (Verma et al., 2003). PeakimonHast
cMech (2,93 mi) cocrosia uz S0 MM @b (pH7,0), 0,03 Mt 17 MM AsA, 0,03 ma JI[TA, 0,01
w1 skcTpakra. Peakiwro 3amyckanu 0,03 M 0,06% H,O, u onenuBaim B Teuenue 100 cek.

Axmuenocmw  nymamuonpeoykmasvt  (GR) (EC 1.6.4.2) onpenensuii  myTem
NOCJIEYOLIEIO OKHUCIIEHUS HUKOTUHAaMK @ acHUHHYKieotuadocdara (NADPH) npu 340
HM (K03(pdummenT sxcTuHKImA 6,2 MM/cM) (Rao et al., 1996). Cmech anst aHanmu3a 00beMoM
1 M coneprkana 100 MM kamii-gocdaraoro 6ydepa (pH7,8), 2 MM IITA, 0,2 MM NADPH

W PaCTUTEIIBHBIA AKCTPaKT. AHaIM3bl HaunHAM ¢ goOaeneHus 0,5 MM GSSG mpu 25 °C.
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AKTMBHOCTb U3MEPSIIM MOCe MOHUTOpUHTra OkucineHnss NADPH npu 340 HM, akTUBHOCTB
BBIPKAJIA B HMOJIB/MHH/MT O€JIKA.

AKTHBHOCTh BCEX M3YUYEHHBIX (PepMEHTOB ObLna mepeBeacHa B Mr Oenmka. OOmmid
pacTBOpUMBI Oestok oreHuBaM o Metony bpandopna (Bradford, 1976) ¢ ucnonb3oBanmem
OBIUBErO CHIBOPOTOYHOIO aJIBOYMHHA B KaueCTBE CraHaapra. s aHanmsa MCIoIb30BaICS

cnekrpodoromerp UNICO 2800 («United Products® Instrumentsy, CILIA).
2.15. Onpenenenue conepkanus He)epMEHTATHUBHBIX AHTHOKCHIAHTOB

Cooeporcanue 00wezo eoccmanoenennozo iymamuona (GSH) u okuciennozo
ymamuona (GSSG) onpenensyii B OJHOM M TOM K€ PACTUTETLHOM — 00paslie
CIIEKTPOQITYOPUMETPUYECKMM METOZOM, OCHOBAHHBIM Ha 0Opa3oBaHWM (PITyOPECUEHTHOTO
npoaykra o-pranansaeriuaa («Sigma», Apcrpanus) B 3aBucumocta ot pH cpensl (Rao et al.,
1996). O6pasusl (0,5 T) romoreHm3upoBam B 4 mi cmecH, conepkameid 0,1M  kanmwii-
¢docharnoro Oydepa (pHS,0) u 25% meradochoproii kucnorel (3.75: 1, 00beM/00BEM)
(Hissin, Hilf, 1976) wu wenrpudpyrupoBamn (8 000xg, 10 wMwHH), CymnepHaTraHT
neHtpudyrupoBaau noBropHo (13 000xg, 5 mun). Conepxanne GSH n GSSG onpenensim
NyTeM  HAOMIONEHUS! KUHETWKA HMHTCHCHMBHOCTH  (WIYOPECICHIMUA — 0OpA30BaBIIMXCS
KOMIUIEKCOB Tipu 25 °C ¢ moMoupo MHUKporasmeTHoro puaepa EnSpire Model 2300
(«PerkinElmen», CILIA) mpu 420 M (umiHa BotHbI BO30y>kacHus 350 HMm). Conepxanne GSH
1 GSSG BeIpaskau B MKMOJTB MI™! GeJika.

Cooeporcanue ackopoama (AsA) onpenensim Metonom tutpoBanus (I Lnemkos, 1976).
OO6pazuel pacrenuidi (10 1) romoreHu3upoBaav B 10 Myt auct. Boael M (puuisTpoBamu. B
KOHHYECKYIO0 KomOy ¢ 20 mut ¢unsrpara aqodasnsm 1 vt 2% HCL, 0,5 i 1% K1 u 2 it 0,5%
Kpaxmaia, nepemenmBaav U turpoBamu 0,001 moms/nm KIO; 1o monydenusi cTaOMITbHOTO

OKpaimBaHus B cuHMiA 1BET. Coneprkanne ASA Bbipakanu B Mr% (mr/100 T cepoil Macchl).
2.16. OnpenesieHHe KOHIEHTPAUMHA MPOJIHMHA

OKCTPakUMIO M ONPEACIICHUE KOHLIEHTPALMK CBOOOJHOIO MPOJIMHA MPOBOIWIN C
MOMOIIBK KUCJIOTHOIO HUHTHAPHHOBOTO peaktuiBa (Bates, 1973, Kaymukuna n ap., 1985).
Hagecky pactenwii (0,5 r) 3aimBam KUIsIIeii AUCT. BOAOH (2,5 MIT), MOMEIIATT B BOJSIHYO

Oanto (100° C, 30 MuH) u oxyaxnam. Jlagee npoOUpKK, conepxaupe no 1 M1 SKCTpakTa,
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HUHTUAPUHOBOTO peaktriea 1 CH3COOH unkyOrpoBam Ha BoAsHO# Gane (100 °C, 60 MuH) ¢
MOCTCAYIOMMM  OXJIKACHUEM W W3MEPEHUEM ONTHYECKOM IUIOTHOCTH mpu 522 HM
(SmartSpecTM Plus, «Bio-Rad», CIIIA). KoHneHTparuio npoimHa Onpeaessuii ¢ MOMOIIBIO

NPEIBAPUATENBHO MOTYYEHHON KATMOPOBOYHOM KPHBOW M BBIPAYKAITM B MI/T ChIPOii MaccChl.
2.17. Onpenenenne conep:kanus 3HA0renHoii TAMK

Coneprkanue sHnoreHHoi AMK onpenensimi ¢ moMoribio meroaa BOXKX (Wang et al
2022) ¢ momuurarmsimu. O0pasiiel pacteHuid (Juctbs) (0,5 T) pacTUpaii B SKAIKOM a30Te,
roMoreHn3upoBasM B 70% 3ranone (2,5 MiT) 1 ”HKyOMpPOBAJIM IPH KOMHATHOM TeMreparype B
teueHre 30 muH U nenrpudyruposamm (10 000x g, 4 °C, 10 mun) (BECKMAN COULTER
Avanti J-E, «Beckman Coulter Incy», CILIA). CynepHaraHnT cIMBaii B HOBYIO IMPOOUPKY, a K
ocanky noOaeysm 2,5 mit 70% 3TaHomna, TUIATEIBHO NEPEMEIIMBAIT € TOMOIIBI0 BOPTEKCa
Mukpocnun FV-2400 («BioSany, Jlareust) u cHoBa nentpugyruposamm (10 000x g, 4 °C, 10
MUH). J[aHHY1O MpOoLeaypy NOBTOPSUTM JBAXKIbL. OOpa3oBaBIIMECs CyNEpHATAHTHI (00BEMOM
7,5 M) ¢unsTpoBay yepe3 mmpuueBoil MemOpanHbiil puiisrp CHROMAFIL Xtra RTFE-
45/13 ¢ muamerpom mop 0,45 mxm («Machery-Nagel GmbH Co», ['epManusi) B CTEKIISTHHBIE
OFOKCBI, YITAPUBAJIM JI0 CYXOr0 OCTarka M pacTBopsuid B 1 M1 pactBoputens (metanoi: 0,3H
ykcycHas kucnora (YK), 80%:20%). Anamu3 00pa3ioB NPOBOMWIM HA JKUJAKOCTHOM
xpomarorpade LicArt 62 («JlaOkoHuenT», Poccus) ¢ IETEKTOPOM HMCHAPUTEIBHOTO
cBetopaccestust 1 kosoHkd Nova Pak C18 (300x3,9 MM, 4 mkm) («Phenomenex», CLLIA). B
KaueCTBE MOMBWKHON (pazbl mpuMeHsu AmroeHT (MeTano.0,30 YK, 45%:55%). Ckopocthb
NOA4YX MOABMKHOM (hasbl cocrarisuia 0,7 MI/MUH, ra3a — 2 JI/MUH. 25 MKIJI aHATM3APYEMBIX
PacTBOPOB (00Pa3IOB) BRBOJM/IM B aHATMTUYECKYIO NETTH0 00beMoM 100 MKJT M 3anKChiBaIv
xpomarorpammy. Conepskanne [AMK paccUuThIBaSTN € OMOILIBIO TPy UPOBOYHOTO rpaduika
W MporpaMMHOro obecrneucHus npudopa. s moCTpoeHHs IpaJyWpOBOYHOIO rpaduka

ucronb30BM anamTraeckuii cranaapt [AMK («Sigma-Aldrichy, CITA).
2.18. OueHka oT/I0KeHusI U JIOKAJIH3ALHH JIMTHUHA U Cy0OepuHA B KOPHSIX

Haxonnenue u 10KaU3auuI0 TUCHUHA U cybepuna B 0a3aibHOM YacTH KIICTOUHBIX

CTCHOK KOpHeﬁ IPOPOCTKOB OHPCACIIAIIM € HCIIOJIB30BAHUCM  OKpalllMBaHWA MCTOdaMH
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CBETOBOM M KOH(POKATTLHOM MUKpOCKONMHK. bazanbHast 30Ha BeIOpaHa HE CITyYaliHO, TOCKOJIbKY
MMEHHO B 3PETIbIX TKAHSX HAYMHACTCS aKTMBHBINA CUHTE3 U OTJIO’KEHHUE JIMTHUHA U CyOepHHa.

Onpeoenenue JTOKAU3aUUU U COOCPHCAHUA JIUCHUHA B KIICTOUHBIX CTCHKAX KOPHEH
OCYIIECTRISUIA IO CMOCOOHOCTH (WIOPOIIIOIMHA HM30MPATE/TbHO OKPAlIABaTh JIMTHWH B
KPacHO-(PHUOJIETOBBIN IIBET comacHo MeTonuke (Dypcet, 1979) ¢ momudukarmsmu (Lastochkina
et al., 2021). Jlenanu MpoOmOibHBIC M MOMNEPEUHBIE CPE3bl B Oa3ajlbHONW 30HE KOPHEH C
ucnosk3oBanueM kpuoctara Leica CM 1520 («Leica Biosystemsy, ['epmanus) ipu -30 °C. J1st
3aJIMBKU UCTIOTB30BAJIM YKUIKOCTh JjIsl 3aMOopo3ku 00pasioB Tissue Freezing Medium («Leica
Biosystemsy, [ epmanust). CBesxue Cpe3bl TOMIUHONK 60 |Lm MOMEINATN Ha TPEIMETHOE CTEKIIO
B ¢ 5% C¢HeOs Ha 3 muH, nodasnsum 3—4 karmum 10% HCl u Bu3yanizupoBaivi ¢ HOMOIIBIO
(yopecieHTHOro ckaHupytoiiero mukpockona Biozero BZ-8100E («Keyence Coy, SInonus).
CreneHb OKpacKu OLICHUBAJIM M0 LIKAJIE, MpeIokeHHOM B padoTte (Sedlarova, Lebeda, 2001).

CermeHThl Oa3abHOM YacTM KOpHEH (UKCMpoBaM B peakTvBe YemOeprieHa,
nepeHocun B 30% 3TaHON M MPOMBIBAIIM JTUCT. BOXOM. CerMeHThI KOpHEN 3aymBaiim B 3%
arapo3e U Hape3aJIu MONEPEUHbIE CPe3bl TOMIMHOMN 45 MKkM Ha BuOpotome («Leica VT 12005,
I'epmanus) (Boerjan et al., 2003). Buzyammzanuio NpoBOAMIIM € MOMOIIBE) MHKPOCKOMA
Olympus [X83 («Olympusy, Anonus).

/lna Konuuecmeenno2o onpeoenenusa cooeprcanusn aueHuna 100 Mr TKaHEH KOpHS
TILATENTHHO MTPOMBIBAITM TOPSYEH TUCT. BOAOW, MOCIE HEHTPU(YTHPOBAHMUS HEPACTBOPUMBIC
YACTUIIBI OCAKIATN U TPOMBIBAIN 96% 3Tanonom. [ 10/TydYeHHBIN CyXO0i OCTATOK PACTBOPSIIA B
TeueHue 2,5 u B pactBope 2,5 ma HCl/sranona. [anee 10 mxn 20% ¢moponmormun-HCl
cvenmBa ¢ 1 M nmpeaputymero pacteopa (Maslennikova et al., 2023). ITocne 30 mun
uHKyOaumu perucrpupoBam  nomowmenne mpu 540 mm  (UV-2800 Unico, «United
Products&Instrumentsy, CITTA).

Jlna  2ucmoxumuyueckoeo OnpeoeneHuAa JOKA3auuu cydepuna OoCyueCTRISUIN
IPOBOJKY IIOMEPEYHBIX CPE30B KOPHEW B CHOMPTOBBIX PACTBOpaX BO3PACTAFOLICH
KOHLICHTPALIMK, 3aTEM B TEYECHUE 5 MUH OKPALLIMBAIIA CIUPTOBLIM pacTBOpoM cynana Ill, nanee
CPe3bl BBLICP)KUBAIM B PACTBOPAX YOBIBAOLIAIN KOHLICHTPALMK 3TAHONA, CTIOJIACKUBAJIA JUCT.
BofIoM W 3akmodarm B 50% mmnepud (®yper, 1979). CyOepuHE3MPOBAHHBIE TKAHU

OKpalMBAIMCh PAcTBOpeHHBIM ¢ 70% 3ranone cymaHom Il B TEMHO-OpaHKeBbIE TOHA,
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(dotorpaduu mosTydeHsl Mpu momMouw QuiyopeciieHTHOro Mukpockona Biozero BZ-8100E
(«Keyence Coy, Snonus) B BUAUMOM 001aCTH COEKTPA.

Jlna eu3yanvHoOil OUeHKU JUZHUHA U CyOepuHa WCTIONBb30BAJIM BOHBIA PACTBOP
oepOepuna remucysbdara (0,1% Bec/ 0obem). 11 yCUITeHUss ”THTEHCUBHOCTH (TyOPECIICHIMA
Cpe3bl JOKPAIMBAIM B TeUeHUE 15 MUH TOyraMHOBBIM cHUM (0,1% Bec/ 00bem) B 0.1M Ob
(pHS,6). Okpamennbie cpe3bl 3akmodami B cMmech 0,1% FeCly/50% mmnepuna wu
NPOCMATPUBAIN C TIOMOILBK KOH(pOKambHOro Mukpockona Olympus FV 3000 («Olympusy,
Snonms) npu yBenmueHuM x20 ¢ HCTIONB30BAHUEM BO30YXKIAFOILIETO CBETA C AJTMHON BOJHBI
488 um 1 quanazona nonmomeHust 520-620 um. BuzyanbHbiii 2Q@exT Obll KOTMYECTBEHHO
nepecuntaH B % C HCHOJNB30BaHWEM MNPOrPaMMHOIO oOecnedeHust s 0OpadoTKU

n300pakennit Imagel (https://imagej. net/Fij1).

2.19. Beigesnienne PHK u onpeaesieHne 0THOCUTE/ILHOTO YPOBHS 3KCIPECCHH

T'€HOB 3aIHUTHBIX 0€JIKOB

Breinenenne ToranmbHoM PHK M3 JMCTEEB pacTeHWil NPOBOIWIA € WCHOIB30BAHUEM
peareHta TRIzol («Thermo Fisher Scientificy, CIIIA) cormacHO MpOTOKOMY MPOWU3BOAMTESISL.
Ouucrtka PHK ot conmyrcrpyromeid JIHK Obia ocyinectriena ¢ nomoribto gpepmenta JIHKaza
(«Cunrom», Poccust). k/IHK Obuta CHMHTE3MpOBaHA € TMOMOIIBIO KOMMEPUYECKOIO Habopa
(«Cuntom», Poccms). IILP mnpoBomunu ¢ WCHONB30BAHMEM — TpaidiMepoB 5
CACCTATTAGCTAGCTAATCAT 3’ (F)u 5> GTACGTACTGTACGTAACATATGTA 3’ (R)
Jy1s ocaenoBarenbHocTell reHa 1aPR-1 (Lu et al., 2011). Dnekrpodope3 mis pa3neieHus
npoaykroB [P npoeommma B 7% IIAAI' ¢ wucnome3oBanem  MiniProteanll
ElectrophoreticCtll  («Bio-Rad», CIIIA). Busyammzaimmio MPOIyKTOB — aMILTM(DUKAIAK
npoom ¢ ucnonmb3oBanueM Gel Doc XR («Bio-Rady», CILIA) nocne okpanmBaHus ress B
teueHre 10 muH B pactBope Opomuctoro stuamst (0,5 r/m). TlomyyeHHble naHHBIE ObLIA
00paboTaHbI ¢ KCMOIB30BAHMEM KOMITHIOTEPHBIX Mporpamm LabWorks 4.6 u TotalLLab Bepcun
2.01 («UVP Incy, CIIIA). Iy onpenencHus pa3mMepa amiyiIMkoHOB ucnonszoBam JIHK-
mapkep GeneRulerTM 100 mu. JHK Ladder («Fermentasy, JlarBus). JlanHble ©
TPAHCKPUTLIMOHHOW aKTUBHOCTH reHa 1aPR-1 ObUTM HOPMATU30BAHBI IO OTHOLICHUIO K TEHY

RILI v ipecTaByeHbI B YCIOBHBIX eMHUIAX (V.€.). (Gimenez et al., 2011).
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2.20. AHa/IM3 WIEMEHTOB CTPYKTYPbI YPO:Kasi, OHOXHUMH4YECKOTO COCTaBa U

Ka1eCTBa 3€¢pHa

dnemenmvl CHPYKHYPbL ypodcan nuteHuypl (JUTMHY KOJIOCKEB, KOJIMUECTBO 3€PEH Ha
konoce, maccy 1000 3epeH, ypo:kalHOCTh 3¢pHa) oleHMBaM comiacHo ([locnexo, 1979;
Benpos, Xamnckwii, 2012).

Maccogyro 00n10 amMUHOKUCIOM B 3¢PHE ONPENCIISUIA MYyTEM PA3NIOKEHUsT 00pas3LioB
KUCJIOTHBIM M IIETIOYHBIM THIPOIM30M C MEPEBOIOM aMHUHOKHUCIIOT B CBOOOMHBIE (POPMBI €
NOJYYeHHEM  (DEHUIITHOKAPOAMUIIBHBIX MPOM3BOAHBIX. VX JanbHeEHllee pa3aeieHue u
KOJIMYECTBEHHOE  OIMPENENICHUE MPOBOAMIIA METOIOM KaMMUIIPHOTO reKTpodope3a Ha
npudope Kanenb-205 («JIromexc-Mapketunr», Poccust) mo FOCT 55569-2013.

Maccogyio 0onro y2nee000e ((hpykmo3snl, 2110K03bl, CaxXapo3sl) B 3¢PHE ONPENEISIIHN C
WCIIOJIB30BAHAEM TIPEIBAPUATEIBHO TOATOTORIECHHOM MPOOBI ¢ TMOCTEAYIOIMM PA3ACIICHAEM,
UICHTU(UKALMEH W OMPEACICHAEM KOMIIOHEHTOB METOIOM KANWJUTSPHOIO AMEKTpodopesa.
H3menpueHHBIH 1 TOMOTEHH3MPOBaHHbIN 00pasel nenTprdyrupoay (5 000 00/mMuH, 5 MUH)
Y aHaM3UpoBa ¢ momoulpro mpudopa Kanens-205 («JIromexc-Mapketnnr», Poccus) B
COOTBETCTBHM € cepT(MIMPOoBaHHBIM MeTo0M (Metommka M 04-92-2020).

Maccogyro 00110 coipo2o Hcupa B 3epHE ONPEACTISIIA TYTEM SKCTPArdpOBAHUS JKUPA
neTponeiHbM 3¢pupom B armapare Cokcriera. 3areM pacTBOPHUTEND YAASIH, 4 OTOMTHIA
ocTarok B3eemBaM B coorsercTBrn ¢ [ OCT 13496.15-2016.

Cooeporcanue maxponemernnwe N, P u K onieHUBaM, COOTBETCTBEHHO, IO METOIMKAM
['OCT 13496.4-93 (1993), TOCT 26657-97 (1997) u TOCT 30504-97 (1997).

Cooeporcanue mukponemennwe Mn, Cu, Zn, Fe n Co onpenensiim METOIOM arOMHO-
abcopOumonnoi cnexkrpockonmu (I'OCT 56372-2015). O6pasuel 3epHa (1 r) momeman B
MyQenbHyro niedb Ha 20 1 ipu 550 °C. TomyuenHyro 301y nakyoupoBam ¢ 0.1M HNO;s (50
M) W (QuasTpoBa. B OT(QUIBTPOBAHHBIX 3KCTPAKTaX ONPEACIUIM  COACPKAHHE
MUKPO3JIEMEHTOB C TIOMOIIIBIO aTOMHO-a0COPOIMOHHOTO criekTpodoromerpa Shimadzu AA-
6300 («Shimadzuy, Sinonwus) ¢ anexrporepmudeckum pacnsumresieM GFA EX-7. Conep:xanne

MAaKpO- ¥ MEKPO3JIEMEHTOB BBIPKAIM B %0 M MI/KT CyXOH MAacChl, COOTBETCTBEHHO.
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Bnasxcnocm, codepofcauue 6&]11(11, Koiuyecmeo U Kauecmeo KJleﬁKOGMHbl,
CWIUIOGI/IOHOC'mb, uucno  nNaoeHuA 3¢pHa NHIICHUIBI OHOCHHMBAJIA IIPpK  IIOMOLIA

uH(ppakpacHoro anaim3zaropa UuppalllOM OT-12 («JIromakey, Pocenst).
2.21. Crarucru4yeckast 00padoTka pe3y/ibTaroB

Bee askcnepuMeEHTBI MPOBOMMIM B TPEX OHMONOTMUECKMX M TPEX-UYETBIPEX
AQHATUTUYECKUX MOBTOpaxX. CTaruCTUYECKYr0 0O0paOOTKY BBINONHSUIM C MCHOJB30BAHUEM
xomierorepHOii iporpammel STATISTICA 6.0 («StatSoft Inc.», CIIIA). Ha pucyHkax u B
TaOIIMIAX MPEICTaBICHBI cpeaHne 3HadeHus (M) 1 ux cTaHaapTHbie oMok (=SE) pu p <
0,05. CraruCTHYECKN 3HAYMMBIC PA3IMYMs MEXKIY CPETHUMHU 3HAYCHUSMHU OLCHHUBAINCH C
MOMOUIBIO TUCTIEPCHOHHOIO aHam3a (ANOVA) ¢ mocieaytonmM NpUMEHEHHEM KPUTEPHSI

Toroxu (p <0.05).
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IJTABA 3. UAEHTUO®UKAILIUA, BUOJOT'MYECKASA AKTUBHOCTD,
POCTCTUMYJIUPYIOIIUE U AHTUCTPECCOBBIE CBOMCTBA
Bacillus subtilis 10-4 HA PASJINUHBIE PACTEHUS

B 310ii miaBe mpoBeneHa MONEKYISIPHO-TEHETHYECKAs WACHTU(UKALMS, UCCIIECIOBAaHA
Ouornornyeckasi akTUBHOCTb Bacillus subtilis 10-4, koTOpblid ObLT B3IT M3 KOJUIEKIMA
MUKPOOPIraHU3MOB J1a00OParopuy  pacTUTEIbHO-MUKPOOHBIX B3aumoneicTeuii  BHUMCX
YOUILL PAH, u npoBeacHa KOMIUIEKCHASL OLICHKA €10 BIIMSHUS TIPYU MHOKYJISIIMKA CEMSIH HA
(eHOTHN, OCHOBHBIC (PU3HONOrO-OMOXMMUUECKHE MapaMeTpbl POCTa W YCTOWYMBOCTH
arpoOKyJIETYP B HOPME M NPH ACHCTBAM Pa3HBIX MO MPHPONE CTPECCOB W MX KOMOWHALMMA.
Beusieneno, uro B. subtilis 10-4 wHrubupyer in vitro poct (PUTONATOreHOB-BO30YAUTENEH
SKOHOMMYECKH OMACHBIX 3a00N€BaHWil pacTeHWi, BKmouas Fusarium spp., Alternaria
alternata,  Phytophthora infestans (maBa 3.1), o0nagaeT KOMIUIEKCOM  CBOMCTB
POCTCTUMYJTUPYIOLIMX OakTepuii (rmasa 3.2); HEPUTOTOKCUYEH B OTHOLIEHUM OTHOMOJBHBIX U
JBYIOJbHBIX pacTeHud (miaBel 3.3, 3.4), KOJOHM3UPYET BHYTPEHHUE TKAHW PaCTCHUMN
(oHmoduT) (masa 3.5); TOJIEPAHTEH K 3aCyX€E, 3aCOTICHUIO, TSHKENBIM METaljiaM, ECTULIAIaM
(maBa 3.6), OKka3bIBacT in planta POCTCTUMYIMPYIOIMIA W MPOTEKTOPHBIA 3(QEKThl Ha
OIHOJIOJIbHBIC (TIIEHUIIA) W JBYAOJBHBIE (CaxapHash CBEKia, Kaprodenb, ropox, (acosb)
PacTeHUs Ha KJIETOYHOM M OPraHM3MEHHOM YPOBHSIX NpH 3aconennu, Cd crpecce, nepunmre
BlIar¥, KOMOMHAIMM JAcpHULMTAa BJIArd C MOPKEHUEM BO30ymuTeneM (Qy3apuo3a U
repOMILIMAHBIM CTPECCOM, MH(PUIIMPOBAHUEM BO3OYIUTENEM albTepHapro3a (maskl 3.4, 3.7).
BbIsiBieHBI Bapralumy B OT3bIBYMBOCTH PACTEHUIA HA MHOKYJISILMIO KIeTKkaMu B. subtilis 10-4
(maBa 3.7), NOpPeaNoONararllve HATMYAEC MHOKECTBEHHBIX CHCTEM PETYISLHAA
B3aMMOJICHCTBUS pacTeHuid ¢ 3HA0QUTHBIMA PGP-OaktepusiMu v HEOOXOOUMOCTB
JETATBHOTO U3YUYEHUS SBJICHUS CNENU(PUUHOCTH UX JCHCTBHS HA PACTECHUS MILEHULBI C

pa3JIMYHBIMHA adallITUBHBIMHU CTPATCIUAMM IIPHU I[G(I)I/II_[I/ITG BJIary.

3.1. Mopd0J1010-KyJIbTy pajibHbIC CBOICTBA, HACHTH(PUKALUS U

AHTATOHHCTHYUCCKAS aKTUBHOCTE B. subtilis 10-4

B mouBax KaKIOH KIMMArMYecKOW 30HBI MMEKOTCS aOOpUIeHHbIE BUAbl Bacillus,
a/IATUPOBAHHBIC K MECTHBIM YCJIOBHSIM. [IepCIEKTUBHBIM TSl HCTIOJIb30BAHUSI B CEJTECKOM
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[Tpnyem, 30Ha WMHTMOMPOBAHWS POCTAa MATOTCHOB ObLIA TOCTOBEPHO BHIIE W
IPEBOCXOMIA MO NOKa3arensaM peepeHcHblid mramm B. subtilis 26]1 (Ttabn. 3.1), uro
CBUJACTEIBCTBYET O €0 MEPCIEKTUBHOCTA B Kaue€CTBE OMOWMHOKYJISIHTA JUISl 3ALUMTHI
pacteHuil. JeWCTBUTENBHO, in planta SKCIEPUMEHTHI C PACTCHUSMH TOATBEPAWIH
cnocoOHoCTh B. subtilis 10-4 k moparieHuro O0e3HeN caxapHOi CBEKITbI (JIacToukuHa v 1p. ,
2018), mmennuel (puc. 3.18, maga 3.7) (Lastochkina et al., 2020b) u kaprodens (Lastochkina
et al, 2020; Pusenkova, Lastochkina, 2024), oOyCIOBJICHHBIH CHHTE30M OaKTEpUIMU
HU3KOMOJIEKYJISIPHBIX METa0OMTOB ¢ AaHTUMUKPOOHBIMU CBOMCTBAMH (pUc. S4—5), BKIIrOUas
munonentuasl cypdakrtunbl ¢ nzopopmamu C13—-C15 (puc. S6) (Lastochkina et al., 2021b),
YTO COMIACYETCS ¢ TAHHBIMHU JIPYyTUX aBTOPOB Jyist pedepercHoro mramma 26/ (Cherepanova
et al., 2021). I'enomublil aHamu3 B. subtilis 10-4 nO3BOAMN JCTEKTUPOBATH HATMUME TEHOB,
KOJMPYIOIIUX CUHTE3 CYPPaKTUHOB (s1fAA, srfAB, srfAC, srfAD, nasB, zinU, yckB, yexD,
teyAd, ubiX, yclE) (maBa 9.2.3), KOTOpBIE paCCMarpUBAIOTCS KaK KJTFOYEBBIC METAOOJMTHI,
00y CIaBIMBAKOLIE TOMUMO OHMOKOHTPONS 1 Apyrue PGP-cBolCTBa, BKITFOUAs KOJTOHU3ALUIO
KOPHEH M MHAYKUMIO UMMYyHUTETA pacteHuid. CooOmanoce, 4to cyp(hakThH y4acTByeT B
JIaTepPaJbHOM PACHIMPEHUM KOJIOHUM, KOJIOHM3AUMKH OaKkTEpHUsIMM NOBEPXHOCTEH pacTeHUiA

(Stoll et al., 2021; Munakata et al., 2022) u UCY (Maksimov et al., 2020).
3.2. Pocrcrumynupyromue u pu3nKo-xuMmu4ieckue cpoiicrea B. subtilis 10-4

Ouenka pocrcrumy/mpyromux cBoiicts (PGP-traits). BeisieieHo, uto B. subtilis 10-
4, aHanornuHo pedepencHoMy mrammy 261, npoayimpyer MYK, cunepodopst u nposBisier
CoCOOHOCTh K (ukcaip armocdepHoro azora (tabm. 3.2). DTH CBOWMCTBA, COMIACHO
JITEPATyPHBIM JaHHBIM, BHOCST BKHBIA BKJIQ] B CTUMYJISIMIO POCTOBBIX TMPOIECCOB
pactenwii (Duca et al., 2014; Benedetto et al., 2017; Tang et al., 2023; Rana et al., 2024). Tectsl
nmokazam, 4ro mramm 10-4 oTpUnaTeNieH MmO OKCHUIA3€ W MOJIOKUTEIICH M0 Karajase, HE
VTUIIM3UPYET TajlakTo3y M HE 0Opa3oBBIBACT WHIONBI W CEPOBOIOPOA, TOJOKHUTENCH TIO
peakimn Doreca-IIpockayspa ¥ oTpUIIATENiCH TO AKTUBHOCTH (PeHMIIaaHUHAC3aMHUHA3HL.
Xotst o OONBUIMHCTBY M3YyUYEHHBIX MPH3HAKOB ITammbl 10-4 u 26]1 Obuin OnMu3ku Apyr K
JpYyTy, HO BBISABICHBI Ppa3IMuMs B CHOCOOHOCTM  YTWIM3UPOBATH HMHOZWUTON U

comoon3upoBars gocdaret (Tadm. 3.2). B yactHocty, miramm 10-4 (B ovume ot 26/1) He
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nposiBIsiI (hocPar-comoOnIM3YOIIEH aKTMBHOCTH Ha cpenie [TnkoBckoid. JlaHHbIN pe3ynsrar
COIIACy€eTCsl C COBPEMEHHBIMU MPEACTARJICHUSMHU O TOM, UTO He Bce PGP-06akTepun ciocoOHBbI
K comooummzanun (ocdarop Ha arapoBoil cpene [IukoBckoi ¢ Tpukanmbimiidocharom
(Kameiposa u p., 2022).

Tabmuua 3.2 — HekoTopble pOCTCTUMYJIMPYIOIIUME W (PU3MKO-XHUMHUYECKHAE CBOHCTBA
B. subtilis 10-4 (o cpaBHEHUIO ¢ pe(PePEHCHBIM ITaMMOM 26/1)

Croit Bacillus subtilis
BOICTBa 104 2601
NVYK, Mkr/n 5,80+02 22=+0,1
[Iponykuus cunepodopos, cM 1,20+ 0,1 1,18 + 0,08
Comroounuzanust hochaTor, Mr/a — +
Duxkcanusi arMochepHoro a3ora, MKr Na/mi/4 0,08 = 0,02 0,13 + 0,03
OxcupasHas aKTUBHOCTD — —
KaranasHast akTHBHOCTD + +
Vrunmsaumst ”HO3UTOJIA - +
-rajakTo3uaasHasi akTUBHOCTD — —
YpeasHasi akTUBHOCTD + +
deHmnalaHuH Ae3aMUHA3HAS aKTHUBHOCTD - —
Peakiusa @oreca-IIpockayspa + +
[Mprveuanue: “+” MOTOKUTEITHHAL PEAKIH (AKTHBHOCTD ACTCKTHPYCTCS TCCTOM); “— OTPHIATSTHHAS PCAKIHA (AKTHBHOCTD
OTCYTCTBYET)

Ilpooykuyua ayxkcunoe. AyKCUHBI — KITHOUYEBBIE (PUTOTOPMOHBI, PETYIMPYFOLIUE
HIMPOKUIA CMEKTP (PU3HOJIOTUUECKUX TIPOLIECCOB PACTEHU OT KOPHEOOpa3oBaHMS 0
TUTOJIOHOIICHNST  (BKJTIOYAst JICTICHHUE, YAJIMHEHHE, TUQPQPEPSHIMALIMIO KIIETOK PacTeHUM,
MpOpacTaHUE CEMSTH, Pa3BUTHE KOPHEH 1 BereratuBHbINA pocT) (Etesami, Glick, 2024). Cpemm
Pa3HOOOpa3HbIX MexaHW3MOB PGP-Oakrepwii, npomayKuusi ayKCHHOB, B YaCTHOCTH UHJOM-3-
ykcycHoi kuciotel (MYK), oTHOCHTCS K KITFOUEBBIM (DaKTOpaM, CTUMYJTUPYIOIIAM POCT U
Pa3BUTHE PACTCHUH, a TAKXKE alanTalMio K cTpeccam M kononmzaimto (Pandey et al., 2017,
Kyzemuna u ap., 2022; Etesami, Glick, 2024). MHOrOUMCICHHBIE UCCIICA0BAHMS MOKA3aJIH, YTO
okono 80% PGP Oaxrepuit cuntesupyror UYK, B 3HAQUMTEIBHONW CTENEHM 3aBUCSIICE OT
NpEIIeCTBEHHUKA L-Tpuntodana, KOTOPbIM CUMTAeTCs OCHOBHBIM CyOCTparoM yisi €€
oOpazosanus (Spaepen et al., 2007; Sessitsch et al., 2012; Tang et al., 2023). UaTepecHo, 4T0
BeIpaboTka UYK Oonee pacnpocrpaHeHa cpemd SHAO(UTHBIX OakTepuid, 4YeM Cpeau
smuutHeIX. K npumepy, n3 363 smudutHbix U 373 3HAOMUTHBIX OaKTEpWii COM OIS
sHpo(uTHEIX Oakrepuid, npoayimpytommx UYK, cocrasuna 34%, a mis snudutoB — 21%
(Kuklinski-Sorbal et al., 2004). Y3 25 wzonsroB sHa0(puTOB MOpKOBH 9 (36%) oOnmanamm
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aktuBHOCTHEO YK 012 o 15 mxr/mu (braroBa u ip., 2014). B Hammx SKCepuMEHTax IITaMM
B. subtilis 10-4 mpomgyumposan 5,8 Mkr/mn MUYK B mpucyTCTBHM MpealuecTBeHHUKa L-
Tpunrodana (tabi. 3.2), 4To comiacyercs ¢ MMEKOLIMMKCSA B JIMTEPATYPE CBEACHUSMH O
TpUunTo(haH-3aBUCUMOM Mexanm3Mme cuHTeda MYK B mMukpoopranmsamax. Ha ceroaHsHuii
JICHb N3BECTHBI PA3JIMUYHBIC TPHNTO(AH-3aBUCHMBIC TyTH cuHTe3a YK Mukpoopranmzmamu,
NPUYEM OIIMH IITAMM MOMKET COACPKarh O0JIee OHOTO My TH, KOTOPBIE HE BCETA CYILIECTBYFOT
OTIENBHO W MOIYT (POpMHUPOBarb WMHTEPaKTUBHbIC >(dekrol. Hampumep, B MerareHOMe
3HI0(pUTOB ObLITH OOHAPY>KeHbI TeHbl cuHTe3a YK 13 Tpunrodana Tpems myTsIMA: WHIOI-3-
aueramuaabiM (MAA), napon-3-mupyBarabiM (U1 1) u tpunramunoBeiM (TAM) (Sessitsch et
al., 2012; Pandey et al., 2017; Zhang et al., 2019a; Etesami, Glick, 2024). Coobmanock, 0
Hamuny UM -yt cuateza YK y MHOIMX acCOLMHUPOBAHHBIX C PACTCHHSMH OaKTepHit
(Azospirillum  brasilense, FEnterobacter cloacae, Psudomonas putida, Mycobacterium
tuberculosis) U HEMATOTEHHBIX 1ITAMMOB Lrwinia herbicola (Koga et al., 1991; Costacurta,
Vanderleyden, 1995; Patten, Glick, 1996; Manulis et al., 1998). ®epmeHT HHAOMWI-3-
mpyBaraekapookcmnaza (IpdC), komupyemblii reHom ipdC (wma ppd(C) xaranusupyer
ITPEBPALLICHUE UHION-3-ITMPYBATa B HHOJ-3-alCTAIBIACTHT, KOTOPBINA MPU OMOILIM HHOJ-3-
ateranbaerua aeruaporenassl (iadl) okucnsercs 1o MYK (Prinsen et al., 1993; Spaepen et al.,
2007; Werther et al., 2008; demopo u ap., 2010). MAA-nyTh xapakTepeH st (PUTOMATOreHOB
(Agrobacterium tumefaciens, Pseudomonas syringae, Erwinia herbicola) u HEKOTOPBIX
HETIATOreHHbIX OakTepuil (Bradyrhizobium spp., Streptomyces spp.). KimtoueBbM (hepMeHTOM
HUAA-nyty sieisiercst AT -3aBrcuMast Tpuntogan-2-MoHookeHTreHasa (iaaM) (Emanuele et
al., 1995), npeoOpazyromias TpuntodaH B UHION-3-alETaMUl, KOTOpasi 3aTe€M TUAPOIN3YETCS
aueramuarvaponasoi (iaaH) no UYK. OcHOBHBIM IyTeM OMOCHHTE3a ayKCUHOB B PACTEHUSIX
cuntactcs TAM-IyTh, KITFOUEBOH (PepMEHT KOTOPOro TpunTodanaekapookennasa (fam, ydc)
W3yYEH y MHOTHX pacTeHnid. OmHako (yHKimonrpoBanre TAM-yTn y OakTepuid 0cTacTCst HE
COBCEM SICHOW, XOTb W Oblla BbIIBICHA TPUNTO(AHACKApOOKCHIa3Has AKTUBHOCTh IS
Micrococcus percitreus (Facchini et al., 2000). He uCKITFOYEHO MCIIONB30BaHME OaKTEPHIMU
Bacillus spp. TpunrtamuHa a8 npoaykimn MYK, TOCKONBKY 3TO OCHOBHOW MYTh,
OOHApY>KECHHBIA CPENy WM3YYEHHBIX HA CErOAHAIIHMKA JIeHb reHoMoB (Zhang et al., 2019a).

Tpunrodan-zasrcrmas mpoaykups YK B MUKpoOpranuamax MOKET OCYIIECTBIISECTCS TaKKe
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U 4Yepe3 UHAON-3-alleTalIbACTUAHBIA MyTh NpH MOMOLM (PEPMEHTA OKCUIA3bl OOKOBOM LEH
Tpunrodana, 4yro ObUIO BIEPBBIE OOHAPYKEHO Y Psudomonas fluorescens (Oberhaensli et al.,
1991). OnHako MeXaHU3MbI, OTBETCTBEHHBIC 3a cuHTe3 UYK y Gakrepmii, OMOCHHTETHYECKHE
NyTH, MPUCYTCTBYIOIIME Y TPaAMIOIOKHATENBHBIX OaKTepuii, B 4aCTHOCTH B Bacillus spp.,
OCTAtOTCSI HE COBCEM sICHbIMM. [lo pe3ymbraraMm (DYHKIMOHALHOW AHHOTAUMH W
OnomH(popMaruueckoro aHanmza TreHoMa B. subtilis 10-4, mpoBeaeHHOro B maBe 9,
YCTAHOBJICHO HAJIMYKE IMyJIA TEHOB, ACCOLIMMPOBAHHBIX C CUHTE30M Tpurntodana (1rpA, trpb,
trpC, trpP, trpD, trpk, trpF, TRPs, 1Sa, TSh, APRT, PRAI, epsN). Kpome T0oro, B reHOME
mrramma 10-4 ObUTM AETEKTUPOBaHBI TEHBI, BOBIIEUEHHbIE B OnocuHTe3 MYK vepesz Ul T-myTh
(rensl amuHOTpaHchepassl (yugH, dapX), aneaerun nervaporenassl (aldH1, aldY, alkH, dhas,
yfimT), wHpon-3-nupyBar  aekapOokcwnasel  (IPAC)), WAA-nyte  (I€Hbl  MHAOM-
aueramuaruapanassl (IAN), aurpunassl 1 (N3)) U MHIOI-3-aleTaNbACTHARBIA MyTh (T€H
WHJIOM-AlCTANTbACT U AETUApPOreHasbl (I4D).

[Tponykumss UYK 3aBucHT OT AOCTYMHOCTH TpunmodaHa B cpeac (Hanpumep, B
KOPHEBBIX JKccyaarax pactenuii) (Bais et al., 2006; anomnukos u ap., 2011; Olanrewaju et
al., 2017). Kak pacreHus, Tak W OakTepuM MOIYT MMETh TPUNTO(AH-3aBUCUMBIC W
HezapucumMble TyTH (Tang et al., 2023; Duca, Glick, 2020). BeisienenHas HaMu ¢ciocOOHOCTb
mramma 10-4 mpoAaynMpoBare ayKCHHBI NIPU KYJIBTHBUPOBaHWM Ha cpene LB (1147 Hr/mun)
MOKET CBUJIETENILCTBOBATH O MOTEHIIMAIBHOM HAJTMUMK TPUNTO(HAH-HE3ABUCUMOIO MEXaHU3Ma
onocunTe3za YK y mramma 10-4 vm ke 00 MCNONIB30BaHMM OAKTEPUSIMUA COOCTBEHHOTO
Tpunrodana it nansHeimero cuatesa MYK. Hannuwme trp-onepona B renome 10-4 Moxket
YKa3bIBaTh HA (1) aBTOHOMMIO B CHHTE3¢ TpUNTO(aHa, TO €CTh OaKTepHs HE 3aBHCHT OT
AK30r€HHOTO TPUNTO(aHa, YTo TEOPETUUECKH 00eryact 3amyck cuaTe3a MYK npu namunn
aJIETEPHATUBHBIX (DEPMEHTOB; (11) ananTaryio K OSTHBIM CpeiaM, K MPUMEDPY, B pu3ocdepe, Te
TpunToQad JMMUTUPOBaH. BMecTe ¢ TeM, TpunTodaH-HE3aBUCUMBIN MEXAHU3M MOYKET UTPATh
BTOPOCTENICHHYIO POJIb, IOTCHIMAIBHO JEHCTBYS KaK KOMIIEHCATOPHBIA MEXaHW3M JUIA
noBbillieHs ypoBHS MYK, korna oCHOBHBIE TpUMTO(AH-3aBUCUMBbIC MYTH HAPYILEHBI WA
meHee akTuBHBI (Tang et al., 2023). CylecTBOBaHME MOATBEPKAACTCS KOCBEHHO. MYTAHTBI
OakTepuid, HECOCOOHBIE CUHTE3UPOBarh TpUNTodaH, BcE paBHO mpoayimpyror UYK. Xors

OMOXMMHYCCKIE MEXaHW3MbI OCTalOTCS HCU3YUYCHHBIMHA, IHPCANOIaracrca HCIOJIbL30BAHHC
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AJIETEPHATUBHBIX TPEALICCTBEHHUKOB (HAaMpUMEp, WHIOAA WM aHTPAHWJIOBOW KHUCIIOTHI)
(CeIpoBa u ap., 2022).

Ipooykuusa cuoepoghopos. CriocodHocts B. subtilis 10-4 mpomyuupoBars CUaECpoQpopsI
(tabmina 3.2) sBnsieTcs €lIe OOHMM BaKHBIM Npu3HakoM PGP-Oakrepuii, 3HAUMTEITBEHO
BIMSIOIMM Ha pocT pacrenuii (Pandey et al., 2017; Pieterse et al., 2014). Cunepodopsr —
HU3KOMOJIEKYJISIpHBIE ~ coenmmHeHnst  (macca <1000  [la), oOmamaromme  BbICOKOH
crelM(UUHOCTEI0 K XEJIaTUPOBaHMI0 MOHOB Fe¥'. MX cuHTe3 mno3BOsET Gakrepusm
3 PEKTUBHO KOHKYPUPOBATH 32 JKENE30 B PU30ChEpe U SHAOPUTHBIX HUILIAX, YTO KPUTHUECKU
BKHO B ycioBusix ero nedumnura (Pieterse et al., 2014; Pandey et al., 2017; Ghazanfar et al.,
2024). SupoduThl, ceKpeTUpyroIMe cuaepodopsl, 00pazyroT KoMIuiekehl Fe* -cunmepodop,
KOTOPbIE TPAHCHIOPTUPYIOTCSI B PACTUTENIbHBIE KJIETKU Yepe3 chelu(pUuecKie peLenTophbl.
Buytpu xnetkn Fe*' BoccranasmmBaercs 10 Fe?', CTAHOBSCH JOCTYNHBIM JAJIsl CHHTE3A
KJTFOUEBBIX OMOMOJIEKYI (TEM U >KeNe30CepHbIC Kinactepsl, npemmectseHankn [THK, AT®). B
reHoMe B. subtilis 10-4 naeHTM(UIMPOBAHBI KJIACTEPHI TEHOB, ACCOLIMMPOBAHHBIE C CHHTE30M
cunepodopoB (dhbC, Feud, FeuB, dhbB, FeuC, dhbk, dhbF, yuil, dhbA, Hypl, Fe-ABCI,
X-ABC3, X-ABC2) (mapa9.2.2).

Qurkcayusn ammoceprozo azoma (Nz). C UCTIONB30BaHUEM Ta30BOI Xpomarorpaduu,
a Taxoke 0€3a30TUCTOM cpebl JmOKr HaMK ObUTO OOHAPY>KEHO, UTo B. subtilis 10-4 obnanaet
CIOCOOHOCTBIO K a3oT(ukcarmu (Tadn. 3.3). ComacHO JaHHBIM JIMTEPATY PbL, SHAOPUTHI MOTYT
OBbITh BOBJICUEHBI BO BECh A30THBIN IMKII, MOCKOJIBKY OEJIKOBBIE JOMEHBI YYacCTBYIOT B N»-
(ukcaum. MUKpPOOHBI a30THBIA LMK MOYTH TOJHOCTBIO TPEICTABRICH B METarcHOME
SHIO(UTOB, XOTS Ppa3HbIE €0 CTaAuM TPEOyIOT Pa3IMUHONW KOHIICHTPALMK KUCIOpOIa:
COITIACHO JIAHHBIM O TeHax, a3poOHast (HUTpH(UKaLKs), MUKPOa3poOHast (azoT(ukcaims) u
aHaPpoOHas (ICHUTPU(UKALMS) YaCTH [MKJIAa YYaCTBYIOT B 3TOM mporecce (Sessitsch et al.,
2012; Rana et al., 2024). [IpoBencHHBI HAMW aHAIWM3 TOJHOTO reHoma B. subtilis 10-4
MO3BOJIUJI BBISIBUTH KJIACTEPHI TEHOB, aCCOLIMMPOBAHHBIE ¢ METAOOIM3MOM a30Ta, BKITHOYAs
PEryJIsIMIo a30TUCTOr0 ooMeHa (g/mG, nrgb), neaurpudukaimto (NarG, NorD, NarH, Nar.J,
Nor(Q), Narl), accumunsiiaro (amt, GOGDP2, GOGDPI, GOGATF PIl, GSI, NsrR),
aMMOHU(pMKALMIO HUTPATtoB W HUTpUToB (NarH, NarJ, NarG, NiRlb, Narl, NiRla), 4to

JIeTaJIbHO OyJIeT PaCCMOTPEHO Jajiee B IiaBe 9.2.
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Conobunuzauua ghocpamos. Oocdop, cocrarmstommii 0,2-10,8% ot cyxoro Beca
pacTeHus, SBJSIETCS BAKHBIM KOMIOHEHTOM JUTsl OJZIEP’KAHUSI VX JKU3HU U UTPACT BOKHYIO
POJTH B MPOIIECCAX META0OIM3MA YITIEPOIA, SHEPrETUUECKOr0 0OMeHa 1 00pazoBaHsi MeEMOpaH,
a TaKke B CHHTE3€ KITFOUEBBIX OMOMONEKyn AT®, HYKIEHHOBBIX KUCIOT U (HochHOIMnuIoB
(Cordell, Neset, 2014; Kour et al., 2021). B arposkocucremMax Ayt J0CTymHOro gocdopa
— OIMH W3 KIIIOYEBBIX JIMIMUTHUPYIONMX (PAKTOPOB  YPOXKAMHOCTH,  CHUYKAFOLIMIA
NpoAyKTUBHOCTh KynbTyp Ha 30-50% (Chen et al., 2023). ¥V Oakrepuii TpaHCIOpT
HeopraHudeckux ocdaror ocyiecTrisieTcs: BbicokoappuuHoit ATD-3aBrCUMOi CUCTEMOH,
akTuBupyemoit pu aedurmre gocdopa (pst, phosphate-specific transport) u Hu3K0aHHUHHBIM
MPOTOHHBIM CHMITOPTEPOM, PAOOTAONMM B YCIOBUSIX M30bITKAa (ochopa (pit, phosphate
mnorganic transport) (Danylovych et al., 2004; Hsieh, Wanner, 2023). B pe3ynerare
(yHKUMOHAIBHON aHHOTaumMK ¢ nomowpto Prokka B renome B. subtilis 10-4 (masa 9)
oOHapy>keHbl TeHbl pstST (phosphate-binding protein PstS1), pstC (phosphate transport system
permease protein PstC), pstA (phosphate transport system permease protein PstA), pstB3
(phosphate import ATP-binding protein PstB 3), a taxxe pitA (low-affinity inorganic phosphate
transporter 1). BeIsiBNEHHBIE HAMM pa3Muks B P-COMOOMIM3Npy oL aktuBHOCTH y B. subtilis
10-4 m 26]1 (tabn. 3.2), BEpOSATHO, MOTYT OBbITb OOYCIOBIECHBI OrPAHWYCHHUSIMH CaMOH
METO/IMKH, B KOTOPOM MCHOJB3yeTcs omuH Tum (ocdara (Tpukanbimiipocdar), Tak Kak
OaKTepuK MOTYT COTFOOMIIM3UPOBATH ONpeaeicHHbIE PopMbl (hoc(aroB 1 ObITh HEAKTUBHBIMU
B oTHOWEeHUM ApyTrux (Kaaeiposa u 1ip., 2022). B nonb3y nposieiieHust ciocoOHOCTH B. subtilis
10-4 noBbIIIATH YCBAMBAEMOCTb PACTEHUSIMA (POCHATOB U3 TIOUBBI MOTYT CITY>KUTh JAHHBIC O
MOBBIIEHNN HAKOIJICHUS MO/ UX BIMSHUEM cozcpkaHust gocdopa B JMCThIX U KITyOHSIX
kaprodens (tadm. S10). 310 comacyercsi ¢ JaHHBIMU JIATEPATYPbl O TOM, YTO WHOKYJISLIUS
dochar-comodunmmzupyrommmu B. megaterium CNPMS B119 u B. subtilis CNPMS B2084
yiy4dliajga ycBoeHue ¢ocdopa M ypoKaHOCTh KyKypy3bl, a TaKKe CHOCOOCTBOBANIA €I0
HakorieHnto B 3epHax (de Oliveira-Paiva et al., 2024). [IpoBeacHHE KOMIUIEKCHBIX
UCCIIEIOBAHUM,  BKJIIOYAsl  MOJIEKYJSIDHbIE  (MIOMCK ~ TE€HOB,  aCCOLMMPOBAHHBIX  C
comoonm3anueid u apyrumu PGP npusHakamu), a Takke in planta aHamu3bl TIO OLEHKE
BIMSIHYSL OaKTEpUAIbHBIX [ITAMMOB Ha POCT W Pa3BUTHE PACTEHUIA MO3BOJISIHOT OOJIEE MOJTHO

OLCHUTD ITPOABJIICHUC MU I10JIC3HBIX CBOMCTB.
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ITpu ucnosb3oBanun konnenTparuu 10! KOE/mn g osca, 10° u 107 KOE/™Min s
PEOBKH, POCT PACTEHMI HE OTIMYAICA OT KOHTPOJIBHBIX BapuaHTOB. BO BCEX OCTaIbHBIX
KOHIICHTPAIMSAX OTMEYCHO YBEJIMUEHHUE JJTMHBI NTABHOTO KOpHS pacTenuii Ha 106—-131% (oBec)
u Ha 105-136% (pempka). MakCUMaIbHOE YBEIMYEHWE IJIMHBI KOPHS B CPAaBHCHUU C
KOHTpOIeM Nokasam konuenTparmu 10° KOE/mMin mis osca (Ha 131%) u 10° KOE/Mit s
penbku (Ha 137%). Takum 00pasom, kieTku B. subtilis 10-4 He MPOSBISTIOT (PUTOTOKCUYIHOCTH
Ha OIHONOJBHBIE W JABYJOJIGHBIC PACTCHUsSI B PAHHHUE CTAWW PA3BUTUS U JEMOHCTPUPYOT

NOTEHIMAIT B KaU€CTBE O€30MacHbIX OMOMHOKYJISTHTOB /ISl CENTLCKOTO XO35CTRA.

3.4. AHAIM3 BJIMSTHUS HHOKYJISILIUM CEMSIH KJIeTKaMu luramma B. subtilis 10-4

B Pa3HbIX KOHIHCHTPAUAX HA pOCT paCTeHI/Iﬁ NIIC¢HUIbI

Jlns oueHku crnocoOHoctw B. subtilis 10-4 perymvpoBarte POCTOBBIE MPOLECCHI
pacTeHuid, nanee B J1a0OPaTOPHBIX YCIOBHSX ObUIO M3YYEHO BJIMSIHUE WHOKYJISIIUM CEMSH
APOBOM MSTKOM MILEHNILI B quana3one kouentpauuii (104, 10°, 10°, 107, 108 KOE/mi) Ha
NPOPACTaHKE, JIMHEHHBIEC pa3MEPBI MPOPOCTKOB, MX CBHIPYIO U CyXYH0 Maccy. OOHAPYKEHO, YTO
WHOKYJISILMSL CEMSIH KieTkaMu B. subtilis 10-4 yenmmumrBana SHEPryto KX MPOPACTaHMs BO BCEX
BapuanTax ot 7% (107 KOE/mi) 10 20% (10° KOE/Mi) 0 CpaBHEHHEO ¢ KOHTPOJIEM (puc. 3.5a).
[Tpumenerre koruenTpammii 108, 10°, 10° u 10* KOE/Mi1 3aMETHO yBEIMYMBAIIO JIMHEHHBIE
pa3Mepbl KOpHE 1 TOOETOB, MPUYEM SIBHOE IPEBOCXOACTBO HAOMFONAIOCH TPH UCTIONB30BAHUI
xoruerTpapy 10° KOE/MI, rie 5T NOKa3are/y IpeBbILIAId KOHTPOIbHEIE Ha 23% u 30%
COOTBETCTBEHHO (puc. 3.50). Ilpu wmcnons3osanuu Kouuentpauun 107 KOE/mn mimna
NPOPOCTKOB ObLIA COMOCTABMMA C KOHTPOJBHBIMH. Pe3ynbTarbl MOKa3aaM, 4TO ChIpas W
cyxas Oromacca 6-CyT IpOPOCTKOB B KOHTPOJILHOM BapuaHTe coctaBwia 2,26 r u 0,37 1
COOTBETCTBEHHO, TOIA KAK B BAPMAHTAX ¢ MHOKYJISILMEH BapbrpoBasa ot 2,62 1 (+16%) u
0,42 r (+14%) no 3,23 r (+42%) u 0,47 1 (+27%) ¢ MakCUMaJbHBIMA 3HAYCHUSAMH TPH
npuMenennn kornentpauuu 10° KOE/mn (puc. 3.58).

B nenom, aHanu3upysi MPUBEIACHHBIE JAHHBIE, MOKHO OMPEACIEHHO CKa3arb, YTO
UHOKYIIums B. subtilis 10-4 oka3bIBACT CTOWKHNA CTUMYIHPYIOMMA 3P QEKT HA MOKazaTenu
pOCTa NPOPOCTKOB MILEHHIBI HA TPOTSHKEHUH BCETO ONbITa. [Ipy 3TOM yCTaHOBIEHO, 4TO
BIIMSIHUE OaKTEPHii HA THTEHCUBHOCTD POCTOBBIX MPOLIECCOB PACTEHHUIA HOCHUT BBIPAYKEHHBIHA

JI030-3aBUCUMBI xapakTep (puc. 3.5a-T).
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POCTOBBIE TApaMETPbl TIIEHHIBI, COMIACYIOTCS € OOUICIPHHATOW B JIATEpParype
napaJnuIrMoii, COTACHO KoTopoii Biusinue PGP-0akTepuii Ha pacTeHusi HOCUT HETMHEHHBIN
xapakrep (Kloepper et al., 1980; Lugtenberg, Kamilova, 2009).

Taxkum 00pa3om, SKCIEPUMEHTHI C KCITOJIB30BAHUEM B KAUECTBE MOJIENIbHOTO 0OBEKTA
MIICHUIBI MOATBEPIWIIA JT030-3aBUCUMOE BiusiHue B. subtilis 10-4 mpu npeanoceBHOM
WHOKYJISILIY Ha POPACTAHUE CEMSIH M FHTEHCMBHOCTB POCTOBBIX ITPOLIECCOB PACTEHUA (PHC.
3.5). B Ka4ecTBe ONTUMAIBHON B CTUMYJIALIAK pocTa oToOpana konueHTparws 10° KOE/m,
JEMOHCTPHPYIOLIAs yBETMUEHUE SHEPrUX npopactanus (Ha 20%), niuHbl KopHe# (Ha 30%)
1 100eroB (Ha 23%), HaKOIIJIEHUE CHIPO 1 cyXoit OnoMacchl (Ha 42% 1 27%) o CpaBHEHUIO

C KOHTPOJIEM (puc. 3.5), KOTOpas UCHOIB30BAIACH B NAJTLHEHIIINX SKCIICPUMEHTAX.

3.5. Ananam3 s3uaodurHocTy wramma B. subtilis 10-4 na pacrenusix

MIIEeHH LB, (pacosu U KapTodest

Komonuzanusi BHyTPEHHUX TKaHEH pacTeHMsl OAKTEpUSMH SBISIETCS OJHUM W3
Han0oJIee BAKHBIX CBUJIETENILCTB UX SHAO(QUTHBIX CBOMCTB M (PaKTOPOM, BIMSIIOLIMM HA
OHMOJIOTHYECKYI0 aKTMBHOCTh B PACTUTENIBHO-MUKPOOHBIX B3ammonchcTBusix (Allard-
Massicotte et al., 2016, Mageshwaran1 et al., 2022; Zhao et al., 2023a). Habnronenue 3a
NOBEPXHOCTHO-CTEPUIIN30BAHHBIMU CETMEHTAMH PACTEHUH MIIEHHUIBI TO3BOJIMIIO BBISIBUTH
poct  OakTepuanbHBIX  KOJNOHMA ¢ MOP(QOIOro-KyJIbTypPaIbHBIMA  CBOWCTBAMM,
UICHTHYHBIMU UCXOIHOMY MHOKYJSIHTY B. subtilis 10-4 (puc. 3.6). Ilpu 3TOM B KOHTpOJIE
(0€3 HHOKYJSIMU) POCT OaKTEpWid OTCYTCTBOBaJ. MONEKyIsipHas HICHTA(PUKALWS
BBIJICJIEHHBIX OAaKTepHii ¢ ncnonb3oBaHueM RAPD-ananmn3a moarBepauia X reHETHYECKOE
COOTBETCTBUE UCXOAHOMY ITamMmy 10-4 (puc. 3.6). AHATOTHYHBIE JAHHBIC OBLITH MOy YECHBI
npu OoueHKe 3HA0PUTHOCTH B. subtilis 10-4 Ha pactenusix acomu (puc. 3.7), ropoxa
(Jlacroukuna u nip., 2023), kaprodens (puc. 3.8). D10 comacyercs ¢ UCCASTOBAHUIMU, T1I€
SHAOPUTHBIE B. subtilis NEMOHCTPUPYIOT CTAOMIIBHYIO KOJOHM3ALMIO TKAHEH PACTCHHH,
BKJTIOUAst KOPHU U CTEONN, Take B yCIoBHsX cTpecca (Mageshwaran et al., 2022). Baxknyto
POJIb B YCIIEUIHOM KOJIOHU3ALMK MOKET UTPaTh CIIOCOOHOCTH Tamma 10-4 CUHHTE3npOBaTh
HUVYK wu, BEpOATHO, APYTMe CHUrHAIBbHbIE MOJEKyabl, Takue kak CK. B nmreparype
coobmanoce 0 BoBneueHMn MYK w CK B (hopmHpoBaHME pPaCTUTENTLHO-MUKPOOHBIX

B3anmoneiicreuii (Etesami, Glick, 2024).
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Kak BuaHO M3 prcyHKa 3.9, BBISBICHO 3aBUCSALICEC OT KOHLICHTPALMH CHHYKEHUE
pocTa OaKkTepHalIbHBIX KJIETOK B TEUCHUE KYJIBTUBUPOBaHUS in vitro (puc. 3.9a,0), HO
mrammbl 10-4 u 26]] coxpaHsuid CIOCOOHOCTh K POCTY (XOTS U MEIUICHHEE, 4YEM
KOHTPOJIbHBIE) KaK B NOPUCYTCTBUM  NOMUATWICHIVIMKONSA, MPENOATCTBYOLIEMY
NOCTYIUICHHIO BOJIBI B KJIETKH (puc. 3.9a), Tak u repounmaa (puc. 3.96,8). Pe3ynbrarsl,
OCHOBAHHBIC HA JTAHHBIX ONTUYECKON MIOTHOCTH (ODgy), TaKKE MOKazaiu, 4yTo 00a
mramma Obitr Oosiee yctoiuuBbl K [191 (puc. 3.9a), uem k repounuay (puc. 3.96). Kpome
TOTO, 3TH WITAMMBI OCBETIISUIA NUTareabHyro LB cpeny ¢ repbunmmom (puc. 3.9r), 4to
MOKHO OBbIJIO HAOMIONATh BU3YAIBHO M MO AAHHBIM ONTHYECKOM MIOTHOCTH. Tak,
3HAYCHHE ONTHYECKON moTHOCTH LB cpenbl ¢ I'6 (0,5 mn/im) cocrapmsiio B cpeaHem 1,9,
TOrAa KaKk B MPUCYTCTBUM INTaMMOB 4epe3 24 yaca MHKyOaumu He npesbimano 0,2.
HMHTEpPECHO OTMETHTH, YTO C YBEJIMYECHUEM KOHLCHTpaUMHM repounmaa OaKTepusiM
TpeOOBAIOCH OOJIBIIE BPEMEHU JJIi OCBETIICHUSI pacTBOpa M Hadaia pocta (puc. 3.90).
BepostHo, B. subtilis 10-4 u 26]] Hapsay ¢ yCTOWUMBOCTBIO K ['0 Takke MOTYT YCKOPSATh
€ro JCCTPYKUHUIO, CBUACTEIBCTBYS O IMEPCHEKTUBHOCTH WX MPUMECHECHHS B 3alIUTE
pacTteHuii oT repOuuMAaHOro npeccuHra. CoracHo, JaHHBIM MOJIHOTEHOMHOTO aHAJIN3a C
nomoltbko Prokka (rmasa 9) B renome mramma 10-4 1eTeKTHPOBaHbI TEHBI, KOAUPY FOLIUE
(dbepMeHT acTepasy (estA, estB), KOTopas UTPAcT BAXKHYIO POJIb KAK B PACTECHUSX, TaK W
MUKpPOOax CcrnocoOCTBYS €CTECTBCHHOMY PA3JIOKEHUIO TepOMIUIOB B OKpYyKaroulei
cpeae (Dutta et al., 2024). Kpome Toro, Obu1 0OHapyxeH TeH phn(), KOOUPYOUIiA
depment amuHoankuiadocdonar N-aneruntpaHcdepasy, 4YTO CBHIACTEIBCTBYET O
noreHnuasie mramma 10-4 B J€TOKCMKanuW  repOMIMAOB  HA  OCHOBE
amunoankuidocdonaros (Hove-Jensen et al., 2012; Jin et al., 2022).

B nuteparype WMEOTCS JaHHBIE O PA3IOKCHUM TEpOMIUIOB SHAODUTHBIMU
Oaxtepusimu  (I'apumora, 2014; Cope-Selby et al., 2017, Lafi et al., 2017) ucnone3ys
MEXAHM3Mbl BHEKJIETOUHOTO OC@KICHUS, CEKBECTPALMH, BHYTPHUKICTOUYHOIO HAKOIUICHUS,
ouorpancopmanmn B MeHee TokcmuHbie (opmbl (Lafi et al.,, 2017, Khare et al., 2018).
Beusienennslii poct B. subtilis 10-4 B mpucytcTBum [0 (puc. 3.90-T) 1 HATMUKME TEHOB estA, estB

U phn() yKa3blBAKOT, KAK HA CIIOCOOHOCTh OAKTEpWiA BBDKMBATH B YCIIOBHSIX BO3ICHCTBUS
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Hrak, Cd- u NaCl-tonepantHelii ramm B. subtilis 10-4 mpr WHOKYISIAK TTPOSIBIISET
BBIPOKCHHBINA MPOTEKTOPHBINA 3(dekT, ocnabnss narnOupyrouiee neiicteue Cd- u NaCl-
UHIYLIMPOBAHHOIO CTPECCa Ha MPOPACTAHUE CEMSH MIIECHUIBL. CXOMHbIA MPOTEKTOPHBIN
a¢ ekt mramma 10-4 Habnronaics v MpH mpopacTaHuu ceMsiH Gaconu (Phaseolus vulgaris
L.) B ycnosusix NaCl crpecca (tadi. S1).

Takum 00pa3om, pe3ysbTarbl JEMOHCTPUPYIOT CHOCOOHOCTh KIIETOK IITamma
B. subtilis 10-4 K poCTy Ha >KUIKUX W TBEPAbIX MUTATEIBHBIX CPeAax C J00ABICHUEM
HIMPOKOrO  JIMana3oHa  KoHueHtpauwii  [10I-6000  (umuTammst  OCMOTHYECKOTO
crpecca/zacyxu), ['0 (mecturuabl) (puc. 3.9), Cd (Tsoxensie metamisl) (puc. 3.11) u NaCl
(3aconenue) (puc. 3.12). BDTO CBUIAETEIBCTBYET O TOJEPAHTHOCTH UCCIICTYyEMbIX OaKTEPU K
aOMOTUYECKUM CTPECCOPaM: OCMOTHYECKOMY (3aCyX€), KCEHOOMOTHKaM (repOuiuaam),
TsokenbiM MetaiaM (Cd) m 3aconenuio. KpoMe Toro, pesysbrarbl CBUAETEIBCTBYIOT 00
3(QPEKTUBHOCTY TPUMEHEHHsT STUX OakTepuid MpU MPEANOCEBHOM HHOKYJSILMA VIS
JIOCTOBEPHOTO TIOBBIILIEHUS! YCTOWUYMBOCTH pacTeHU K a0MOTUUECKUM CTPEcCaM PasimuHOR
STUOJIOTHH, TIPOSIBJISIST BRIPAKEHHBIN MPOTEKTOPHBINA A(PPEKT HA TPOLECCH TPOPACTAHUS U,
KaK CJIC/ICTBUE, MOTCHIMAIBHO HA paHHEE Pa3BUTHE U MOCICAYIOLIMIA POCT pacTeHuit (puc.

3.10,3.11., 3.120, Tabn. 3.4, Tabn. S1).

3.7. Mopdodpu3noornyeckue napaMmerpbl U yCTOHYHMBOCTH PA3JIHYHbIX PACTEHHI

K CTPecCcOBbIM (paKTOpaM cpeabl oA BIAUSIHHEM SHAO(PUTHBIX IITaMMOB B. subtilis

Jlanee Obula MpOBEIACHA KOMIUIEKCHAs OLICHKA BIMSHUS WHOKYJSLUAM CEMSH
SHAO(UTHBIMU B. subtilis Ha OCHOBHBIE MOP(POPH3HOIOTMIYECKIE MPOLIECCH] PA3HBIX BUIOB
pacTeHuii (arpoKyJIbTyp) (37TaKOBBIX, aMAPAHTOBBIX, OOOOBBIX, MACICHOBBIX) U (PHU3MOIOTO-
OMOXUMUYECKIE MEXAHU3MbI UX YCTOMYMBOCTH K PA3JIMUHbIM MO MPUPOJIE CTpeccaM M UX
KoMOWHAIMAM (3acosieHue, BoaHblid aeduimt, Cd crpecc, 3apakeHue BO3OyaUTENEM
aJIETEPHAPUO03a, BOIHBIHN Ae(DUINT + 3apaskeHrEe BO30yauTeeM (py3aprosa, MOUYBEHHAs 3aCyXa
+ TepOMUMAHBIA  CTpPECC), ONPEOENSIOMMM  OCOOCHHOCTH — POCTa,  (POTOCHHTE3R,
OKUCJIUTEJILHOTO U OCMOTHYECKOIO cTaryca. Pe3ynsrarsl MpoJeMOHCTPUPOBAIIU MTPOSIBIICHUE
POCTCTUMYJIUPYIOLIETO M MPOTEKTOPHOrO 3(Ppekra Ha KIETOYHOM M OPraHM3MEHHOM

((peHOTHIIMUECKOM) YPOBHSIX MHOKYJIMPOBAHHBIX pacTeHuii (puc. 3.13) caxapHOH CBEKIBI
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Bo Bcex skcnepuMeHTax YHUBEPCAIbHBIE (O0IIME) PEAKIIMK PACTCHUI B OTBET HA
WHOKYJISIUMIO B. subtilis BKITOYAIM yIIydlleHUE (B Pa3HOM CTEMEHW) MapaMeTPoOB pPoOCTa
(BCXOXKECTh, JIMHA KOPHEW M moOeroB, Omomacca), apXHUTEKTYPbl KOPHEBOW CHCTEMBI
(YIUIMHEHHBIE KOPHH, YCKOPEHHOE (opMUpOBaHHE OOKOBBIX KOpHEH) (puc. 3.13-3.18,
Tabn. 3.5, Tabn. 3.6), 00ycnapIMBAarOLICH MOBBIICHAE YCBOECHUS JIEMEHTOB MUHEPAJIEHOTO
MUTAHUS U MONIOUIEHUSI BOJBI M3 00Jiee NTyOOKKUX CIIOEB MTPU CTPECCE, a TAKKE CHIYKEHUE
YPOBHS BBI3BIBAEMBIX CTpeccaMu OKUCIUTENbHBIX (MJIA) (puc. 3.20) B OCMOTHYECKHX
(mponuH) moBpexaAcHU pactennii (puc. 3.21, puc. 3.22), nogaepaHue MOBBILICHHOTO
YPOBHS (POTOCHHTETHUECKMX IMHUIMEHTOB Mpu crpecce (puc. 3.19, puc. S7), uro
OTPaKaoCch B (POPMUPOBAHMM YIIyUIIECHHOH (B CPABHEHUHM C KOHTPOJIEM) YPOKAHHOCTH
(tabm. 3.5, tabn. 3.7, tabm. 3.8). Hanpumep, oOpaboTka pacTeHMid caxapHOW CBEKJIbI
B. subtilis 10-4, Hapsaxy ¢ KOMMEPYECKMMH OalMIUISIPHBIMK OWOIpenaparamu, KaKk Ha
ocHOBE sHpoduta B. subtilis 26]] (OurocnopuH-M), Tak U1 HA OCHOBE METAOOJIUTOB
B. subtilis (ButannaH), CTUMyJIMpoBajla POCTOBbIE mpouecchl (Tabn. 3.5) W CcuUHTE3
(POTOCHHTETHUECKUX MUTMEHTOB XJI a, X7 b B KOHTPOJBHBIX (HEHH(DUIIMPOBAHHBIX
naroreHoM ) pactenusix (B 1,2—1,9 pasa) u npensTCTBOBAIA UX ACTPAallAd TPH 3apAKCHUU
A. alternata, 4To OTPA3WIIOCH B YBEIMYEHUH TUIONIAIN JTUCTOBOM MOBEPXHOCTH (710 30 %)
¥ Macchl TUCTHEB (B 1,8-2,9 pasza) (puc. S7), a Takke MOBBIIIEHUHA MACCHl KOPHEIIOAOB U

UX CaXapuCTOCTH B CPABHEHHH € KOHTposieM (Tadm. 3.5) (Jlacroukuna u ap., 2018).

Tabmuna 3.5 — HakoruieHue Macchl JIMCTHEB M KOPHEIUIOAOB Y PACTEHHUH CaxapHOM CBEKITbI
(copt Kamnan), a Taroke caxapucTOCTh KOPHEIUIONOB B HOPME U ITPpU MH(PUIMpOBaHH Alternaria
alternata nion, BmsiHMeM B. subtilis 10-4 1 xomMMepyeckuXx OalMLISIPHBIX OHUOIPENaparoB
(®urocnopun-M, Burarnan) (2013 1, moneBbIe 3KCIIEPUMEHTHI )

Macca Ha3eMHOU 9acTy, T Magcca KopHEIIOI0B, T Caxa
2-3 mapst 4-6 may 2-3 mapst 4-6 may HCTO
Bapuant P p Y6opka P p Voopka P
HacTO[IHN HacTOAII N HaCTOAIHN HaCTO[MMHUX CTb,
ypoxas ypoxas o
X JIMCTBCB X JIMCTBCB X JINCTBCB JIMCTBCB A)

3noposbic (HezapakeHHbIC A. alternata)
Konrpons (+) 4458019 14678077 165204265 0,52+0,09 4.33+0.30 550801041 16,7
QOurocriopus-M ~ 6,11+030  2796+082  304.80+2,32 0,92+0,19 10424048 971,00+11,89 179
Burarutan 7.75+051 14258046 425404301 1,17+0.28 494012 970,60+13,03  17.1
B. subtilis 10-4 11,006042  36,7+091 336404469 1,.80+0,12 14124022 114240+1262 183
3apakeHsbie A. alternata

KonTpors (-) 686+022  14.14:113  7120£178 1324009 3374021 27630411 16,1
OurocriopnrM 8844014 15612091 182,0041,99 1814012 7114029 463004533 185
Buranman 468049 11844070 127404206 064011 398015  50220£509 179

B subtilis 104 11212030 2570£142 209404257 2724023 11664023  60720:495 190
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KIYOHSIX M JIACThSIX Makpo- (puc. S10) u mukpoanemenToB (Tadmn. S2) (Pusenkova et al.,
2023). B pesynsrare MHOKYJISIUMKU SHAOQUTAMH BBISBICHO YBEIIMYCHHUE BECA CTOJIOHOB,
KOJIMYECTBA U pazmepa KiryOHel (tadn. S1). XoTs ob1iee coaepkaHue Cyxoro BEMIECTRA U
KpaxMasia B KITyOHSIX CYLIECTBEHHO HE OTIIMYAIOCh OT KOHTPOJIS, HAOMKOOAIOCH CHUKCHUE
YPOBHS pEAyIUPYIOIMX caxapoB (Tads. S3) u yBeIMUEHUE pa3Mepa KpaxMalIbHbIX 3€pEH
(puc. S11). DT pe3yabTarbl JEMOHCTPUPYIOT MOTEHIMAT KOJOHU3AIMKM CEMEHHBIX
MUHUKITYOHEH Kaprodens supodutHeiMu B. subtilis (10-4 m 26/1) (puc. 3.8) mns
NOBBIICHUSI KAYE€CTBA CEMEHHOIO Marepualia, YPOXKaiHHOCTH KITyOHEH W YITydlIeHHs WX
KAQUECTBEHHBIX IMOKA3areyici B TMOJIEBBIX YCIOBHAX. JIaHHOE TOJOKECHUE HALIO
JOCTOBEPHOE MOXATBEP)KACHHE B  pe3yybTarax MPOBEICHHBIX HAMH  MOJEBBIX
uccnenopanuii (Ilycenkosa u ap., 2024; Tlycenkona, Jlacroukuna, 2025).

Ouznonorus OOOOBBIX PAcTEHU YHUKAbHA M3-3a OJHOBPEMEHHOIO BIIMSHUS
PU300MATTBHBIX M SHAO(MUTHBIX HEPHU300MATBHBIX MUKpoopraHu3moB (Vasileva et al.,
2020). YyBCTBUTENBHBIN K 3aCONCHUIO TOPOX (Pisum sativum L.) — BaKHas KyJIbTypa, 4ei
POCT yrHETAeTCsl N30BITKOM TTOYBEHHBIX COJICH.

3aconeHue, KaKk U apyrue a0MOTHYECKHE CTPECCHI, BBI3BIBAET OKUCIIUTEIIBHBIA U
OCMOTHYECKUH CTPEeCC, Hapylmaer BOAHBIA OalaHC (CHWKECHUE TMOMIOIICHUS BOJbI
KOPHSIMH W YCUJICHUE MTOTEPH JIUCTHIMU ) U PUBOJUT K KACKaIy HApyLICHWH: TucOamaHcy
NUTATENIbHBIX BEIIECTB, MOBPEKICHUID MEMOpaH, cOOSM B aHTHOKCHIAHTHOHN 3alluTe,
3aKPBITHIO YCTHUIL M yTHETEHHIO (potocuHTe3a (Mukhopadhyay et al., 2021).

Kax BugHO 13 pucynka 3.15, 3aConeHrue TOPMO3UII0 POCTOBBIE MPOLECCH PACTEHU,
410 OBUTO OKMIAEMBIM U COITIACYETCS ¢ MMEIOLIMMUCS B IUTeparype AanHbiMA (Gupta et
al., 2021a; 2021b). Unokynsiuus B. subtilis 10-4 oka3piBajga CTUMYIHPYIOIIUI B HOPME U
3aIIUTHBIN TPH 3aCONIEHUH SPPEKTHI HA MPOPOCTKU rOPOXa, YTO OTPA3WIOCH B YAYUIICHUN
SHEPIHUH MPOPACTAHUS U BCXOXKECTH CEMSIH, JJTMHBI KOPHEHN 1 HAKOTUIEHUH MX CYyXOH MacChl
(puc. 3.15). DT JaHHBIE COBMAJAIOT C JIATEPATYPHBIMU O OIaroTBOpHOM BiusiHuA PGP-
OaKTepHii Ha POCT M PAa3BUTUE PA3JIMYHBIX BUJOB PACTCHUN B YCIOBHUIX a0MOTHYECKUAX

CTpeccoB, BKtouas 3aconenue (Gupta et al., 2021a; 2021b; Sofy et al., 2021).
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OnHako pe3ynbTarbl B3aUMOJECHCTBUS SHAOPUTHOrO mramma B. subtilis 10-4 ¢
pacTEHUsIMM TOpOXa, W, B YaCTHOCTH, C PailOHUpOBaHHBIM cOpToM ropoxa [lamsTu
XaHrW/IbIMHA, a TaKkKe WX BIHUSHAC Ha JWrHa@ukanuio kopHed (puc. 3.23a)
NPEACTABICHBI HAMU BIIEPBbIC. BhIsIBICHHAS PU UHOKYASLUMHA B. subtilis 10-4 cTumynsioust
pocTa IIABHOTO W OOKOBBIX KOPHEW NpW 3acoieHuU (puc. 3.15B,T) CBHIETENBCTBYET O
3AIUIIEHHOCTA PACTeHUN OT CTpPecca W MOAJEPKKY MX BOAHO-IMUTATEILHOTO PEXKMMA.
KparkoBpeMEHHOE TOPMOKEHME POCTA KOPHS B JUIMHY HAa 4-€ CYTKM B HOPME Yy
OaKTEPU30BaHHBIX MPOPOCTKOB, BEPOSATHO, CBA3AHO ¢ MOAYJSLUEH (PUTOrOPMOHAIBHOTO
Oananca (Barnawal et al., 2017; Eichmann et al., 2021), nepepacnpeneicHueM pecypcoB
WM MHULAALUEH OOKOBBIX KOPHEH. JICHCTBUTENBHO, K 5-M CyTKaM y OAKTEPH30BAHHBIX
yke C(HOPMUPOBAIIMCH OOKOBBIE KOPHH, OTCYTCTBOBAaBIIME B KOHTposie (puc. 3.15r).
OOHnapy>xeHHbIE 3P PekThl BausHus mramma 10-4 Ha pocT pacreHuii ropoxa (puc. 3.15)
MOTYT OBITh CBSI3aHBI C TaKMMH €r0 XapaKTepUCTHKaMu Kak mnpoaykuus HMVYK,
cuaepodopoB, a Takke (ukcaumeid armocdepHoro azora (Tadbm. 3.2), KOTOpBIE
MOIYJIMPYIOT PA3BUTHE PACTEHUI U MHULIMAPYIOT CHMOMOTHYECKOE B3aUMOJICHCTBHE.

VYunTeiBas NO3UTUBHOE BiMsHUE mTamMma 10-4 Ha ropox, McciaeaoBaHus ObLTA
pacMpeEHBI HA APYTYIO BAXKHYH0 O000BYIO KYJIBTYPY — (pacoiib 0OBIKHOBEHHY 1O (Phaseolus
vulgaris 1.) MU OLEHKA YHUBEPCATBHOCTH BBISIBICHHBIX MEXAHU3MOB B3aUMOACHCTBUSI.
Jlns Gonee yeTkoro BbIsiBICHUS >(dekTa Oakrepuii, cnenys noaxoxy Gebeyaw (2020),
UCMOJIB30BAJIM CEMEHA CO CHIPKEHHON BCXOXKECTBIO M TIOBBIIICHHBIA YPOBEHb COJEBOIO
crpecca (2%NaCl).

BeisiBneHo, uTo npeanoceBHas WHOKysuus B. subtilis 104 n 26]] nocToBEpHO
MOBBICUIIA BCXOKECTh CEMSH (acomu: ¢ 39% B konTpose 10 54% (10—4) u 80% (26/1) kak
B HOpME, TaK U MPHU COJIEBOM cTpecce (Tadi. S4). 310 NoATBEPKAACT NOTCHIIMAT JAHHBIX
ITAMMOB Il YAYYIICHHS Ka4eCcTBA CEMsiH. [lapajienbHO BBISIBIEHA BBIPAKEHHAsS
HITAMM-CIIENU(PUIHOCTD (PU3NOTOTUUYECKOTO OTBETA pacTeHuid: oOpadotka 10-4 mu 26]]
BbI3bIBAJIA PA3/IMUHBIC PEAaKIUA B HOpME W mnpu crpecce (tadm. S4). Habmromaembie
pa3AuMsl, BEPOATHO, CBA3aHBI CO  INTAMM-COCHU(PUYHBIMHU  OCOOCHHOCTSIMH
MeTabonu3mMa OakTepui, BKJIKOYAs CHHTE3 PErYJISITOPOB POCTA PACTCHHA M APYTUX

OMOIOTHYECKHN aKTUBHBIX COCIMHCHUIA.
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VY 14-cyTouHBIX pacTeHu# (pacoiv B HOpME MHOKYJISLIMS HE BIIMsJIA HA COACPYKAHUE
Xn a u Kap, Ho cHmxkana ypoBeHb Xi b (puc. S12). Ilpu crpecce (2% NaCl) y
KOHTPOJIbHBIX PACTEHUI HAOIIONANOCh YBEIMUEHUE O0MIEro myna (POTOCUHTETUYECKUAX
nurMeHToB (Xt a+Xu b+Kap). Unokynsauums 10-4 yeunuana 310t 3¢ ek, Torna kak 26/
HE BbI3bIBaJIa M3MeHeHUi (puc. S12a-r). IloBeiienHoe Hakorienne Kap npu crpecce
(ocobenHo mpu 06padoTke 10-4) (puc. S12B) MOKET BBIMOIHATH 3AUIUTHYIO (PYHKIIHIO,
HeiTpanuzys AOK u npeporepamas (HOTOOKUCIUTENBHBIE TOBPEXKACHUS (AHIPHUIHOBA,
Tapuesckuii, 2000; Cuttriss, Pogson, 2004; Gill, Tuteja, 2010), xoTs ux TuHaAMUKA MPU
AKCTpEMAIbHBIX Harpy3kax BapuadOenbHa (Demirevska-Kepova et al., 2006). ITItamm-
cnenupuuHOCTh A(PPEKTOB U yMEPEHHAs POJb MUTMEHTOB B CTPECCOYCTONYMBOCTH
OPEANOaraloT BOBJICUCHUE JOMOJHUTEIBHBIX MEXAaHM3MOB 3aIOUTHL.  MOIYJISLIAA
TOPMOHAJIBHOTO CTaTyca, ONTUMHW3ALMWA KOPHEBOM apXHUTEKTYpbl M MOTCHUMAIBHOU
noctaBku COz saHpodgutamu (10 57% 0T yCBOSIEMOro pacTeHHUsIMHU 1Mo AaHHBIM Rho et al.,
2018), uto moanep;kuBacT POTOCHHTE3 MPH 3aKPBITHIX YCTHHIAX. YBETUYCHUE pa3Mepa
JUCTHEB y 00padoTaHHBIX pacTeHUl (puc. S127,€) TakKe COMIACyeTCsl ¢ YIyUIICHAEM
(oTocHHTETNYECKON 3P (PEKTUBHOCTH.

Pesynprarel maJBHEMIIMX  UCCIEAOBAHWN  IMOKa3ajid, 4YTO MOPEANOCEBHAA
uHOKysius B. subtilis 10-4 okazana Ha pOCTOBBIE MPOLECCH CTUMYJIUPYIOLIUH B HOPME
v 3amuTHeIA pu BoaekcTBun 2%NaCl (puc. 3.16), 12%I120" (tabn. 3.6) u 1 MM
anerara kagmus (Cd) (puc. 3.17) Ha pacTeHUst MATKOH SPOBOI M 0O3UMOM MUIICHUIIBI TTPA
BozacicTBuA 12%I100" (Tabn. 3.6) B HaualbHBIC CTAaUM OHTOIEHE3d, a TAKXKEe Ha
pacTeHust SpOBOM MINEHUIBI NP KOMOMHHPOBAHHOM Bo3ackcTBAM 12%I120I0 u

(y3apuo3sa (F. culmorum) (puc. 3.18).

139















CHWKAJIA €10 y PACTCHUH O3UMOI MINEHUIIBI U (Hacoiv, OHOBPEMEHHO TIOBBIILAS y FOpOXa
(puc. 3.18). 3TH paznuuMsi CONIACYKOTCsI ¢ IBOMCTBEHHOM poibto MJIA — HE TONMBKO Kak
MapKepa OKUCIUTENIBHOTO MOBPEXKICHAS, HO M KaK CUTHAJIBHOM MOJIEKYJIBI, Y4aCTBYIOLICH B

ananraioHHbIx poreccax (Morales, Munné-Bosch, 2019; Hasanuzzaman et al., 2020).

Kononuzaims 3H10(pUTaM1 Ha HAYAJIBHOM 3Tare B3auMOACHCTBUS OOIMHO BBI3BIBACT Y
pacTeHUil IMMYHHBIN OTBET, CXOIHBIN C TAKOBBIM IIPOTHB ITATOI€HOB, HO MO3JKE MY TYAJIACTEI
U30€raoT 3alUTHBIX PEaKLMid X0O3sIMHA U CIIOCOOHBI YCTIEIIHO KOJIOHU3MPOBATh PACTECHUS
(Hardoim et al., 2015; Bnacosa u ap., 2023). OnHuM 13 MEXaHU3MOB 3aUUThI SHAO(PUTOB OT
WMMYHHOIO OTBETA pacTeHmid siBisieTcst AcTokcukamms ADOK ¢ momompro pepmentoB CO/L,
KAT, nepokcraasel, anmkui ruAponepokcuapenykrasbl v apyrux (Bhore et al., 2010; Tian et al.,
2015; Shahzad et al., 2016, Afzal et al., 2019). Ilpu coeamHenun MAMPs ¢
COOTBETCTBYIOLIMMHU PELIEITOPAMU MOTYT BbICBOOOKIATHCS ADK, KOTOpBIE 3ayCKAIOT Kacka
peakiuii, 00eCneUnBarOIMX UMMYHHBIA OTBET. M3bsitne AD®K w3 cpeibl ¢ MOMOIIBIO
yKa3aHHbIX (DEPMEHTOB TOPMO3UT UIMMYHHBIH OTBET (Sessitsch et al., 2012). Tloebimenne MJIA
B MHOKYJIMPOBAHHBIX PACTEHUSIX MOXKET OTPaXKaTh aJaNTAllMOHHBIE MPOLIECCHI, & HE TOJBKO
OKCHJIATUBHOE TMOBPEKACHUE, TOCKOIBbKY MJIA crocoOeH aKTUBUPOBATH 3ALIUTHBIC T€HbI
(Morale, Munné-Bosch, 2019). 310 comiacyercs ¢ konrenimied MJIA kak Mapkepa
YyBCTBUTEIIBHOCTH pacTeHud K sHaopuram (Garipova et al., 2022) m 0ObsCHSET
NPOTUBOPEUMBBLIE JIMTEPATYPHBIE JAaHHBIE: BapblpoBaHue ypoBHs MJIA Oe3 xoppensimu ¢
yraetenueM pocta (Detvanai et al., 2014; TamoSiiné et al., 2018) u ero cBs3b ¢ 30HaAMH
kerTouHoro aenenus (Schmid-Siegert et al., 2012). Harpumep, B SKCIEPUMEHTAX C CAKEHIIAMA
S0I0HU OBLIO0 OTMEYEHO BApbUPOBAHKE KOHIIEHTpai M/IA B 3aBUCUMOCTH OT MHOKYJISIIMA
pa3HbIMM IITAMMaMH, TP STOM OOJie€ BBICOKMH YPOBEHb CHMIITOMOB OKHCIUTEIBLHOIO
cTpecca B OHUX CJy4Yasx COIIACOBBIBAICS C HETATUBHBIM BJIMSHUEM IITaMMa Ha POCT
noOeroB, B JApyruX — ypoBHM MJIA ObUlM CONOCTABUMBI C TAKOBBIMH Y IITAMMOB,
CTUMYJIMPYIOLIMX POCT U nipoudeparpiro moderos (Tamositng et al., 2018). [1pu uHoKysimn
puca SHA0(PUTHBIE OaKTEPUK BbI3bIBAIM KOHTPACTHBIC PEAKIIMK PACTEHUIA MO ypoBHIO MJIA,
COXpaHsisl TP 3TOM PacTeHus MeTaOOIMYECKH COaNaHCUPOBAHHBIMM 0O€3 TPU3HAKOB
yraetenust pocta (Deivanai et al., 2014). Beicokue ypoBan MJIA Oblin 0OHApY>KEHBI B

JICTSIIIMXCS KJIETKAX B 30HE Mpoymdepaiii KIETOK KoHunmka kopHst Arabidopsis (Schmid-
144



Siegert et al., 2012). BeisiBIcHHOE HaMKM CYHIECTBEHHOE yBenuueHne MJIA B
WHOKYJIMPOBAHHBIX PACTEHUSX ropoxa B HopMe (puc. 3.20), BEPOSTHO, OTPAKAET CUCTEMHYIO
NEPECTPOMKY MOA  JNEHCTBMEM  CUTHAJIBHBIX  (PAKTOpPOB  OakTepwid,  3amyCTUBILMX
a/IaNTAMOHHBIE MMPOLIECCHl PACTEHMs, BKITFOYAs KJIETOYHOE ACIEHUE (MOSBICHHE OOKOBBIX
KOpHE# ) (puc. 3.151), Onaronapst MPOAYKIMK OAKTEPUSIMU CTUMYJTUPYOIIUX POCT COSTMHEHUIA
(tabm. 3.1), aHaNOrM4HO JaHHBIM O CBsi3M MJIA ¢ 30HamMu KJIETOYHOTO JenieHust (Schmid-
Siegert et al., 2012). BeisiBneHHOE CHM>KeHME YpOBHS MJIA B HOpME Y MHOKYJTMPBOAHHBIX
pactenuii (pacomu v 03uMOM muieHUIbl (puc. 3.20), BEPOSTHO, MOXKET OBITh CBSI3QHO C
HECKOJIbKUMU B3aUMOCBSI3AHHBIMM MEXaHW3MaMM, BKJTIOYAs AKTMBALMIO AHTOKCHAAHTHBIX
CHCTEM JIAKE B OTCYTCTBUE CTPECCA; YIyULICHHE META0OIMYECKOTO cTaryca (OakTepraibHbIC
(PUTOTOPMOHBI, OCMOMPOTEKTOPhl ONTUMHU3UPYIOT KJIECTOUYHBIM METabOMM3M, TMOBBILIAIOT
3 PeKTUBHOCTE (POTOCHHTE3A U CTAOMIM3UPYIOT MEMOpPAHBI), YAYYLICHHEC MHHEPAITBHOIO
nUTaHus, rammocnenpuunble 3QQPEKTl (Peakiyss PACTEHU MOXKET 3aBUCETh OT
CIIOCOOHOCTH KOHKPETHOIO IlITaMMa MPOAYLIMPOBATH OMOTIOTMYECKH AKTUBHBIE COCTUHEHUS ),
npegafanTamys K crpeccy (cHmwkeHne MJIA B HOpME MOXKET OTpPakKarb COCTOSHHAC
"METa0OIMYECKOH TOTOBHOCTH' K TMOTEHLIMAIBHOMY CTPECCY BCJCACTBUE WHIYKLIUA
3HA0(MUTOM Cad0i CHTHAIBHOM HArpy3KH, aKTUBHMPYsI T€HBI 3ALIMTHBIX MyTEH, Hapumep,
CHHTE3 OCMONPOTEKTOPOB WJIM IHANEPOHOB). J[s TMOHMMaHWS CJIOXKHBIX MPOLECCOB
OKMCITUTENTBHO-BOCCTAHOBUTEIIBHON OMOTIOTMH MMEET 3HAUYEHUE OalaHC MEXIY MPOMYKLMEH,
AMUMUHALMEHR 1 niepenadeii curHamoB MJIA, oOycCrtoBIMBAOIIMI BEDKMBAEMOCTE PACTEHHN B

ycnoBusix ctpecca (Morale, Munné-Bosch, 2019).

JIns moniepskaHusi BOAHOTO TOMEOCTa3a MNpPH  CTPECCE PACTCHMS AKTHMBUPYHOT
AKCIPECCHI0 TEHOB MIANECPOHOB, MPOTEa3 M KX WMHTMOMTOPOB, & TAaKXKE CHHTE3UPYHOT
HU3KOMOJIEKYJISIPHBIE OCMOITPOTEKTOPBI (AMUHOKHUCIIOTHI, caxapbl, OcTaunbl) (Morale, Munné-
Bosch, 2019; Hasanuzzaman et al., 2020). Oco0yro ponb urpaer nponvs (Kavi et al., 2015) —
MHOTO(YHKIMOHATbHAS! MOJIEKYJIA, BBIMTOJHSIOIIAS OCMOPETY/ISTOPHY 0, AHTHOKCHJAHTHYIO U
CTaOWIMBUPYIOIIYIO (PYHKIIMH, Ybsl aKKyMYJISIIUSI KOOPIAMHUPYETCS C PEIOKC-CHCTEMO. B
HAlIMX SKCIEPUMEHTAX PA3JIMYHBIE CTPECCOBBIE BO3IEHUCTBHS JOCTOBEPHO YBEIMUMBAIIA
CONEpKaHUE MPOJIMHA Y BCEX M3YYEHHBIX BUAOB pacteHmii (puc. 3.21). 31o comacyercs ¢

JIATEPATYPHBIMU JaHHBIMA W CBUACTENBCTBYET 00 aKTMBAMK (PEPMEHTOB OMOCHHTE3A
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OTH JTAHHBIE COMIACYIOTCS C JIMTEPATYPHBIMU JTAHHBIMU O BHAOCHCHU(PUUHBIX d(deKTax:
Hanpumep, uHokymsimst B. cereus BST YS1 42 w B. marisfavi CHR JH 203 nonaensina
BBI3bIBAEMOE 3aCOJICHUEM HAKOIUICHHE MPOJIMHA Y PACTEHUIA ropoxa M OKa3blBajla 3allMTHBIA
3¢ dEKT HAa KX POCT, TOrNA KaK B HOPME, HAITPOTHUB, HAOMFOIATIOCHh YBETMUYECHHUE €I0 HAKOTITICHHUST
(Gupta et al., 2021), 4T0 OATBEPKAACT CIOKHYEO KOHTEKCT-3aBUCUMYHO MPUPOIY PETYIISLIAN
ocmormtoB PGP-0akrepusimu.

[ToBbieHMe MpoTMHA MPHA OAKTEPUATTBHON HHOKYJISILIAM B HOPME MOYKET OTPAKaTh €10
y4acTE B MOJJIEPKAHUM BOMHOTNO OajlaHca, OCJIKOBOM OOMEHE W CHHTE3€ COCMHEHWM,
PErYIIMPYIOLIMX POCT W MpeafanTauuio K aepuuuty Boabl. OIHAKO, OCTACTCsS CHOPHBIM
BOIPOC. HAKOMJICHUE TPOJIMHA SBJSIETCS CHMITOMOM CTPECCOBBIX TMOBPESKICHUA WM
MOKA3aresyieM yCTORUMBOCTH K cTpeccy (Moura et al., 2010). HeoHo3HaUHBIH XapakTep CB3U
MEXKTY CONEPYKAHAEM MPOJIMHA M CTPECC-YCTOMYMBOCTBIO PACTEHHI MOYKET OBITH 00YCIIOBIEH
Pa3IMYHON CWJIONM CTPECCOBBIX BO3NCHCTBHA B PA3HBIX OKCHEPUMEHTAX M CIIOYKHBIM
B3aMMOZICHCTBHEM TIPOJIMHA C IPYTUMH CTPECC-NPOTEKTOPHBIMUA CUCTEMAMH, B YACTHOCTH, C
(epmeHTarBHOM aHTHOKcMAaHTHOH (UetHa w ap., 2016). BeposTHO, BBISBICHHBIE
W3MEHEHUs MposimHa (puc. 3.20) B COUYETAHUM € 3aMTON pocta pactenuid (puc. 3.13-3.18),
NOATBEPXKIAOT €10 MONMM()YHKIMOHATIBHOCTE. OCMOPETYJISILMS, 3aLIATA MAKPOMOJIEKYJT OT
A®K (Moura et al., 2010) u Bo3MO)kHOE ydacTue B OnocuHTtese auranHa (Guan et al., 2019).
OOpamiaer Ha ceOs BHUMAHKE, YTO MO ACHCTBUEM PA3IMYHBIX CTPECCOB MHOKYIISILAS b.
subtilis 10-4 cHMXajia ypOBEHb HAKOTUICHHS MTPOJIMHA Y BCEX UCCIICOBAHHBIX PACTEHUH,
KkpoMme o3umoil muieHuibl (puc. 3.21). CormnacHO CIIOKUBIIUMCS MPEICTABICHUSM,
OPOJIMH CIIY>)KAT MApPKEPOM OCMOTHYECKOTO CTPECCa, OTPAKAIIUM  AJaNTHBHYIO
nepecTpoiiky metadbonm3ma. Kak nokasanm pe3ysbTarbl CPABHUTEIBHOM OLIEHKH BOAHOTO
oOMEHaA y 03UMOU M SPOBOI MIICHUI, MHOKYJISIIIUST OKa3bIBajia 3alUTHOE JACHCTBUE HA
napaMeTpel BOOHOTO oOMeHa y 00oux pacrenuii nmpu 191 -uHaynupoBaHHOM aeduuuTe

BoibI (puc. 3.22) (Lubyanova et al., 2023).
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PerynupoBanue BOJHOTO CTaryca CENbCKOXO3SHCTBEHHBIX KYJIBTYP HWMEET
JKU3HEHHO BaYXKHOE 3HAYCHUE IJsi 00ECHeueHUst YCTOWYMBOCTH K 3acyxe. OQHOH u3
NEPBBIX (PU3NOJOTUUECCKUX PEAKIMI PACTEHMI, BBI3BAHHBIX AEQULMTOM BOBI, SIBIISICTCS
yMmeHblieHue yerbrunoit menu (Marcek et al., 2019; Mickky et al., 2020; Tatar et al.,
2023) ¥ WHTCHCHBHOCTh TPAHCIUPALMA HAMNPSAMYIO CBSi3aHA C 3THUM IPOLIECCOM.
VYCTaHOBIJICHO, YTO NOJOXKUTENBHOE BIMsIHUE B. subtilis 10-4 Ha pa3MyHbIEC MapaMeTPsb
pocra (ayiMHa KOpHEH M MOOEroB, HAKOIJIEHUE CBHIPOM M CyXoi Omomaccel) (Tadim. 3.6)
COIMPOBOKAATIOCH MO3UTUBHBIM WX BIMSIHAEM HAa BOJAHBIA OaliaHC YA3BUMBIX K 3aCyXe
MOJIOJBIX TPOPOCTKOB SIPOBOM M 03UMOM MIIEHUIBI (pruc. 3.22), BKIKOYAs YBEIMUYEHUE
uHTeHCHBHOCTH TpaHcnupanuu (T1) (puc. 3.22a,0), OTHOCHTEIBHOTO COAEPKAHUS BOJBI
(OCB) (puc. 3.22B,r), OCMOTHYECKOI0 MOTEHIMAJIA KIIETOUHOTO coKa (puc. 3.2211,K) B
CPaBHCHHUU C KOHTPOJBHBIMH PACTEHUSIMH, TMOABEPrHYTHIMH CTpeccy. BeposTHO,
BBISIBJICHHBIE PA3JIMYMsl B HAKOIUICHWH MPOJMHA MOTYT OOBACHATBCS TEM, YTO O3MMAst
NIICHALA WCIIOJIb3YET MPOJIMH HE TOJMBKO KAaK OCMOJIAT, HO M KaK KPUOMPOTEKTOP st
3ammTel MeMOpaH TOpHU TEMIIEparypHbIX KoseOaHusix. OTCYyTCTBUE B JIUTEPAType
CPaBHUTENBHBIX JAHHBIX MO BIUSHUIO S3HIA0(PHUTOB HA BOAHBII OOMEH Y 03UMBIX U SIPOBBIX
(OopM MIIEHUIBI TOJYECPKABACT HOBU3HY HALINX PE3YJIBTATOB.

OOHapy>keHHbIE YPPEKTHI TOATBEPIKAAIOT, UTO SHAOPUTHBIC OakTepun B. subtilis
10-4 peanusyeT 3amMTy 4Yepe3 BUAOCTECUU(PUUHBIE (PU3NOTOTUYECKUE NYTH: Y SIPOBOM
NIICHALBI — TPEUMYILIECTBEHHO YEPE3 ONTUMH3ALMIO OCMOPETYIISLIHA, Y O3UMOH — Yepe3
KOMOMHALIMKO OCMOMPOTEKIMM W TOAJACP)KAHUS TUAparalMd TKaHei: Ooubliee
NOMTOLIEHUE BOJIbI, YTO OTPAKAETCA HA ChIPOM Macce, AMHE pacTeHwid (Tabim. 3.6),
uHTeHcuBHOCTH TpaHcmmpayu (T1) u OCB (puc. 3.22). OTH JaHHBIC PaCIIMPSIOT
koHuenuuto PGP-neiictBust  Oaktepmii, ykaspiBas Ha HEOOXOIMMOCTH — ydeTa
(PEHOTUMMYECKIUX 0COOEHHOCTEN PACTEHUS-X03MHA TPH pa3padoTKe Ouonpenaparos.

[TapainenbHO ¢ peryiasiuueil 0CMOTHYECKHAX MPOLIECCOB, KIKOUEBBIM 3JEMEHTOM
CTPECCOYCTOWUYMBOCTU SIBJIIETCS YKPEIJIEHUE KIICTOYHBIX CTEHOK. [IOCKONBKY MPONHH
CITy>KHT MPEALIECCTBEHHUKOM AJIsi CUHTE3a KIFoUeBBIX (peHunmponanonaos (Kavi Kishor
et al., 2015), TOrM4HO NPEANONOKHUTH €0 BOBICYEHHOCTD B IMTHA(PHUKALIMIO — MPOLIECC,

KPUTHYHBIA JUIsl YKPETUICHUS. 3HI0- W 3K30J€PMAJIbHOIO aroIUIACTUYECKAX OapbepoB,
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UTPAKOIIUX BAKHYIO POJIb B 3AILUATE KIETOUHOM CTEHKH PACTEHUH B LIEJIOM MPH CTPECCax
(Xie et al., 2018). Cpenn paznuyHbIX (PEHOJIBHBIX COCTUHEHUN KIIETKHU JIATHUH OTBEYAET
3a TpUIAHUE MEXAHWYECKOH MPOYHOCTH M JIOJTOBEYHOCTHM TKAHEH W BAKEH JUIs
NPABWJIBHOTO POcTa W pa3BuTust pactenmid (Xie et al., 2018; Jha, 2017) Onaromaps
OOJIETYECHHUIO TOKA BOJIbI M MOAJAEPKAHUIO CTPYKTYPHOM LIETTOCTHOCTH COCYAOB KCHJIEMBI
BO BpeMs cTpecca. Mexy TeM, KOMIPOMHUCC MEXKIY POCTOM M 3aIUTON PACTEHUI UMEET
OCHOBOTIOJIATAOIIEE 3HAYECHUE I ONTHUMAIBHOTO POCTa M aJanTaluu PACTEHUH B
MEHSIOUICHCS OnoTHYeCKO/adnoTnueckoi cpene. CUMTaeTCsi, 4YTO HSTOT MPOIECC
BKJIFOYACT MEPEPACTPEACIICHAE PECYPCOB MO Pa3HbIM MyTsaM. YacTo HaOIHOAAIOCh, YTO
CpPear BTOPUYHBIX KOMIOHEHTOB KIIETOYHOW CTEHKM M3MEHECHUE OMOCHMHTE3a JIMTHUHA
NPUBOAMT K U3MEHEHHSIM KaK B POCTE, TaK M B 3aluTe. OAHAKO, KaK PErYIUPYETCs 3TOT
MIPOLIECC, HA CETONHAIIHAA JECHb OCTACTCS B 3HAYUTEIBLHONW CTEIEHH HEACHBIM U
HENPEACKA3yeMbIM M3-3a OrPAHMYCHHOIO MMOHMMAHHWS JISKAIUX B KX OCHOBE
mexann3MoB (Xie et al., 2018). Cnemyer OTMETMTB, YTO K MOMEHTY Hayajla Hallux
UCCIICIOBAHUM CBEJICHUS O BIMSHUM 3JHAOQUTOB Ha JHMTHU(UKALWIO PacTEHUA
OTCYTCTBOBaIM, a B OTHOWICHWM PGP-Oakrtepuii Obumm enmHMuYHBIMA. Hanpuwmep,
Pseudomonas aeruginosa m B. megaterium 3allAIIATA KyKypy3y OT MOBPEKICHHIA,
BbI3BAHHBIX 3aCOJICHUEM, HApSAAYy C YCWICHHMEM pOCTAa PACTCHUM, PEryJIHMPOBAHHEM
COACpXaHWsl  BOJABI, TOBBIMICHHEM  COAEpkaHus  (EHONOB, (PIABOHOMAOB W
AHTHOKCUJAHTHBIX (DEPMEHTOB, YTO COMPOBMKAAIOCH yCHIIeHUEM urHudukanuu (Jha,
2017). Hamwm naHHblE MPOACMOHCTPUPOBAIA 3HAYMMOE YCHJIEHWE JTUTHA(DHUKALMKA B
KJIETKaX KOPHEH MPH MHOKYJISIMA SHI0PUTAMU B YCIOBUAX 3aconeHus (puc. 3.23a) u Cd
crpecca (puc. 3.230), CBUACTEIBCTBYS 00 YKPEIUICHUH OapbEPHBIX CBONCTB PaCTEHUIA.
OTUM, BEPOATHO, OOYCIIOBICHO CHIDKEHME YPOBHS MOBPEKIAOLICTO JACHCTBUS
(pUTONATOreHOB HA WHOKYJIMPOBAHHBIE PACTEHMS IMIIEHUIBI U MOTEPA UMHU BOABI MPH
AeuUUTE BIArd, a TAKXe CNOCOOHOCTH pacTeHwid B ycioBusix Cd crpecca CHHXKATh
HakorjieHre MOHOB Cd B KOPHSIX M MPEMSATCTBOBATH MX TPAHCIOKALMH B HAJI3EMHBIC

yactu (noberm) (puc. 3.228).
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Madhaiyan ¢ coasr. (2007) Obuta nokazaHa cioCOOHOCTh HAOPUTHBIX OAKTEPHiA
Methylobacterium oryzae w Burkholderia sp. moBbllIaTh TONEPAHTHOCTh PACTCHUMN
TOMATOB K HUKEITIO W KaJIMUIO, XOTsI MEXaHU3MBbI HE OBbIJIM PACCMOTPEHBL. B BBISIBIEHHOE
NOBBILIEHHE YCTOWYMBOCTH WHOKYJIMPOBAHHBIX PACTCHUM, CYIIECTBEHHBINA BKIIAT MOXKET
BHOCHUTB CIIOCOOHOCTDH OAKTEPHUH €IIE A0 BO3ACHCTBUS CTPECCOPOB YCKOPSTH OTJIOKEHUE
JUTHUHA B KJIETOYHBIX CTEHKAaX KOpHe#l (puc. 3.23a,0), popmupys OGapbep NPOTHB
TOKCHYHBIX KOHOB ¥ CHUYKAsi OKUCIUTENBHBIE (pUC. 3.19) 1 0CMOTHYECKUE MTOBPEKICHUS
(puc. 3.21, 3.22). 210, OAHAKO, HE MPEHATCTBYET MPOSBICHUIO POCTCTUMYIUPY FOLIETO
neiicteust (puc. 3.13, Tabm. S4), BeposaTHO, Onaromaps NPORYKUUH OaKTepualbHBIX
AyKCUHOB W APYTUX POCTPErYJIMPYOIUX METa00aUTOB (Tadn. 3.2).

OCHOBBIBAsICh HA CBEJICHUSAX O CIOCOOHOCTH MPOJIMHA BIMAATH HA POCT U PA3BUTHE
pacTeHHil MmyTeM KOOpAMHAUMKU ¢ OnocuHTEe30M jurHuHa (Guan et al., 2019), MmoxxHO
OPEANONOKUTh, YTO BBISBICHHOE B HOPME CHWXCHHE MNPOIMHA B 0OpabOTaHHBIX
mraMMmoM 10-4 pactenusix ropoxa (puc. 3.21) CBS3aHO € €ro pacXoA0BaHUEM JUTsl CHHTE3a
JurauHa (puc. 3.23), BHOCSIIETO BKHBINA BKJIAJ] B 3alUTY PACTCHUA OT OCMOTHYECKHUX
(puc. 3.21, 3.22) n oxkucnutenpHbIx (puc. 3.20) NOBPEKACHUNA KIIETOK NPU 3aCOJICHHAN
Onarogapst KOpHSM, MMEKOIIMM NPOYHBIA Oapeep (puc. 3.23a,0), 4TO NPEMSITCTBYET
NPOHUKHOBEHUIO TOKCUYHBIX MOHOB B KJIETKM (puc. 3.23B). BMecTe ¢ TeM, y pacTeHMid
(acosm ¥ ropoxa B HOPME WHOKYJISIUS OJJHUM M TEM k¢ mrammoM 10-4 comocTaBumo
yCWIMBaja JUTHA(PHUKALMIO KIECTOK KOpHEW (puc. 3.23a), Torma Kak OPHUBOAWIA K
NOBBILICHUIO COACPKaHUs MPOJIMHA Ast Pacoiu, a Juisl FOPOXa, HAMPOTUB, TOCTOBEPHO
cHkana (puc. 3.21), yka3biBas Ha aJlbTEPHATUBHBIC PETYIATOPHBIC MYTH.

OTH JaHHBIE MOTYEPKUBAIOT CJIOKHYH0 BUI03aBUCUMY KO TPUPOY B3aUMOACHCTBHS
"3HA0PUT-pacTEHUE" B KOHTPOJIC JIUTHUPHUKAMU. BMecTe ¢ TeM, yCUIICHHAs SHA0PUT-
OMOCPEIOBAHHAS JIMTHU(PUKALMS KOPHEN HE TONBKO MOBBIIIAET CTPECCOYCTOHUYMBOCTD,
HO ¥ (popMupys PyHKIMOHATIEHO ONTUMHU3UPOBAHHYIO KOPHEBYIO CUCTEMY (YBEITHUYEHUE
MEXaHUYECKOH TMPOYHOCTH MPOBOAAIIMX NYYKOB, MNOBBIIEHUE 3PPEKTUBHOCTH
BOJIOTIOITIOLIEHHS ) MOYKET HAMPSAMYIO BIIMATH HA MPOAYKTUBHOCTh PACTEHUI B MOJIEBBIX

YCIIOBUSIX, YTO IOATBEPKAACTCS JAHHBIMU IO ypOskaifHOCTH (Tadm. 3.7).

152



Tabmuua 3.7 — BiussHue nHOKy sty SHA0(PUTHBIMU Oaktepusimu B. subtilis 10-4 n 26]]
HA YPOKAHHOCTh PA3IMYHBIX arPOKYJIBTYP B MOJIEBBIX YCIIOBUSAX

Bapuant Sposas mieHua CaxapHasi cBexna Kaprodens ®daconp
(copr Barnkupckas26) (copr Kamman) (copt bamkupckuii) | (coprt 3os0TrcTas)
VYpokaitHOCTb (11/Ta)
Konrpornb 24 3¢ 44 3¢ 25.4° 17 4%
B. subtilis 10-4 38,5 (+30%) 85,6a (+93%) 28,5 (+11%) 18°(+4%)
B. subtilis 26]1, 29.4° (+21%) 72,8b (+64%) 273 (+7%) 24.3*(+39%)

Bwmecte ¢ Tem npubaBka MPOIYKTUBHOCTH PACTEHUI B MOJEBBIX YCJIOBUSX 3HAYMMO
BapHHPOBAJIA 3aBUCUMOCTH OT BUIA pacTeHusl. CylleCTBEHHAs TPUOaBKa B ypoKae caxapHOH
CBEKJIbI, HA Hall B3MIAA, MOXET OBITh CBsSI3aHA C CHUHEPIETUUECKUM TOJIOKHATEITLHBIM
B3aMMOJICHCTBHAEM OAKTEPHii C OMOIOTMYECKH AKTHBHBIMU COETMHEHUSIMH, KOTOPbIMU ObLTa
NPOMUTAaHA MPOM3BOAUTENIEM 3alMTHAsA 00ONMovKa ceMsiH. KacarenbHO Apyrux KymasTyp,
CEMEHA HE NOABEPrajMCh JIOMOJHUTEIBHBIM IPOTPABIMBAHMAM W 00paboTkam, a
MaKcUMasibHas nprdaBka ObUia OTMEYeHa i SpoBoi mineHunpsl (2020 1) B BapuaHTax ¢
npumeHeHueMm mrammoB 10-4  (+30%) wu 26]1 (+21%). MakcuManbHasi Bapualys
3(hPEKTUBHOCTH MHOKYJISIIMM ObLT OTMEYeHa Ui (pacoyiv: B 3aBUCHUMOCTH OT IITaMMa
npudaBka ypokast BapprpoBaia ot 4% (10-4) no 39% (26/1).

Tabmuia 3.8 — CTpyKTypHBIH aHAM3 W MPOAYKTMBHOCTh MSTKOM SIPOBOM MINECHUIIBI COpTa
bamkupcekan26 (2020 1., HoNeBbIe ONbITHI)

Bapuant Yucno Jnuna Jnuna Konuuectso Macca Ypoxait
MPONYKTUBHBIX |  KOJIOCA KoJioca cemsiH (T./ CeMsTH (1/ra)
crebneti (tut/ | cpemHsist CyMMapHast pacrt.) (r/pact.)
pacr.) (cm) (cm)
Konrpornb 1,03+0,03° 6,23+0,19° 6374018 193+12° 0,63+0,04 24.3+12°
B. subtilis 10-4 1L9HO1T 69710 14* | 1345112 3733 4 1,30+0,13* 38519
B. subtilis 26]] 1 40£009 6404022° | 8574055 257416 093:006" | 29415

Crnenyer OTMETUTH, YTO BEreTaumoHHBIA ce30H 2020 roga xXapaxTepu3OBaJICs Kak
YMEPEHHOM 3aCyXOi, TaK W PA3BUTHEM SMHU(PUTOTUM JIMCTOBBIX OOJIE3HEH HA MIICHUIIC.
CunHepruyeckoe JieiicTBUE adMOTHYECKOTO (3acyxa) U OMOTUYECKOTO (MaTOreHbl) CTPECCOB
00yCJIOBUIO BBICOKHI YPOBEHb TMOPAKEHHsI PACTEHWI B KOHTPOJE: CTEMEHb PA3BHTHS
oonesneid moctuma 51% (tabm. 3.9). IlpennoceBHas MHOKYJISIUS CEMSIH SHAO(PUTAMHU
JOCTOBEPHO CHH3WIA PA3BUTHE JIMCTOBBIX OOJIE3HEW, BBI3BIBACMBIX (PUTOMATOrCHHBIMU
rpubamu pona Alternaria, no 36% (10-4) u 41% (26/1). buonornyeckas 3pheKTHBHOCTS B.

subtilis 10-4 n 26]1 coctaBuina 31% u 21%, COOTBETCTBEHHO.
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Tabmuia 3.9 — PacnpoCTpaHEeHHOCTh M Pa3BUTHE JIMCTOBOM OOJIE3HHU (AJTETEPHAPU03a) MTKOMH

sIpOBOH MieHUIbI copra bankupckan26 (2020 1., MOJIEBBIE OMBITHI)

Bapuant Crenenb pa3BuTus PacnpoctpaneHnocTs buonoruyeckas
(%) (%) sdbexTrBHOCTD (%0)

Koutpone 51,23+£2,64° 100* -

B. subtilis 10-4 35,77£2.97* 100* 31°

B. subtilis 26]] 41,0342,96" 100? 21b

B 1enoM, moiydyeHHble pe3ysbTarbl MO MHAYKIUM CUCTEMHOW YCTOHUMBOCTH K
MaTOreHaM COIIACYOTCs C TPEACTARICHHBIMU BBIIIE JAHHBIMU 00 ik Vitro (pyHTUCTaTHUeCKOM
AKTUBHOCTH W MPOTEKTOPHOM JCHCTBUH UCCIECAYEMBIX SHAO0(UTOB HA PACTEHUS B YCIOBHSIX
aOMOTUYECKUX CTPECCOB (3aCyXa, 3aCOICHUE, TSHKENBIE METAJUIBI) U MOATBEPKIAIOT 00U
BBIBOJT 00 WX 3(PPEKTUBHOCTH KaK MEPCIECKTUBHBIX €CTECTBEHHBIX OMOPETYJIITOPOB POCTA U
UHIYKTOPOB (DPUTOMMMYHUTETA IS TOBBIIICHUS TPOAYKTMBHOCTH M KOMIUIEKCHOM
YCTOMYMBOCTA PACTECHWA K [IUPOKOMY CIEKTPY HEONAronpusTHbIX (PaKTopoB. 3TO
COIJIACYETCsl ¢ COBPEMEHHBIMHU JIMTEPATYPHBIMHU JAHHBIMU, JEMOHCTPUPYIOLIUM MOTEHIMAN
supo(utHeIx PGP-0akrepuii pona Bacillus B vaaykumu cucteMHoi ycroitumBoct (MIST)
pacTeHU.

BMmecte ¢ TeM OT3bIBUMBOCTb PACTEHMM HA WHOKYJISLMIO M CTEMEHb MPOSIBICHUS
NIOJIE3HBIX CBOWCTB B. subtilis BapprpoBajia B 3aBUCUMOCTH OT BUJIA PACTEHHS, CTPECCOBOIO
(pakTopa, mpeanonaras HAIMYAE MHOKECTBEHHBIX CHCTEM PETYISILAM B3aUMOACHCTBUS
pacTeHHA € MHUKPOOPraHM3MaMH W HEOOXOAMMOCTH JIETAJIBHOINO W3YUYCHUs SIBIICHHUS
CeM(PUIHOCTH WX JCWHCTBAS HA PACTEHHsT B CTPECCOBBIX YCIOBUSX. DEHOMEH
HEOMHAKOBOM OT3BIBUMBOCTA PACTCHHHA HA OaKTEpHAIBHYI) WHOKYJSILMIO ONWCAH B
mureparype (Aldesuquy, Ghanem, 2015; Kypamimna u ap., 2019; Mapkosa u ap., 2023).
Pe3ynbrarel  KOMIUIEKCHOTO — aHaIM3a NyONMKAMA — OTHOCHTENBHO — 3(PQPEKTUBHOCTH
UCIIOJIB30BAHUST KOMMEPYECKOro Ouonpenapara durocnoprH-M (B 0CHOBe 3Hmodura B.
subtilis 26]1), MPOBEIEHHOIO aBTOPOM HACTOSIICH TUCCEPTALMK [M U3JIOKEHHOTO B 0030pe
(ITycenxoBa w ap., 2020)], MO3BOMMIM YCTAaHOBUTh, 4YTO MNpHUOABKA OHOIOTMYECKON
YPOKAMHOCTU SIPOBOM MILEHULIBI MPU UCHOJIL30BaHUM DUTOCTIOpUHA-M B pa3HbIC TONbI HA
Pa3HBIX COPTax IIICHUIBI MOXET CYIIECTBEHHO KojeOarbes (0T 2,6 no 146,3%). D10
NPEANONAracT, 4Yro OJHMM W3 KIHOYEBBIX (PAKTOpoB 3(P(HEKTUBHOCTH NPUMEHEHUS

SHIO0(UTHBIX OakTepuii B. subtilis cTaHOBUATCS (PaKTOP COPTa, HA KOTOPOM OH MCITOJIB3YETCSL.
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PazHoo0Opasuie cOpToB MATKO MILIEHUIIBI, BO3/IE/ILIBAEMON B HALICH CTPAHE, KaK YK
YIOMUHAJIOCh HAMM paHee, PasieiisieTCsl Ha Psiji arpO3KOJIOTHUYECCKUX TPyHN (IKOTUIIOB),
C()OPMUPOBABIIMXCS B XOJE€ €CTECTBEHHOTO M HCKYCCTBEHHOINO OTOOPOB B PAa3HBIX,
PA3IMYAKOIIMXCS 110 MPHPOAHO-KITMMATHYECKUM OCOOEHHOCTSIM PETMOHAX HAUICH CTPaHBbI
(SxyOumnep, 1957; XKyuenko, 2002). Hanbonee pacnpoctpaHeHHbIMU B Poccnm skoTHIamMu
NIIECHUIBI, WMEIOIMIMMU BOKHOEC SKOHOMHUYECKOE 3HAYEHWE, SIBISIFOTCS JIECOCTEMHOMN
sanagHocuOupekmnii  (JIC3C) wm  crennoit  Bomkckuit  (CB), npeacTaBisronme,
COOTBETCTBEHHO, 3anaaHy0 Cuoups v [ loBOIKbE — KpyMHEHIINE pETMOHBI-NPOU3BOANTENH
SPOBOM MILICHULIBI. PAaCTeHUs 3TUX SKOTHITOB 00NMAJAr0T PA3HBIMH CTPATETHAMH aanTaluu
K HENOCTAarKy BJIAIM B HadajbHbIC JTanbl OHTOreHe3a: pacreHust JIC3C skotmmna
XaPaKTEPU3YIOTCSL OBICTPBIM POCTOM B paHHME (pa3bl Pa3BUTHS U 3aMEICHHBIM BO BTOPOH
NOJIOBUHE BereTauuu Juisd uderanus netHed 3acyxu (Myxutos, Camyunos, 2012); torna
Kak pactenust CB 3koTuna —3amMmeJIEHHBIM POCTOM B PaHHUE (ha3bl PA3BUTHS AJ1s UI30EraHus
BECEHHEH 3aCyXy M OBICTPBIA pOCT BO BTOPYHO MonoBuHY Berertammu (L{pmrankos, 2011).
XO0Ts B MUPOBOM HAyKE, KK YKE PaHEE OTMEYAIIOCH, NCCIIEA0BAIACH COPTOCHEUU(PUIHOCTD
KYJIBTYPHBIX pacteHuid npu MHOKYJsin PGP-Oakrepusimu (Aldesuquy, Ghanem, 2015;
Kypamimina u 1p., 2019; Mapkosa u ap., 2023 ), oHako, K MOMEHTY Havasia Hatei padoThl,
cBeacHuss 0 BimsiHMKA PGP-Oaktepwii, Brirodas >HAo(uTHBIE B. subtilis, Ha pacTeHus
NIIEHUIBI € Pa3HbIMM CTPATETHSIMM  aJalTallid K 3acyXx€ OTCYTCTBOBAJIM, 4TO
00yCNaBIMBacT BBICOKYIO CTENIEHb HOBMU3HBI M 3HAYMMOCTH MPOBOAMMBIX MCCIIEIOBAHUMA.
JleTalbHOE ~ WM3yYEHHME  €CTECTBEHHBIX  MEXAaHMU3MOB  SHAO(PHUT-OMOCPETOBAHHOMN
YCTOWYHABOCTHA PACTECHUIN SABIIACTCS KpailHE BAXHBIM Ui aKTMBHOI'O YIIPABJICHHUS WUMH C
LETbI0 TIOBBIIICHUST MPOAYKTUBHOCTH pacTeHWid. B CBs3M ¢ 3ThM, panee HamMu ObUIO
NPOBEICHO KOMIUIEKCHOE H3yYeHHE OCOOCHHOCTEH BIMSIHHAS SHAO(PUTHBIX OakTepuit
B. subtilis Ha (prU3n0NOrO-OMOXMMHUYECKUE W MOJIEKYJIIPHBIE MEXaHU3MBbl YCTOWYMBOCTH
MSITKOW SIPOBO# MIICHULIBI C PA3IMYHBIMU CTPATETHSIMH QIANTANH K 3aCyXE HA HAYAIBHBIX

JTarnax OHTOI'CHE3A.
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IUIABA 4. CHEIIU®UYHOCTHb OTBETHBIX PEAKITUI
MHOKYJIMPOBAHHBIX SHJAO®UTHBIMM B. subtilis PACTEHWI IMTIITEHULILI
C PABHBIMU CTPATEI'TAMU AJAIITAIIMU ITPU OBE3BOKNUBAHUI

4.1. Unoxyasiumsi S3HAOPUTHBbIMU B. subtilis no-pa3HomMy MoayJMpyer
MPOPACTaHKNe CEMSIH M POCT NMPOPOCTKOB MIICHHUIIBI ¢ KOHTPACTHBIMH CTPaTerusiMu

ajanTanui B YCIOBHAX Ile(l)I/IHI/ITa BOAbl HA PAHHHX JTAIlaX OHTOI'CHE3A

PanHuii 3Tan OHTOreHe3a, BO BPEMsl KOTOPOIO PACTEHUS] HAUOOJEE YyBCTBUTENBHBI K
neuImTy BIard, NPEACTaBIICT COOOM KPUTUYECKH BaKHYIO (asy B HMX Pa3BUTHM.
B pesynbrare npoBeIcHHOTO aHaIM3a BBISIBIICHO Pa3HOHANPABICHHOE BIMstHUE B. subtilis (10-
4, 26/1) Ha 3aCyXOyCTOMUMBOCTb PACTECHWI MILIECHUIIBI, PA3TAYAOMIMXCS (KOHTPACTHBIX) TIO
CTpareruM  ajanTaimi K OOE3BOKMBAHMIO HA HAYAIBHBIX STallax OHTOIEHE3a W
NPUHAISKAIIMX K Pa3HbIM dkoTunam (puc. 4.1, puc. 4.2, tadn. 4.1). Kak BUIHO, MHOKYJISLIAS
CrocoOCTBOBA/IA JIYUIIEMY IMPOpacTaHuio ceMsiH coptoB  CaparoBckasSS u Okana70
(mpeacraputen CB skotrmna) (puc. 4.1a) B yCJIOBUSIX MOACTMPYEMOTO AS(UIIMTA BJIark, TOI/IA
KaK MPaKTUYECKH HE OKa3blBaIa (ITPU YMEPEHHOM CTPECCE), WM, HAIMPOTHB, B HEKOTOPBIX
CITy4asx, TKE MHTMOMupoBasia (ITPY CUIIBHOM CTPECCE) MPOpacTaHue CeMsIH copToB OMCKasn35
n Canasar FOnaeB (npeacrasurenm JIC3C skotuna) (puc. 4.20). Cneayer OTMETUTh, YTO B
KOHTpOJIe (0€3 MHOKYIISIMK) PACTEHUSI UCCIIETYEMBIX COPTOB IEMOHCTPUPOBAII N3HAYAITLHO
Pa3HbIi YPOBEHB 3aCY X0y CTOMUMBOCTH, TI0 BCEH BUMMOCTH, OOYCITOBJICHHBIN UX CTPATErUsIMA
aanTay B HAYaJIbHBIC 3Tarbl oHTOreHesa (Myxutos, Camynios, 2007). CemMeHa COpPTOB
CaparoBckasS5 u Okana70 (puc. 4.1a) nydmie npopactaid Ha TPaJAMEHTE Caxapo3bl B
cpaBHEHUH ¢ ceMeHaMu coptoB Omckas3S u Canasar FOnaes (puc. 4.20). 310 comacyercst ¢
JAHHBIMUA O JIYYILIEH 3acyx0ycToRuMBOCTH COpTOB CB 3K0TMIA CaparoBCKOW CENEKUMHM HA
PaHHMX 3Tanax OHTONCHE3a OTHOCUTENBHO cOpToB OMCKOi cenekimu (Myxutos, CaMymIIoB,
2007). Uro kacaercsi BBISBICHHOIO YAYYIICHUS MPOPACTAHUS WHOKYJIMPOBAHHBIX CEMSIH
coproB CB skotuna (puc. 4.1a), TO 3TO TaKXKe COMIACYETCSl C JAHHBIMU JIUTEPATYPhl O
NOBBIICHAN YCTOMYMBOCTH MINEHUIIBI K ASUIMTY BIIArd W XJIOPUIHOMY 3aCOJICHUEO TOJ
BIMSIHUEM O00paboTKu mrammamu B. subtilis (Bkmouas 26]1) (Xadpymums u ap., 2007).

OnHaxko, B ciyydae coproB JIC3C 3xoTHIa, BbISBICHHBIH MHTHOUPY FOLLMIA SPPEKT HHOKYIIALIA
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nokazarensmu - (YnoBenko, 1988, Myxuros, Camywinos, 2007), mo3BoIMIIa MPOBECTH
CPABHUTENBHBINA aHAIIM3 € JIMTEPATYPHBIMU JAHHBIMU 10 d(dexTuBHocT DuTocnopruHa-M
(Ha ocHOBe B. subtilis 26]1) nnst ApOBOM MSITKOW MINEHWIBI B 3aCYLUTMBBIEC TOABI C YYETOM
SKOTUITMYECKON MTPUHAIEKHOCTH COpTOB. Tak, npeanoceBHas oopaborka durocnopuHoM-M
cemsiH copra Camasar FOnaep (mpencrasurens JIC3C skotuna) (3eikuH, Kupaes, 2011) B
oTHOCcUTENBbHO 3acynummBoM 2010 1 obecneunna mpuOaBKy ypoxkaiiHocTH Ha 15% mo
cpaBHEHMIO ¢ KoHTposieM (Becenos u nip., 2013). B cnabo 3acynumsom 2006 1. 3adukcupoBaH
MakcUMalTbHbIH 3QdekT Ha copre KOro-Bocrounas 2 — nprbaBka ypoxkaitHocTH Ha 77.5%; B
3acyunmBoM 2009 1. mokazarens cusmics 10 30.5% (Conobix, Kammin, 2012). Xorst Ham He
BCTPETUJIOCH MPSMOE YKA3aHAE HA SKOTHIMYECKYH0 TPUHAIICKHOCTE copra FOro-Boctounas
2, TEM HE MEHee, Psijl €r0 aNANTUBHBIX MPU3HAKOB MO3BOJISET accOLMUpoBark ero co CB
sxotunoM. [loapoOHelii anamm3 >¢dexTnBHOCTH TpuMeHeHust OutocnoprHa-M Ha SpoBOi
MSITKOHM IMIICHUIIC, B TY. B KOHTEKCTE SKOTUIIOB, MPEACTABICH B HAalEi 0030pHOM padoTe
(ITycenxoBau nip., 2021). HeoOxomumo 0TMETUTB, YTO 3aCYX0YCTOMUMBOCTD KaK KOMILIEKCHBIN
NpPU3HAK MOXET (POPMHMPOBATLCS TMOJTATHO M BPEMEHHOE TMOMABJICHUE OaKTepUsIMU
NpopacTaHusl CEMsH B YCIIOBHSIX MOJACAMpPyeMoid 3acyxu (puc. 4.10) HE HCKITIOYaET
NO3UTUBHOTO KX BKJIA/IA HA MOCIEAYIOIIMX Tanax OHTOreHe3a. He uckiroueHo, uro Gakrepun
MOTI'YT 3aMEUTUTh MTPOPACTAHKE VTl N30ETaHus CTPECCa Ha KPUTUUECKH YSI3BUMOM CTauu €
LETBIO COXPAHEHHUS PECYPCOB M MOTEHIIMANIA YCTOWYUBOCTH MPH (POPMUPOBAHUH MPOPOCTKOB.
B nonTteepkacHue 3TOMY MPEANONOKEHUIO PaHEE HaMKM HAOMKOAAIOCh HEAOITOBPEMEHHOE
TOPMOYKEHHUE POCTA KOPHEH B JUIMHY OTHOCHUTEIBLHO KOHTPOJsSl y OaKTepU30BaHHBIX 4-CyT
NPOPOCTKOB TOpoXa B HOPME, BEPOATHO, B CBA3M C MOMyJsiMed OakTepusiMu
(uroropmoHabHOrO Oananca B kopHsx (Bamawal et al.,, 2017, Eichmann et al., 2021),
NEPEPACIIPEACIIEHAEM PECYPCOB B CTOPOHY MOOEra M NMEPEXoa K 3aKiaike OOKOBBIX KOPHEH.
Tak, Ha 5-€ CyTKU MHOKYJIMPOBAHHbIE MMPOPOCTKU UMEITH CPOPMUPOBABILIMECS OOKOBBIE KOPHU
NP OTCYTCTBUH TaKOBBIX B KOHTpONe (puc. 3.13) (Jlacroukmna u ap., 2023).

JlanbHeHme SKCIEPUMEHTHl B HOPMAIBHBIX YCIIOBHSIX IMPOM3PACTAHUs TOKA3AIU
BBIPAKEHHOE MOJIOYKUTEIIBHOE BIMSIHUE HHOKYIISILAN B. subtilis Ha TMHEWHBIE pa3MeEPBI (JITMHY
KOpHEH 1 moberoB) 6-cyT mpopoctkoB Okana70 (10 30%) (puc. 4.2a), Torna kak 310t dPheKT

s copra Canasar FOnaeB Obuti MeHee BbipaskeH (0kosio 13%) (puc. 4.20).
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Tabnmuua 4.1 — BnusitHue MHOKYJISIUMU CEMSIH SHIOPUTHBIMU OakTepusimu B. subtilis (10-
4 m 26]1) Ha NUHEHHBIE pa3Mepbl KOPHEH M MOOEroB, HAKOIJIEHWE CHIPOM M CyXOid
OromMacchl, conepykanue XJaopoPuiios (Xi1) B MIECTHCYTOYHBIX MPOPOCTKAX MILICHULIBI B
HOopMe 1 Tipu 24 1 BozaeicTBun 12% I191'-6000 (I1917)

JiHa JlmHa IToGer Kopenb X (atb),
Bapuants! nodera, KOPHS, Cripas Cyxas Cripas Cyxas MI/T CBIpOH
CM CM Macca, r mMacca, r Macca, r Macca, I MacCChbI
Sxaoa7 0 (cmenHoti 80n#CCKUll SKOMUN)
KonTpons 6,9° 58P 0,51° 0,05 P 0,55°¢ 0,055° 1,23°¢
10-4 7,92 7,52 0,59 0,06 * 0,66 0,060 *» 1,382
26]1 7,42 7,02 0,54 0,06 * 0,622 0,058 *b 1,312
jjie)n 519 45°¢ 0,39°¢ 0,04 ¢ 0,53 9 0,052 ¢ 1,10¢
10-4+T13T 6,6 ¢ 62" 0,51" 0,05" 0,60 ® 0,062 * 1,31 "
26]1H12I 6,4¢ 6,1° 0,49 " 0,05 0,59 " 0,056 * 1,29
Canasam FOnaes (necocmentoii 3anadHOCUOUpCKil SKOMun)

KonTpons 51 50 0,49 P 0,055 P 0,50 0,06° 1,142
10-4 542 522 0,57 0,062 2 0,58 0,07 2 1,192
26]1 54° 522 0,59 0,063 * 0,59 0,07 ® 1,222
131 3,0b° 38" 0,34 0,031¢ 0,359 0,037 ¢ 0,81°¢
10-4+T13T 33" 39" 0,34 0,036 ¢ 0,37 ¢ 0,036 ¢ 1,09 ®
26J1+HTI30 3.4P 39" 0,36 ¢ 0,039 ¢ 0,36 ¢ 0,037 ¢ 1,12

CxomHass kapTMHa HaOmogaiack W Uil pacteHuit coproB CaparoBckasds wu
Owmckasn35. Tlpumenenne B. subtilis yBenmmuuBasio JUIMHY 1MOOETOB U KOpHEH (Ha 14% u
29%), ceipoii (Ha 15% u 20%) u cyxoit maccel moOeroB u kopHeit (Ha 14% u 9%) (puc.
4.2a,8,n), conepxkanne X (at+b) (Ha 12%) nis pacrennii copra Okana70 (puc. 6.1a), B TO
BpeMs Kak Jjis pactennii copra Canasar FOnaeB 0TMEUEHO YBEIMUEHUE CHIPOHA U CyXOid
Macchl Ha3eMHO# vactu (Ha 16% u 13%) u xopHel (Ha 14% u 17%) (puc. 4.2x) npu
HE3HAYUTENBHBIX M3MEHEHUSIX B WX ajauHe (puc. 4.20,r) m coaepxkanun Xi (a+tb) B
JTUCTBSIX (puc. 6.10).

K mnpocromy cnoco0y BU3yaJIbHOH OLEHKH 3alMTHOIO JCHCTBHS PA3TUYHBIX
NpenaparoB Ha PACTEHHST B YCJOBUSIX CTPECCA MOKHO OTHECTH AHAINA3 POCTOBBIX
XapakTepucTuk. M3 pucyHka 4.2. BUIHO, YTO BO3ACHCTBUE NE(UIMTA BIIATW MPHUBEIO K
TOPMOXKEHHIO POCTA KOPHEN M MOOEroB MIIEHHIIBI MPUMEPHO B 1,52 pa3za y M3yUeHHBIX
coproB. O0Opabotka B. subtilis 10-4 3HaumTenbHO yMmMeHbWIA B 1,3-1,5 pasa crencHb
HETAaTUBHOTO BO3JCHCTBUS OOE3BOYKMBAHUS HA POCTOBBIE MPOLECCHI MPOPOCTKOB COPTa
Okana70 (puc. 4.2a,B), 4TO, OYEBHJHO, CBUJCTEIBCTBYET O SIBHOM AHTHUCTPECCOBOM

neiicteum sHa0(uTa. B TO ke BpeMst 115t pactenuii copra Canasar KOnmaeB aHTUCTPECCOBBINA
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a¢ ekt saa0duTa OblT MEHEE BhIpakeH (puc. 4.20,r). AHanoruunbie 3PpPextol B. subtilis
10-4 HabnroganKMch NpU HAKOTUIEHWH CHIPO M cyXoi Onomaccel (puc. 4.21,x).

Takum o00pazoM, xoTd OakTepualibHas WHOKYJISIMS TO-pa3HOMY BiMsja Ha
NpOpacTaHUE CEMSH UCCIIEYEMbIX COPTOB MIIECHUIIBI B YCIIOBUSIX MOACTUPYEeMOit aedurmra
Biark (puc. 4.1), ONHAKO HA CTaaUM MPOPOCTKOB obOecneunBaia d(PPEKTUBHYIO 3alIUTY
pactrenuii CB skoTMma TNpu OTCYTCTBMM TaKOTO K€ YPOBHS 3AlUTHONW peakuuu y
uHOKynmpoBaHHbiX pactennii JIC3C skormna (Lastochkina et al.,, 2020a). BeposiTHo,
HaOmonaeMble 3PPEKTbI MOTYT ObITh CBA3aHBI C IEPEHACTPONKON OaKTEPUSIMU aIaANTHBHBIX
peaxiuii uCCaeayeMbIX COPTOB MIUICHUIIbI, HAMPABIEHHBIX HA MOBBIICHUE BDKUBAEMOCTH
pactenuid. Topmoxkenue Oakrepusimu npopactanust cemsH JIC3C skotuna mpu crpecce
MOXKET SIBJISITBCSI 3JIEMEHTOM aANTUBHOM CTpaTervy, MUHUMU3UPYS SHEpProzarparbl Ha

paHHUX FTarax B MOJb3y JOITOCPOYHON aJanTalry.

4.2. Ananu3 BJausiHusi SHA0PUTHBIX OakTepuii B. subtilis Ha KOHUEHTPaL IO
NPOJIMHA B PACTEHHUSIX MIIEHUIbI C KOHTPACTHLIMYU aJANITHBHBIMH CTPATErHsiMHU

npu aepunure BjIard

Jlns nonziepskaHuss BOJHOTO TOMEOCTa3a MEKIY OCHOBHBIMU BHYTPHUKJICTOUHBIMHU
KOMIIAPTMEHTAMH B YCJIOBUSX 00€3BOKMBAHUS BAXKHASL POJIb MPUHALICKUT COBMECTUMBIM
ocMonuTaM, B yactHocTH, nponuny (Ozturk et al., 2021; Du et al., 2023). Kak BugHO U3
pucyHKa 4.3, B HOpMaJIbHBIX YCJIOBUSIX TIPOM3PACTAHUS CONIEP)KAHUE TPOJIMHA B PACTEHUSIX
PazIMyaioch B 3aBUCMMOCTH OT COPTA M X MPUHAJICKHOCTH K SKOTUIAaM: PACTEHHUS COPTOB
Okana70, CaparoBckasSS XapakTepu30BaIMCh W3HAYAILHO O0JIE€ BHICOKMM CONEPYKAHUEM
npomHa (puc. 4.3a,0), yem pactenusi coproB CanaBar FOmaeB, Omckan3S (puc. 4.3Br).
Henocrarok Biard mpuBOIMI K TPAH3UTOPHOMY HAKOIUICHHIO 3TONO OCMOJIMTa BO BCEX
PacTeHUsIX, OJIHAKO, aMIUIATY/A KOJICOaHWi U CKOPOCTh OTBETA ObUIA JOCTOBEPHO BBIIIE Y
pactenwii coproB Canasar FOmnaeB, Omckas35 (puc. 4.3), 4to CBUACTENLCTBYET 00 UX OOJBIICH
YyBCTBUTENTLHOCTU K 00€3BOKMBAHUIO U COITIACYETCS C MX aAaTUBHBIMU CTPATETUSIMH.

Wnokynsiumst  B.  subtilis mpenoTBpalliaia CTPECC-UHAYLUMPOBAHHOE HAKOIUICHUE
npojiMHa B mpopocTkax coproB Jkana70 u CaparoBckasSS (puc. 4.3a,0), Torna kak B

npopoctkax copra OMckas35 momiep:kuBasia MOBBINICHHBIA €ro ypoBeHb (puc. 4.3r), a 'y
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4.3. Bausinne HHOKYJISAUMHU ceMsiH SHA0PUTHBIMU B. subtilis na
NPOHULAEMOCTH U HEJOCTHOCTh MEMOPAHHBIX CTPYKTYP KJICTOK MIICHULbI €

KOHTPACTHBIMH aJAIITUBHBIMH CTPATCIrUsiMH B YCJIOBUSX HEAOCTATKA BOAbI

B ycnoBusix aeguumra BoAbl pacTEHUS] UCHBITHIBAIOT OKUCIMTEIBHBIA CTPECC B
pe3ysbrare M30bITOUHOr0 00pazoBanusi ADK, 4T0 MOXKET NPUBECTH K MOBPEKICHUIO
meMOpaHHbix CTpykTyp (Kirova et al., 2021). IlpemoTBpaiieHue MOBPEKACHUS
KJIETOYHBIX MEMOPAH SIBJISIETCS PEIIAOIIUM (PAKTOPOM AJIst TOTO, YTOOBI PACTEHUS MOTTIH
OPOTHUBOCTOSTH  CTPECCYy.  BBIABIEHO, YTO  MPOPOCTKM  OOOMX  BKOTHUIIOB,
WHOKYJIMpOBaHHbIE B. subtilis 10-4 W NOABEPrHYTHIE OOC3BOKMBAHUIO, TOKA3aJIH
CHIKEHUE CTPECC-MHIYLIMPOBAHHOTO HAKOMIIEHUS M/IA M BBIXOI 3MEKTPOIMTOB (Talm.
4.2), ABISIOLIMXCS WHIAMKATOPaMU OKHCIUTEIIBHOTO NOBpPEXAcHHUS MmemOpaH. Hamm
JAHHBIE COITIACYIOTCS C MMCIOIIMMUCS B JIUTEPATyPEe O CIOCOOHOCTH HEKOTOPhIX PGP-
Oakrepuii CHWkarb BHIPaOOTKYy AMK W MOBBIIATE AKTUBHOCTH AHTHMOKCHJAHTHBIX
(dbepmenToB pactenuii mpu crpecce (Alietal., 2011; Abd El-Daim et al. 2014; 2019, Park
et al., 2017), a Tak>ke CHAXKATh YPOBHH BBHIXOJA AJIEKTPOIUTOB U MJIA 1O CpaBHEHUIO €
HEMHOKYJIMPOBAHHBIMH PACTCHUSIMU B yCIIoOBUsIX 3acyxu (Gontia-Mishra et al., 2016).
[TpumeuarensHo, uto OakTepuanbHas oOpabOTKa okazaja Oo0jiee BBIPAKCHHBIN
3alMTHBIA A(PPekT Ha pacTteHus copra Okamaa70, 0 4eM CBUICTENBCTBYET Ooliee
CYLIECTBEHHOE YMEHBILICHAE KOHUEHTpauui MJIA 1 BbIX0Ja SNEKTPOJMTOB IPH CTPECCE.
[Tpu 3TOM, cama MHOKYMsMS ITaMmmMoM 10-4 BBI3BIBATIA HE3HAYUTENBHBIE N3MECHEHUS B
ypoBHE HakoruieHuss MJIA W BBIXOAE BIIEKTPOJMTOB, YTO CBUACTEIBCTBYET O BITOJHE
OnaronpusiTHOM BIHMSIHUKA OAKTEPAM HA PACTEHUS 0OOMX 3KOTHIIOB (Tadm. 4.2).

Tabmuua 4.2 — Biusgaue [100-uHaynnpoBaHHOTO Ae(hUIMTa BOABI HA KOHLUEHTPALMIO
MJIA ¥ BBIXOJ 3JIEKTPOTUTOB HHOKYJIMPOBAHHBIX M1 HEMHOKYJTUPOBAHHBIX B. subtilis 10-
4 mpOpPOCTKOB MIIEHUIIBI (6-CYT)

Copr MJIA, Brixon snekTpomTos,
TIIEHULIBI HMOJTH/T ChIPOM MacChl uS/T ChIpoii Macchbl
Koutpoms  10-4 r 10-4+ Kourpoms 104 Ior 10-4 +
I1or I1or
Sxana70 6,240,4 73+06 19,1405 11,0403 30307 32,8404 428+05 31306
CaparosckasaS5 6,002  6,9+0,5 18,0+04 79+08 30,9+0,6 31,740,2 412+0,8 32,0+0,3
Canasar 6,550,2 79407 252412 17,8407 342409 344406 476+0,7 36,6+0,1
IOnaes
Owmckasi3s 6,4+0,6 7,0+0,6 233+09 149407 32,1207 33,0603 457+12 343+08
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OOpabotka wrrammamu 5. subtilis 10-4 u 26]] nosenmnana BC HCTBEB Bcex
UCCIIENYEMBIX COPTOB B HOpME W mpu crpecce (puc. 4.4). MPaKTHYECKH TMOTHOCTHEO
NpeIoTBpallaia  BbI3BAHHOE  OOC3BOKMBAHMEM  CHWKEHHME  3TOMO  MOKAa3arens |
BOCCTAHABJIMBAIA [0 KOHTPOJIbHBIX 3HAYEHW, MpHYeM y pacTeHuid copra CaparoBckasds
3HAYCHHS MPEBBIIAIM KOHTPOJIBHBIE (pUc. 4.4a), a y pactenmii copra OMckasSS aciictBre
crpecca cHWKaoCh (puc. 4.40). B nienom, WHOKYISIMS IITaMMaMK 5. subtilis TOBbIIIANA
YCTOMUYMBOCTb MPOPOCTKOB K Ae(PUIIMTY BOABI ¢ MakCUMalIbHBIM 3((eKToM Ha coprax
CTEIMHOTO BOJDKCKOTO 3KotHmna (Okana70, CaparoBckasss). OmHAKO MONMYUYEHHBIE PE3YIBTATHI
MOKA3bIBAOT, YTO B OTBET HA MHOKYJISILUIO B. subtilis pacTeHUsI KQKIOTO U3 KOTUIIOB MOTYT
UMETh PA3JIMYHbIE MEXaHW3Mbl JCHCTBUS, NPUBOMALIME K CXOkeMy 3(P(EKTy Ha YpOBHE
mMoponorun. [Ipuyem, Hanbonee BEIPAKEHHBIN 3aMTHBIA 3(P(EKT, KaK HA YPOBHE KIIETOK
(tabm. 4.1, puc. 4.4), Tak ¥ HA YPOBHE IIEJIOr0 opraHmama (0e3 TOPMOMKEHMSI POCTOBBIX
NPOLECCOB PACTEHUI) MPOSIBIUICS NMPU NPUMEHEHWH SHIOMUTHBIX B. subtilis Ha coprax
CTEMHOTO BO/DKCKOTO 3Kotuna (Gkana70, Caparosckasss) (puc. 4.1, puc. 4.2) (JlactroukuHa u
ap., 2017, Lastochkina et al., 2020a).

TakuM 00pa3oM, HHOKYJISALMS yayUlllajga pocT Y YCTOWUMBBIX K 00€3BOXKUBAHUIO
npopocTKoB copToB Dkana70, CaparoBckassS (Ha 30%) v 4yBCTBUTENBHBIX TPOPOCTKOB
coproB Camaar lOmaeB, Omckasa35 (Ha 10%), HO 3anmTHBIE 3PPEKTHI HA POCT B
ycioBusix IO -MHAYIMPOBAHHOTO BOAHOTO JAeduuura OBbLIM  BBIPAKEHHBIMUA Y
IPOPOCTKOB YCTOMUMBBLIX COPTOB HA PAaHHHUX CTAJAUSX OHTOreHe3a. Takue pasnuuus B
peakiuM PacTEeHW HA WHOKYJSIMIO M BO3ACHCTBUE BOAHOTO Je(UIMTA, BEPOSTHO,
0OYCJIOBNIEHBI CTPATETUsIMU PEArnpOBaHUs 3TUX COPTOB Ha 3acyxy (PKykoeckuit 1957,
Kyuenxko, 2002; Lipirankos 2011). [ins pacrenuii uyBcTBUTENBHBIX cOPTOB (JIC3C 3K0THN)
XapaKTePHbI MEIJICHHBIE TEMITbI PA3BUTHS U KYLICHHUS HA PAHHUX CTAAMSIX OHTOTCHE3a, UTO
NO3BOJISIET MM XOPOLLO MEPEHOCUTH BECEHHIOKO 3acyxy (PKykoBckmii 1957). [Ipumenenue B.
subtilis Ha STOW CTaJUM OHTOTCHE3a, BEPOSTHO, MPUBOMUT K MEPEKPHITUIO MpOrpaMm
Pa3BUTHSI PACTEHUIA, KOTOPbIE SBOTFOLIMOHUPOBAITN VTSl CAEPKUBAHKS POCTA B TEUEHHE 3TOM
(a3bl ¥ AEMOHCTPHUPYIOT MOBBILIEHHYI) BCXOXKECTh, MPONODKUTENBHYO (pazy KylIeHHs W
ObICTPOE pa3BUTHE KOPHEBOI cucTeMbl. Kak pe3ynbrar, uHOKYIsuus B. subtilis He okazana

3aMETHOTO 3aIUTHOIO 3((PEKTa HA MOIBEPTHYTHIE 00E3BOKMBAHUEO O-CYT UyBCTBUTEIIBHBIC
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npopoctku (Canasar FOmnaeB) (puc. 4.20,1,k), HO Jake okazajia MHruoupyroumi 3pGexT npu
MPOpacTaHUM CEMSIH B MPUCYTCTBUM BBICOKMX KOHIEHTpaimid caxaposel (puc. 4.10).
Hampotus, ycroitumBele npopocTkn coproB Okana70, CaparockasdS (CB skorun)
3anmporpaMMUpOBaHbl Ha WHTEHCHBHBIA POCT B Hayaje BEreTAllMOHHOTO MEPHONA,
00yCJIOBIIEHHOTO 3aacOM BECEHHEH BJIard B MOYBE, M MOCIICAYIOIIAs 3aCyXa, XapaKTepHas
Il JieTa, TPUBOIST K (DOPMUPOBAHUIO XOPOIIO PA3BETBICHHON KOPHEBOW CHUCTEMBI, YTO
crnocoOcTByeT (hopmupoBanuio ypokast (OKykoBckuii 1957). [IpuMmeneHue KIeTok OakTepuid
B. subtilis Ha 3TOM 3Tane OHTOTCHE3a, CKOPEE BCETO, YCHJIWJIO 3alporpaMMHUPOBAHHYIO
CMOCOOHOCTh PaCTEHHH K OBICTPOMY POCTY, KaK B OOBIYHBIX YCJOBHUSIX, TAK U B YCIIOBHSIX
crpecca (puc. 4.2a,8,1). B TO ke BpeMsi Ha KJIIETOYHOM YPOBHE 3aIUTHBIN dQGEKT B. subtilis
B YCJIOBUSIX BOAHOIO Je(uIMTa ObLT MPOSBICH 3aMETHO AJIsi OOOMX SKOTHIOB. CHWKEHHE
MJIA, »k300cMoca anekTpoautoB (Tabn. 4.1), momfepkaHue MOBBIIEHHOTO YPOBHS
xsiopodumios (puc. 6.1) u BC nmucteeB (puc. 4.4a). BMecte ¢ TeM, BBISBIICHHBIC pa3inius B
HAKOIJICHUH NPOJIMHA MO BIMSHUEM 3HAO(UTOB B PACTEHUSIX PA3HBIX 3KOTUIIOB MOTYT
CBHJCTENTLCTBOBATH O CIOCOOHOCTU B. subtilis (OMHOTO M TOTO e IITaMMa) 3aJ1€HCTBOBATH
pasHble MX MyTH 3ammThl. CJEA0BATEbHO, MOHUMAHUE MEXAHM3MOB B3aUMOICHCTBUS
SHAO(UTHBIX B. subtilis ¢ paCTEHUSMU MIICHULIBI C Pa3HBIMH (KOHTPACTHBIMH ) CTPATETUSIMA

aJlanTanyy K BOOHOMY AS(ULIATY SIBIISIETCS YPE3BBIYAIHO BAKHBIM.
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DIABA 5. BKJIAJI TOPMOHAJILHBIX TIEPECTPOEK B 3AIIIUTHOE
JEWCTBUE DHIO®UTHLIX B. subfilis HA KOHTPACTHBIE IO CTPATET'MH
AJTATITAIIAN K 3ACYXE PACTEHUSI TTIITEHNIIBI

5.1. Poaib 3nporennbix ABK, UYK u LIK B B. subtilis-onocpenoBanHoii ycToi4uBOCTH

KOHTPACTHLIX II0 AJANITUBHLIM CTPATCIUsAM IIHCHUIDLI IIPH I[e(l)I/IIII/ITe BJIaru

Pocrctumymupyrommii v 3aumtHbIA d3Qdekt PGP-0akrepuiit MoxkeT ObITh 00yCIIOBICH
VX BJIASHAEM HA TOPMOHAJIBHYKO CUCTEMY PACTEHHM, KOTOPAsk MIPACT JIMIUPYIOLIYIO POJb B
PEryIsilM pOCTa, Pa3BUTHS M anantaiuu Kk ctpeccam (Shakirova et al., 2010; 2012; Backer et
al., 2018). B namewm uccrnenoanun anamm3 sHA0reHHeIx ABK, UYK u 11K y aByx coproB
NILEHULIBI ¢ Pa3HBIMHU (KOHTPACTHBIMM) aIANTHBHBIMA CTPATETUSMU MPA BOTHOM Ac(ULIATE
BeISIBUIT Oosiee Bbicokue mcxoanbie ypoBHH LIK 1 ABK y pacrenmii copra Okxama70 no
cpaBueHnto ¢ Canasar FOnaeB, Torma kak ypoBarn YK 0CTaBaMCh CXOMHBIMU Y PACTCHUIA
000MX COPTOB Ha MPOTSHKEHUM BCETO 3KCrepuMeHTa (puc. 5.1). OueBUIHO, 3TW pa3nuuvs B
TOPMOHAJTEBHOM CTaryce MOTYT OMPENENSITh KaK YCTOMUMBOCTh PACTEHHH K CTpEccam, TaK U
YyBCTBUTENTBHOCTD K OAKTEpHAIbHBIM (PUTOTOPMOHATEHBIM COSTMHEHHUSIM.

B HOpManbHBIX YCIOBHSIX MPOM3PACTAHUS MHOKYIALUS B. subtilis 10-4 noBsllIana B
NPOPOCTKaX 0O0MX MCCEAyEMBIX COpTOB MieHuIpbl yporeHb MYK B 1,5 (Canasar FOnaes) u
2 paza (Okana70) (puc. 5.1a), Torma kak ypoBHn ABK u LIK ocrtaBamick OTHOCHTENBEHO
CTaOWIbHBIMU (pUC. 5.10,B). 310, BEPOSTHO, OOBICHIET OOJIEE BBISIBIICHHBIN BhIPAKEHHBINA
pocT pacTenuii copra Jkana70 rmo cpaBHEHUIO ¢ pacTeHusiMu copra Canasar FOnaes (puc. 4.2).
[Ipu peduimte BOABI Yy KOHTPOJNBHBIX PAcTeHUN HAOMomancs SpPKO BbIPAKEHHBIN
TOPMOHAJIBHBIN rcOananc: peskoe yBeanuenue ABK (ocoOeHHo y pactenumii copra Canasar
IOnaeB) (puc. 5.10) Ha ¢one croiikoro cHmwkenuss YK (puc. 5.1a) m LIK (puc. 5.1B), yto
OTPa3WJIOCh B TOPMOKEHUM POCTA pacTeHuii o0oux 3koTuroB (puc. 4.2). Takue n3MeHEHUs
ObLITH O’KUTAEMBIMH, TaK KaK THIIMYHBI 11 CTPECCOBOTO oTBeTa pactenmid (Llanes et al., 2016;
Rowe et al., 2016). Unokymsumst B. subtilis 10-4 oka3ana spkO BBIPAKCHHBINA 3ALATHBINA
3 ¢eKkT Ha pacTeHust mpu crpecce (0COOEHHO Ajisi pacTeHwid copra Okama70), o yem
CBUCTEIBCTBYIOT ~ CYIIECTBEHHO MEHBIIME [0 aMIUIMTYAE CTPECC-MHIYLIMPOBAHHBIC

MIEPECTPONKN B COCTOSIHUM TOPMOHAIBHOM CcHCTeMBbI (puc. 5.1), a MIMEHHO, TOMIEp KaHUe
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H3BecTHO, uTo B ycloBusix cTpecca ABK mojaBiisieT poCcT U MEpeHApaBsieT Ppecypebl
HA 3AlMTHBICE MEXAHW3MbL PETYJIUPYET 3aKPBHITUE YCTHUIl, YMEHBIIAECT TMOTEPIO BOJBIL,
aKTUBUPYET TeHbI aHTUCTpeccoBOM 3ammThl (Shakirova et al., 2010; Salomon et al., 2014;
Farooq et al., 2014; Kang et al., 2014; Kaushal, Wani, 2016; Vishwakarma et al., 2017).
3HAUMTENTBHBIE TEHOTUIUYECKUE BapualMu HakomieHuss ABK B JIMCThSX MIIECHUIBI TPH
BOJIHOM CTpecce HAOMONAIMCh B MHOTOUHMCIICHHBIX MccnenoBaHusx (0030p Saradadevi et al.
2017). Coo0Omanoce, 4Tto YCTOHYMBBIE TEHOTUBI MIICHULBI HAKAIMBaroT MeHble ABK mpu
crpecce, yeM uyBcTBUTENBHBIE (Quarrie 1981; Ji et al., 2011). B Hamem nccnenoBanum 3acyxa
BbI3bIBAJIA OOJiee 3HaunTENbHOE HakorieHne ABK y BocripummumBoro copra Canagar FOnacs
(puc. 5.10), 4TO KOPPENMPOBATIO C yrHeTeHMEM pocta (puc. 4.2). MHOKymsuMs CHIKama
ypoBeHb 3HaoreHHoi ABK (puc. 5.1) u ynyumana poct pacreHuii (tadm. 4.1, puc. 4.2), yro
comiacyeTcs JaHHbIMU IpyTux padoT (Kang et al., 2014; Barnawal et al., 2017; 2019; Jan et al.,
2019; Kim et al., 2020). Cawxenne ypoBHs ABK mon aeiictBuem PGP-Oakrepuii moxker
NOAJICPKUBATh (POTOCHHTES 3a CUET peryssiiuu yerbull (Salomon et al., 2014) v moBbIIICHHS
YCBOCHHS a30Ta 4epe3 pasBuTHE KOpHeh (Azeem et al., 2023). B Hamem HCCIEI0BAHUA
uHoKyIsiims 10-4 yenmumBasia coaepanue xjaopodusuia npu crpecce (tadm. 4.1), 9ro Taxke
HaOMIOIANOCh Yy PACTEHHMI MINEHULBL, 00paboTaHHbIX Pseudomonas plecoglossicida 2.4-D
(Feoktistova et al., 2023). Takum 0oOpazom, KoioHu3alwsl pactennii PGP-0akrepusiMu MOXKeT
AKTMBUPOBATH KOMIIEKC MEXAHU3MOB 3aLIUThI, BKJTFOYasi MOAYJISILIMIO TOPMOHATLHOTO OanaHca
(cawkenne ABK, nomaepxanme WVYK), ycunenue (HOTOCHHTE3a YEpE3 MOBBIMICHUAE
XJI0pousIIa, YAyUIIEHAE YCBOSHHUS! PECYPCOB BOMIbI 1 MUHEPAJIOB 33 CUET PA3BUTHSI KOPHEH.
[Tpuuem, >(Q@PEKTHBHOCTh 3THX MEXAHM3MOB 3aBUCHT OT TE€HOTWNA PACTEHUS, O YeM
CBHUICTEIILCTBYOT BBISIBJICHHBIE PA3MuMs B peakuuu coproB Dkana’/0 u Canasar FOmnaes.

AyYKCHHBI UTPaOT PELIAIOLILY O POJTb B PETYIISLIAM POCTA U PA3BUTHS paCTEHUI MOBBILIIAS
MHUTOTHUYECKYIO aKTUBHOCTb PACTUTENIBHBIX TKAHEH M CTUMYJIMPYSl aKTUBHOCTH (DEPMEHTOB,
YUYACTBYIOIMX B YKPEIUICHUM KJICTOUHOM CTEHKH, TEM CaMbIM CIIOCOOCTBYS YIUTMHEHUIO
KIeTok 1 oOuiemy pocty (Shakirova et al, 2012; Siddiqu et al., 2017). HauGonee
PacrpoCTpaHEHHbI B MPUPOAE PACTUTENBHBIA TOPMOH Kiacca aykcuHoB MYK (uHpomn-3-
YKCyCHasl KHCJIOTa) SIBJISIETCS MOIIHOW CUTHAJTBHOM MOJIEKYJION, WIparolieii SKU3HEHHO

BOKHYIO POJIb BO B3aUMOJCHCTBMM PACTEHWI C MUKPOOPraHM3MaMHM M YCHJICHMM pOCTa
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pacTeHuil. YBEIMUMBas Iyl ayKCUHOB B pacTeHusX MYK npuBoIUT K yUIMHEHUIO KIIETOK,
Pa3BUTUIO COCYAMCTOM TKAaHM W JOMWHHMPOBAHHMIO anuKaIbHOW 4yacth (Poveda, Gonzdlez-
Andrés, 2021). B HOpMaIBHBIX YCIOBHSIX POCTA MHOKYJILAS B. subtilis 10-4 mpuBomunak 1,5-
(Canagar FOnaeB) u 2-kparnomy (Okana70) ysenuueHuto koHueHTpauu MYK (puc. 5.1a) B
pacTeHusIX MIIEHWIBI, B TO Bpems kak coxepxkanne ABK (puc. 5.10) m LIK ocrasanmock
OTHOCHUTENILHO CcTaOWwbHBIM  (puic. 5.1B). Kpome Toro, pactrenust copra Okaga70
JEMOHCTPUPOBAIIM 3HAUUTEIBHO OO0Jiee BBICOKHI ypoBeHb HakomieHus YK, uto oueBuIHO
00y CJTaBJIMBAET BBISIBIIEHHOE BHIPAYKEHHOE YBEIMUCHUE MOKa3aresyiell pocTa 3THX PacTeHHUA MpH
WHOKYJISILMHA (B CpaBHEHHM ¢ pacTeHusMu copra Canasar FOnaeB) (puc. 4.2, tadn. 4.1).

Mukpoopranu3mel, cuHTesupyoume MYK, urpatoT KIOYEBy0 Poiib B CTUMYJISLIANA
pocta pacTeHuit ipu ctpecce. OHU PEryIMPYIOT aKTUBHOCTD CTPECC-aCCOLIMUPOBAHHBIX TEHOB
(Korver et al., 2018), akTMBUPYIOT ayKCUH-3aBUCUMYIO niepenady curaanoB (Gontia-Mishra et
al., 2021), ycuMBarOT CUHTE3 AHTHOKCUIAHTOB, OCMOIPOTEKTOPOB M (POTOCHHTETUUECKUX
nurmMeHToB (Belimov et al., 2014; Siddiqui et al., 2017). Oti mpouecchl MEXaHU3MBI B
COBOKYTTHOCTH TMOBBIIIAIOT YCTOMUMBOCTh pacTeHWil K HEOIAronmpUsTHBIM — YCIIOBHUSIM.
O6pabotka B. subtilis LDR2 nobimana coaepxanrie YK u 3pdexrnBHOCTS PoTOCHHTESA B
MPOPOCTKAX MIICHUIIBI B YCJIOBUSIX 3aCyXH ONarofaps CrocOOHOCTH OaKTepUii MOTYJIMPOBATh
cunre3 YK u ee curnaneheiii yte (Belimov et al., 2014). UYK-npoayumpyronme PGP-
OaKTepUK CTUMYJIMPYIOT MEPBUYHOC YAJMHEHUE KOPHEH W Pa3BUTHE OOKOBBIX OTBETBIICHUMA
(Yang et al., 2009; Vacheron et al., 2013; Raheem et al., 2018), a Taxke MOBBIIIAIOT
YpO:KalHOCTH MIeHUIIbI py aedunmte Biaard (Raheem et al., 2018). Moaudukarmyst KOpHEBOA
apXUTEKTYPbl MO JCHCTBHEM OaKTEPHid CIOCOOCTBYET JIYUIIIEMY MOMIOMICHUIO BOIBI W
muHepasioB (Cox et al., 2018; Meena et al., 2020). B cOOTBETCTBHM C 5TUMU BBIBOJJAMH B HALLIEM
VCCIICIOBAHNN MHOKYJISLMS SHAOQUTHBIMU B. subtilis 10-4 ycunmBama pocT MIICHULBI U
CHIKAJIA HETAaTUBHOE BIIMSIHUE 3aCyXH y OOOMX SKOTHIIOB (puc. 4.2), 4ro, BEPOSTHO,
o0ycnoeneno GakrepuanbHbiM cuHaTe30M MYK, ABK 1 CK (Lastochkina et al., 2023).

LK perynupyrorT 3allMTHBIE PEAKIIMM PACTCHU HA OMOTHYECKME M aOMOTHUYECKHE
crpeccel (Ghanemetal., 2011; Veselov et al., 2017). Ham nqaHHbIE YKa3bIBatOT HA BO3MOYKHYEO
poib LIK B 3aCyX0yCTOHUMBOCTH, HA YTO YKa3bIBAET Oosiee BHICOKUI 0a30Bblii ypoBeHb LK B

yctoifunBoM copte Okana70 (puc. 5.1B). OmHako, sHmoreHHbie LK, BEpOSTHO, HE BIMSIOT
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HanpssMyr0 Ha ¢usuonornyeckue >¢Qdektel mramma 10-4. 310  moATBEpKIAACTCS
HE3HAYMTEITLHBIMU M3MEHEHUsIMU ypoBHS LK y MHOKYIMPOBAaHHBIX pacT€HWil B HOPME, B
OTJIMYME OT MOBBIIEHHOTO conepskanust MYK (puc. 5.1a). BeposTHO, 3TO CBSI3aHO € TEM, YTO
mramM 10-4 nperMy1necTBeHHO cuHTE3upyeT aykeuubl, a He 11K (Lastochkina et al., 2023).
LK-nponytmpytomme PGP-0akrepun, kKak MOKa3aHO, YCHUIIMBAIOT CTPECCOYCTOMYUBOCTD 3a
cuét noBbiteHus 3Ha0reHHoro 1K B pacrenusix (Liuetal., 2013; Akhtar etal., 2020). B Hatem
CIy4ae CTUMYJISLIMS POCTA M CMSITYEHHE CTPECCA SHAOPUTOM 00y CIIOBIIEHBI €10 CITIOCOOHOCTHE)
cuntesnporare UYK u ABK, momymupys ropMoHaibHbI OanaHc pactenwit (puc. 5.1).
MHOrOUMCIEHHBIE UCCIIENOBAHUS TTOATBEPKAAOT, uTo 34% sHAo¢uTHbX PGP-Oakrepuii
npoayiwmpytor UYK (Rana et al., 2020), omHako aaHHbie 0 [[K-cuHTE3MpYOMmMX OaKTepusix
cpemu SHA0(UTOB OrpaHWYEHBI M KacatoTCsl B OCHOBHOM pu3ocepHbix BuioB (Kudoyarova et
al., 2019). Hamm pe3ynerarel NOKa3bIBarOT, 4TO SHAOPUT B. subtilis 10-4 cuHTE3UpYyET
3HaunTenbHbIe KommyecTBa UYK (1147 ur/min), muaumanbisie ABK (85 ar/mun) v cnenpt LIK (3
ur/mi) (Lastochkina et al., 2023). KpoMe Toro, NoJIHOr€HOMHOE CEKBEHUPOBAHUE TIOITBEPIUIIO
HauKe y mramma 10-4 reHoB, MOTEHIMAIBHO CBA3AHHBIX C CHHTE30M AyKCHUHOB (11pA, trpB,

trpC, trpP, trpD, trpE, trpk, trpS, dhasS, epsN), 4To neTanbHO 00CYKIAcTCs Aajee B iase 9.2.

5.1.1. Bausinue 3HA0(PUTHBIX B. subtilis Ha KOMIIOHEHTHI KJIETOYHBIX CTCHOK KOPHeii

(JiurauH, cyGepuH)

YeusieHue CHHTE3a JIMTHUHA, CyOEpUHA U UX OTJIOKEHUSI B 000JIOUKAX KJIETOK BHOCUT
BOKHBIA BKJIaA B (POPMHUPOBAHME YCTOWYMBOCTH pacTeHuil K 3acyxe (Moura et al., 2010;
Nedukha, 2022; Choi et al., 2023; Riaz et al., 2023). B ycnoBusix 3acyxu pacTUTENIbHAs KJI€TKa
TEpsieT BOAY, TPU STOM HAKOIUICHUE JIMTHUHA CIIOCOOCTBYET MOIICPYKAHUIO OCMOTHYECKOTO
OayaHca B KJIETKAX, YMEHbIIIAsk OTEPIO BObI, YTO MO3BOJISET PACTEHUIO MPUCIOCOOUTHCS K
3acyxe W Jjerde nepexuth € (Liu et al., 2018). YuutsBas cnocoOHOCTh B. subtilis 10-4
WHYLIMPOBATH TOBBIICHUE (B PA3HOW CTEMEHM) YCTOMYMBOCTM K BOAHOMY JEPULMTY Y
pacTenuii 000MX SKOTUIIOB MIIEHUIBI, OTHOBPEMEHHO MOIYJIMPYsl COAEP KaHUE SHIOTCHHOMN
ABK, npeACcTaBIsiyio MHTEPEC U3yUYEHHUE BITUSHUS OAKTEPUAIbHOW MHOKYJISIMM HA OTJIOXKEHHUE
B KOPHSIX MIIIEHUIIbI TUTHUHA Kak ABK-perymipyemMoro OMoXuMUYECKOTO KOMITIOHEHTA KIIETOK,

BHOCSIIIIECTO BXKHBINA BKJ1a]1 B ((OPMUPOBAHUE CTpecC-ycToiumBocTH pactenuii (Liuetal., 2021;
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KJIETKaX KOPHEH MIIEHUIIBL, YTO CITOCOOCTBYET YKPETIJICHUIO OAPBEPHBIX CBOHCTB KIIETOYHBIX
CTCHOK M CHIDKACT MOBPEKIArOLIEE ACHCTBUE NerIMTa Blarv, GopMHUpys aaanTaliOHHY O
YCTOMUMBOCTh PACTCHHNA. OTO, TO BCEH BUIMMOCTH, CIYKHT OJHUM W3 BAOKHBIX
aIANTAlMOHHBIX MEXAHW3MOB YCTOWYMBOCTM WHOKYJIMPOBAHHBIX PACTEHUH K AeQUUMATY
BIark. B Mome3y 3TOro yKa3blBalOT JaHHbIE 00 ocnaOneHuu passutus [101-
VHyLIMPOBAHHOIO OKHMCIIUTEIBHOTO W OCMOTHYECKOTO CTPECCOB B MHOKYJIMPOBAHHBIX
pactenusix (taom. 4.1, puc. 4.3). BaKHO OTMETUTB, YTO BBISIBJIEHHOE HAKOIUICHUE JIMTHUHA,
WUHAYLIMPOBAHHOE B. subtilis 10-4, HE MPENSITCTBOBAJIO CTUMYJIMPYIOLIEMY pocT 3ddekTy
Oakrepwuii (Tadn. 4.1, puc. 4.2), BEpOsATHO, U3-3a CIIOCOOHOCTH OakTepuid mpoxynmposars MYK
(Lastochkina et al., 2023b) u momynupoBarb YpOBHHM SHIONCHHOIO €r0 COACPKaHUS B
pacteHusx (puc. 5.1a), a Taxke POy LMPOBATh APYTUE METAOOIHUTHI C POCTPETYIUPYFOLIAMU
cBoiicTBaMU. BMeCTe ¢ TEM, BKHYIO POJTb B YKPEIUIEHUM KIIETOUHBIX CTEHOK MOXKET UTPATh
uHayuupyemas — camuuioBod  kucnoroil  (CK)  jurHmukanuss  uepe3  MyTh
(heHUPOnaHouIoB ¢ KimtodeBbiM (pepmentom DAJI (Shakirova et al., 2012). Ha 31y MbICTb
HATAIKUBAKOT JTAHHBIE O CHWKCHUA B WHOKYJIMPOBAHHBIX PACTEHUSIX  CTPECC-
WMHIYIMpoBaHHOTO HakomieHuss ABK (puc. 5.10), 4T0O MOXKET MPOMCXOIWTH BCIIEACTBHAE
nosbieHust B HUX CK (puc. 5.6, 5.8), 4acTo BBICTYNAOLIETO B KadecTBe aHTaronucra ABK.
Hexotopele mosne3nbie OakTepum, OYEBUAHO, MOTYT CHIKarh YpoBeHb ABK B pacTeHun uist
CHSATHSI CTPECCOBOIO CUTHAJIA, TOPMO3SILETO POCT, W TEPEHANPABICHUS PECYPCOB HA

ycusieHue OaphepHBIX (PYHKIMH U CUCTEMHOM YCTOWYUBOCTH Yepe3 curHaibHbie myt CK.

5.2. Maruburopusbiii anaaus poan CK B B. subtilis-onocpenoBaHHbIX 3alIIUTHBIX

pe€aKknusx IMPOPOCTKOB NIICHHUIbI B YCJI0BHAX BOAHOI'O Ile(l)I/IHI/ITa

B mmureparype Hakomwiics OONbIOH 0OBEM JAHHBIX, CBHACTEIBCTBYIOLIMX 00
yuactui CK B aKkTMBauMu 3allMTHBIX PEAKLMA PACTEHWH W PA3BUTUM CHCTEMHOM
npuoOpeTéHHoi ycToiunBocTH (SAR, systemic acquired resistance) Kk OMOTHYECKUM W
abuotnueckum crpeccaM (Shakirova, 2007; Klessig et al., 2018; Khan et al., 2022; Etesami,
Glick, 2024). CK sBnsieTcs KIFOUYEBBIM CUTHAJIOM JJIs1 3alATHL PACTECHHA OT OMOTPO(HBIX
NaroreHoB, OJHAKO, MHOrue mnojie3nble PGP-0aktepuun, konmoHusupys pusochepy,

HE3HAYUTEIILHO TOBPEKAAOT KOPEHb W BBIIEISIIOT 0coOble Moniekyinsl (MAMPs —
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MHUKPOOHO-aCCOLIMMPOBAHHBIC MOJICKYJISIPHBIC MATTEPHBI), PACIIO3HABAEMBIC PACTEHUSMU
KaK «CHTHAJ TPEBOTH), YTO MPUBOIUT K JIOKAIBHOMY BCIIECKY cuHTE3a CK B KOpHSX M K
3aIyCKy KaCKaIa 3alIUTHBIX PEAKIHIA, BEAYIIMX K CHCTEMHON YCTOMUMBOCTH. OTIEIIBHOTO
BHUMAHUS 3aCTY>KABACT BBISBICHHAs HaMW NPOAyKuus >HAo0(uTOoM B. subtilis 10-4 (52
Hr/min) CK — BaXHOro (UTOropMOHa B PErysIiMM POCTA/PA3BUTHS PACTCHHNA W
PaCTUTEIIHO-MUKPOOHBIX B3aUMOACHCTBANA. COBPEMEHHBIE [AHHBIE JEMOHCTPHPYIOT
cnocoOHOCTh CK HampsiMyro BIMSITH HAa COCTaB KOPHEBOTO MHKPOOMOMA, PETYIMpys
KOJIOHM3ALMIO ONpPEACICHHBIMU OakTepranbHbiMu TakcoHamu (Lebeis et al., 2015).
Paznuunbie mramMmel Oaktepuii uenosb3yroT CK mo-pazHoMy: Kak CUTHAJT pOCTa WM Kak
ucrounuk ymiepona (Lebeis et al., 2015). Onanako HescHO, kakyro ponb CK urpaer B
OMOCPENOBAHHOM SHAO(PHUTHBIMU OaKTEPUAMU B. subtilis yCTOMUMBOCTH MILEHHLIBI K 3aCyXe
¥ KakuM myTeM >HAoreHHas CK BbipabaTbIiBacTCs B 3THX yCIOBUSX.

Hamu Obi10 ycTaHOBIIEHO HakoruieHUe SHAOTeHHOM CK B pacTeHMsIX MIICHUIBI IPU
VHOKYJISIUMHN SHI0(PUTHBIMU GakrepusiMu B. subtilis (puc. 5.6a), 4T0 KOPPEIMPOBAIIO € UX
BiustHAEM Ha pocT (puc. 4.2) u BC nmucteeB (puc. 4.3) (Lastochkina et al., 2020a). Tak, B
HOPMAJTLHBIX YCIIOBUSIX IMTPOM3pacTaHus Y MpOpoCcTOB copra Dkana70 0a30Bo€ CoACpKaHUE
sHporeHHoi CK Obi1o cymiecTtBeHHO BbIe (400 HI/T CBIPOM Macchl), YeM y MPOPOCTKOB
copra Canasar FOnaes (50 HI/T cbipoii Macchl) (puc. 5.6a). Mnokymsiuus B. subtilis 10-4
noBeimana B 1,3-3 pasa ypoeHb 3HIOTeHHON CK BO BCEX BApUAHTAX ¢ MAKCUMAJIbHBIMH
3HaUeHUsIMU 1151 DKkana’0 (puc. 5.6a). Pe3yabsrarsl IEMOHCTPUPYIOT, UTO B IIEJIOM 00a copTa
B OTBET HA OAKTEPUAIIBHYIO MHOKYJISILMIO HAKAIUIMBAKOT SHAOreHHY10 CK, HO mo-pazHomy:
npopocTkr copra Dkana70 umenu Gosnee ObICTPYIO PEAKLMIO, B OTIIMYKME OT 3aro3Aaion y
copra Casnasar FOnaeB. 310 COMPOBMKIATIOCH YCHIIEHUEM TPAHCKPUITIIMOHHON aKTUBHOCTH
reHa PR-1 (MpU3HAHHOTO MapKepa Pa3BUTHS CATULIMIIATHOTO CUTHAIBHOTO My TH 3aLLUTHI ) C
MaKCUMAJIbHBIMU 3HAUYEHHUSIMU ISl PACTEHUi cOpToB DOKana7/0 M ¢ MUHUMAJIBHBIMH JJIs
Canapar lOnaeB (puc. 5.6a). Clieayer OTMETUTh, YTO AHAJOTMYHBLIC PE3YJIbTarhl ObLTA
NoMy4€eHbI M Ha copTax-npeacraputersix CB (Caparosekasnss) n JI3C (OMcekasn3S) SkOTUITOB
(puc. S7). B ycrmoBusiX 3aCyXH MHOKYJSIMS B. subtilis CHAXajla CTPECC-UHYIUPOBAHHOE
Hakorienue CK (puc. 5.8), uTo, B 11€510M ObLUTO CONOCTABAMO C JAHHBIMHU O BIMSIHUW HA POCT

pactenuii mpu crpecce (puc. 4.2).
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(Wang et al., 2018) Ha sHumorenHsli ypoeenb CK B mpalimupoBaHHbIX B. subtilis 10-4 n
NOIBEPTHYTHIX AeuumTy Biiark mpopoctkax numenuibl CB u JI3C skorunos (Lastochkina et
al., 2022b) B codyeTaHuu ¢ mapaMeTpaMu YCTOMYMBOCTH HA KJIETOYHOM M OPraHU3MEHHOM
ypoBHsiX. COIJIaCHO COBPEMEHHBIM TpeAcTarieHusM B pactenusx CK cuntesupyercst 1Bymst
Pa3IMUYHBIMUA NyTSIMU: yepe3 nzoxopusmarcuHreTazy (MXC) u (eHunanaHuH-aMMUaK-TTHa3y
(DAJ]) (Lefevere et al., 2020). UXC-nyth: CK cuHTE3MpYETCS W3 XOpU3MOBOM KUCT0ThI (XK)
npu ydactin MIXC m w3oxopm3marnupyBanmazel (MIUI). MUIUI Obula mepBOHAYAIBHO
oOHapy-keHa y 0akrepuil Pseudomonas fluorescens n P. aeruginosa (Serino etal., 1995), onaako
TOMOJIOTH 3TOTO (PepMEHTA Y pacTEeHuit 10 CUX MOP HE OXapaKTEPU30OBAHBL.

Leal ¢ coasr. (2021) coobmmamm o AeTeKTupoBaHuu B reHoMe B. subtilis PTA-271 reHos,
komupyronmx meradonmuyeckue nmytd CK (0T cuHTE3a 0 TWAPOINM3a), BKITKOYAs TE€H
M30XOPU3MATCHHTa3y OMOCUHTE3a carmumiiara (pchA), oOHapy>KeHHBIM U B TeHOME B. subtilis
10-4 (maea 9). B 2019 r. Obiio mokazaHo, uto y pacteHuid UXC-myTh ommyaercs ot
OaKTepraIbHOr0. B pacTUTeNbHOM CreHU(pUIECKOM MYTH W30XOPU3MAT KOHBIOTHPYETCS C
AMUHOKHUCIIOTOM ITyTamaroM ¢ 00pa30BaHUEM MPOMEKYTOUHOTO COCIMHEHUS (M30X0pU3MaT-
O-myTamara), KOTOPOE 3aTeM CIIOHTAHHO pacnanaeTcs WK (PepMEHTATUBHO MPEBPALIACTCS B
CK (Lefevere et al., 2020). ®AJI-nyTs: L-pennnananun, seistroumiics cyocTparom myti GAJL,
NPEBPAIIAETCS B KOPUYHYIO KUCJIOTY, KOTOpast 3areM OKucisieTcss 10 OeHzoitHoi (BK) wm
KyMapoBoii kucnothl (Yalpani et al., 1993). BK ¢ nomolipto 2-ruipokcuiiazbl OeH30MHOM
kucnotel (BA2H) npeoGpazyercs B CK (Vlot et al., 2009). Cuuraercs, 4to B pacTEHUSIX
onocunte3 CK npoucxoaut npeumytiectBeHHO yepe3 GAJI-myTs (Leon et al., 1995; Wang et
al., 2018). TlokazaHo, YTO CTPYKTypHBI aHamor (eHWIaJaHuHa, 2-aMHUHOWHAAH-2-
(docdoHoBas KUCHOTa, sBAETCS 3PHEKTUBHBIM KOHKYPEHTHBIM MHrHOMTOpoM DAJI Kak in
vitro, Tak u in vivo (Solecka, Kacperska, 2003), a ABT MoxkeT HHrMOMpOBAaTh aKTUBHOCTH
BA2H (Leonetal., 1995; Wang et al., 2018).

[TepBoHavabHO ObLIA MPOBE/ICHA OllcHKA BiusiHusl ABT B 1nanazoHe KOHIEHTpauuii
(ot 0 no 100 MM ¢ marom 10) Ha poct Oakrepuii B. subtilis 10-4 in vitro B wamkax Iletpu c
nUTaresbHON cpenoil. BeisBlieHO, YTO ¢ MOoBbIlIeHHeM KoHueHTpaimu ABT B cpene poct
Oakrepuii B. subtilis 10-4 mocrynarensHo cHmkancs (¢ 100% B kontposne (mm 0 MM) 1o 5—

10% (100 MM) B ombITe) (puc. S8). BMecTe ¢ Tem, Kak BUIHO U3 PUCYHKA PUC. 5.7a, TAXKE B
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[Tony4yeHHBIE MaHHBIE YKa3bIBAKOT HAa TO, 4TO SHAOreHHas CK BbICTyMmaeT
TOPMOHAJIBHBIM HHTEPMEMATOM B PealI3alliy aHTHCTPpeccoBOro 3 dekra B. subtilis 10-
4 y IByX SKOTHIIOB MUICHUIIBI B YCJIOBUSX 3acyxu. KpoMme TOro, pe3ynbrarsl yKa3bIBaKOT
HA UHAYKIUIO CHCTEMHOM TOJIEPAHTHOCTH PACTEHUIN NPU MHOKYISAUUKU B. subtilis 10-4
(mmu MIST), onocpenoBanHyro CK-3aBHCHMBIM CHUTHAJIbHBIM KackanoMm. Hacrosimiee
WCCIICOBAHNE TMPEAOCTABUIO SKCICPUMEHTAIBHBIE JOKA3aTEIbCTBA, PACKPHIBAOLINE
MEXAHU3MBI TOJIOYKUTEIBHOIO BIIMSHUSL SHAO(PUTHBIX Oakrepuid B. subtilis HA PpoCT
NIICHALBI C PA3HBIMH CTPATErUsMH AJaNTAllMKA B YCIOBUSX A¢(QHUIIATA BIary.

Hrak, cymMUpOBaHKE MONYYECHHBIX B JAHHOM [T1aBE 5 JAHHBIX TO3BOJSIET 3AK/IFOUMTH,
410 3HA0(PUTHBIN tITamMMm B. subtilis 10-4 B oNTUMAIBHON B CTUMYJISILIAM POCTA KOHICHTPALVA
10° KOE/Mi okasbiBaeT JuepeHIMpPOBaHHbINA 3aMMTHEI S((EKT HA PACTEHUS ILICHULILI
ycroifunBbix (Okana70, CaparoeckasSs, CB skotun) n yyBcTBHTENBHBIX (CanmaBar HOnaes,
Omckas35; JIC3C sxotwit) coOpToB, 00YCIOBIEHHBI MOAM(DMKAMSMI FOPMOHAIBHOTO CTaryca
W CTPYKTYPHOM ajanTalyied KOPHEBBIX TKAHEWM MpPH MPEIIIOCEBHON MHOKYIIALIAM.
Pocrcrumymapyronwii a¢gdext oOycimoriaeH ObicTpbiM MOBbIIICHUEM YpoBHS MYK B 1.5
(Canagar FOnaeB) u 2 paza (Okxana70) Ha poHE OTCYTCTBUS M3MEHEHMIA B conepykannu LK n
ABK, TOr11a kak aHTUCTPECCOBBIN — C MPEAOTBPALIEHUEM CTPECC-UHIY LIMPOBAHHOTO MAJCHUS
HNVYK u ymeHnblieHueM amrmmtyasl ¢asuroB B ypoBHe ABK m LK, a taroke momymnsauuei
OonocunTe3a sHAoreHHo CK. BeisiBneHa Kputuueckas ponb SHuoreHHoW ABK B
ONOCPENOBAHHOM OAKTEPUsSIMH YCUJICHUH JIMTHU(PUKAIMKA M CyOSpHHM3ALMH  KIETOYHBIX
CTEHOK KOPHEH, YTO CHIDKACT MOBPEXKIANOIIEE ACHCTBUE BOMHOINO Acduimra u ociaadmsier
[1OI'-MHAYIMPOBaHHBI  OKUCIUTEIBHBIA/OCMOTHUYECKU cTpecc. WHTMOMTOpHBIA aHan3
NO3BOJIMJT MONYYUTh 3KCIIEPUMEHTAIIBHBIE JOBOJBI B TONB3Y MCIOMHEHUs! SHAOreHHoH CK
PONM TOPMOHAJIBHOTO MHTEPMEAMATA B MPOSBICHUM MPEAAAANTUPYIOMIEIO U CHCTEMHOIO
3alMTHOrO ACHCTBUSL B. subtilis 10-4 Ha pacTeHMs ¢ KOHTPACTHBIMU Al THUBHBIMA
CTparervsiMi B YCIIOBUSIX BOJHOIO Acuimra, Torma kak MYK obecrnieunBacT MOMACPKKY
pOCTa, HUBEIMPYS BO3MOXKHBIC HETaTMBHBIE 3(PPEKTHI YCUIEHHON JTMrHU(pUKamy. Takum
00pa3oM, HaOMIOAAEMBbIE MPOLECCH  PErYIIMPYIOTCS  KOMILICKCHBIM — B3aUMOJICHCTBHEM
ropmoHaitbHbIX curHalioB (ABK, CK, UYK), rie ABK noMUHHPYET B CTPYKTYPHOI aanTarium,

a CK 1 ayKCHHBI OMOCPEAYIOT CUCTEMHBIE MU POCTOBbIC peakiyu. [1omydeHHbIE pe3ysbTaThl
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yIIyONsItFOT MOHUMAHUE PAHHUX PEAKIMA y Pa3inyarommxcs (KOHTPACTHBIX) MO CTPareruu
aranTayi K 3acyXe SKOTHIIOB IMIICHUIBI HA WHOKYISALUUIO SHAOPUTHBIMU B. sublilis.
VYCraHOBNEHHAsT ~ B3aMMOCBA3b  MEXNY  Bacillus-onocpenoBaHHONH — TOPMOHAJIBHOM
curnamammei (CK, ABK), ycuneHnem GapbepHbIX (yHKIMIA TKaHEH (JIMTHUH, CyOepHH) U
YCTOMUYMBOCTBEO K BOOHOMY JC(UIIATY, OTKPHIBAET MEPCIIEKTUBBI JJIsl PA3pabOTKK CTpATEruid

MOBBILLIEHKS CTPECCOYCTOMUMBOCTH 371aKOBBIX KYJBTYP.
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IJTIABA 6. BIMAHUE JE@UIINTA BJIAT'U U KIIETOK DHTO®PUTHbLIX
INTAMMORB B. subtilis HA COCTOAHUE ®OTOCUHTETUYECKOI'O
AIIITAPATA Y KOHTPACTHBIX 1O AJAIITUBHBIM CTPATEI' USIM
PACTEHHMI MIITEHATIBI

6.1. U3meHenne cogepkanus (POTOCUHTETHYECKHUX MUTMEHTOB B JIHCThSIX
HHOKYJIMPOBAHHBIX B. subftilis npopoCcTKOB NIIEHULBI ¢ KOHTPACTHBIMH

aJanTuBHbIMH cTparerusiMu npu I3 I-uaaynupoBanHom aegpuuuTe BOAbI

DOTOCHHTE3 SIBISETCA OJHUM M3 OCHOBHBIX MPOLECCOB MEPBUYHOIO META0OIM3MA
pacTeHuii, HEMOCPECTBEHHO CBS3AHHBIX C X MPOAYKTUBHOCTHIO U UYBCTBUTEIILHOCTBIO K
o0e3BokmBanuio (Yang et al., 2014; Ahmad et al., 2018; Todorova et al., 2022). BozneiicTrue
3aCyXy TPUBOAMT K Jerpajalvid  (POTOCHMHTETMYECKUX MMUTMEHTOB M CHUXKEHUIO
s dexTuBHOCTH (HOTOCHHTE3A, YTO BBIPAKAETCS B YMEHBLICHUH MJIOLIAIM JINCTHEB, BHICOTHI,
OoroMacchl pactTeHuii 1 B otepe ypoxas (Kapnen, Beneneera, 2022; Osipova et al., 2023).
ConepkaHu€  OCHOBHBIX  (DOTOCMHTETMUECKMX  MUTMEHTOB  XJIOPOQUUIOB U
KapoTuHOUI0B (Kap) B MUCTHAX BBICTYMAET HAACKHBIM MapKEPOM (POTOCHHTETHYECKOH
AKTUBHOCTH PACTEHUI M MX 00€CIEYCHHOCTH MUTATENbHBIMU BelliecTBamMu (Zhang et al.,
2011; Zhang et al., 2019). Kak Buano u3 puc. 6.1. Bozaeiicteue [ 131 -uHaympoBaHHOTO
neduimTa Biard B TedueHue 24 4 cHIKao coaepykanue xjaopoduia (Xi) a, X b u Kap B 6-
CyT MPOPOCTKAX MIICHUIBI YCTOHYMBOIO M YYBCTBHTEIBHOTO COPTOB. 3TO OBUIO BHOJIHE
OKUJIAEMBIM, MOCKOJIBKY (POTOCHMHTETHUYECKUE MUTMEHTHI, aKKYMYJIMPYIOLIUE CBETOBYIO
SHEPrUI0 M TEHEPUPYIOLIUE BOCCTAHOBUTEIBHYIO CHUJTY, BBICOKOYYBCTBUTEIBHBI K
aOMOTUYECKHUM CTpeccaM, 0COOeHHO K 3acyxe (['omoBko u nip., 2023).

ComacHO MHOTOUMCIIEHHBIM UCCIIEAOBAHUAM, MHOKYJIIL U PGP-0akrepusiMmu MOKET
CocoOCTBOBATH MOAACPKAHUIO TIOBBIIIEHHOTO YPOBHS (POTOCUHTETUYECKUX TUTMEHTOB
B PAaCTEHUSX MPU CTPECCE M CMATYATH MOBpekKaatoniee Aciicreue 3acyxu (Shukla et al.,
2012; Yan et al., 2013; Guler et al., 2016; Zhang et al., 2019). B HameM 3kciepumMeHTe
Mbl YCTAHOBHJIM (puc. 6.1), 4ro MHOKyJsiuust 3HAO(GUTOM B. subtilis 10-4 He TONIBKO
NPENATCTBOBANA JErpajallii IMUTMEHTOB TNPH CTPECCE, HO M CMOcoOCTBOBaIA

YBEUUEHHUIO MX COACPIKaHUS Y pacTeHuit copra Dkana70 OTHOCUTEIHLHO KOHTPOIBHBIX
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BapHAHTOB, HE MOJBEPrHYTHIX cTpeccy (puc. 6.1.a). [lonyyeHHbIE JaHHBIE COTIIACYIOTCS
¢ pesynbraramu Osipova ¢ coaBT. (2023), koropble HaOMOAAIM 3HAYATEITHLHOE
YBEIMYEHUE KOHIICHTPALMH (POTOCUHTETHUYECKUX MUTMEHTOB B MHOKYJIMPOBAaHHbBIX PGP-
OaKTepusIMU PACTEHUSIX TPUTUKAJIE B CPABHEHUH, YTO KOPPEIHPOBAIIO C MX MOBBIIICHHOM
YCTOHYHMBOCTBIO K 3aCyXe B CPAaBHCHHHM C KOHTPOJIbHBIMM BapuaHTaMHu. B apyrom
UCCIIEN0BaHNHT, 00paboTKa pacTeHUI KIIETKaMHU Tamma Oaktepuun B. pumilus cHWKana
BBI3bIBACMBIC 3aCyXOW MOBPEKACHUS (oTocuHTETMYECKOrO anmapara Glycyrrhiza
uralensis (conoaku) (Zhang et al., 2019). BMecte ¢ TeM, HalIM SKCICPUMEHTHI
JEMOHCTPUPYIOT TEHOTHM-3aBUCUMYH) PEAKIMK) PACTCHWH TNIICHWLBI B OTBET Ha
WHOKYJSIIMEIO 3HAO(UTOM. Tak Kak yCTaHOBJICHO, YTO Y MHOKYJMPOBAHHBIX PaCTCHUIA
copra Canasar FOmnaeB x0Tb 1 HAOMIOAAIOCH MPEAOTBPAILIECHUE CTPECC-UHAY IMPOBAHHOM
Jerpafjaliyl  HUCCIEAYEMBIX TUIMEHTOB NPAKTUYECKHM [0 YPOBHS KOHTPOJIBHBIX
HECTPECCHPOBAHHBIX BAapUAHTOB (puc. 6.1.0), 0AHAKO, HE MPEBBINATIO, KAK B CIy4ac
BapuaHTa C pacTeHus MU copta Okana70 (puc. 6.1a).

HHTEpECHO, YTO B HOPME COACP)KAHUE MMMTMEHTOB B MHOKYJIMPOBAaHHBIX B. subtilis 10-
4 WECTUCYTOYHBIX MPOPOCTKAX MINEHHLBI copra Okana70 yeemuumsanocs B 1,1-1,2 paza
(puc. 6.1a), Torna kak y npopoctkoB copra Canasar FOnaeB Obuto Huwke B 1,16-1,29 paza
(puc. 6.10) MO CpaBHEHUIO C KOHTPOJBHBIMM BapUaHTaMKu 0O€3 WHOKYIISIUN. OTH JAaHHBIE
MOIYT yKa3blBalb HA BPEMEHHYIO (DM3HOJOTHMYECKYHO) MEPECTPOHKY MeTadonm3ma
(mepepacnpeaciieHrue PECYPCOB) UCCIIEAYEMbIX PACTEHUH U SIBJSTHCS YaCThEO MX aIalTUBHBIX
crpareruii. B moss3y 3T0ro CBUACTENBLCTBYOT JAHHBIE O COMTOCTABMMOM YPOBHE COAEPYKAHUS
(oTOCHHTETHUECKHX MMMEHTOB (X1 a, X1 b 1 Kap) B MHOKYMPOBAaHHBIX PACTEHUSX B X
Oonee no3aHKue craauu pazsutus (16-cyT) (puc. 8.3) (m1asa 8).

[Tosmy4eHHBIE JAHHBIE AEMOHCTPHPYIOT, YTO B OTBET HA MHOKYJIALUIO B. subtilis 10-
4 pacTeHHs YCTOHYMBOIO TIE€HOTMIA MIICHULBI, B OTIAYME OT YyBCTBUTEIBHOIO,
OPOSBUIM OONBIIYI0 AKTHBHOCTh B HAKOIUICHUM THIMEHTOB, KaK B HOPMAJIbHBIX
YCIIOBUSIX MPOM3PACTaHWsA, Tak M Npu BoaHOM neduumre. Kpome TOro, maHHbIC
CBHUJIETEIIBCTBYIOT 0 O0Jiee OBICTPOI NEPECTPOMKE (aaanTalyy ) TPaiMUPOBAHHBIX PACTCHUIA
copra Okama70 K cCTpeccy, B CpaBHEHMM C TakoBbiMM copra Camasar [OmaeB —

JIEMOHCTPHPYIOIIEMY 3aro3/1aJTbie ¥ MEHEE BhIPAKEHHBIC 3AIUTHBIC PEAKIINH.
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6.2. Bausinne uHokyassumu B. subtilis (10-4, 26/1) Ha napamMeTpbl
¢porocucremsbl Il pacTenuii mueHNBI ¢ Pa3HBIMHU AJANTUBHBIMH CTPATETHsIMH

npu aepuumuTe BOAbI

Crpecc-MHayIMPOBAaHHOE NOAABIEHHE (POTOCHHTE3A MPUBOUT K AUCOATAHCY MEXKITY
NONIOIICHUEM CBETOBOM SHEPIHU U €€ UCTIONB30BAHMEM B IpoLeccax (PMKCAMH YITIEPOAA.
BoszHukaroimii n30bITOK SHEPruM COCOOCTBYET K YCUJIEHHOMY oOpazoBanuto ADK, Takux
kaKk O> 1 H20:, KOTOpBIE, KaK U3BECTHO, HHTUOUPYIOT de novo CHHTE3 OEIKOB (DOTOCUCTEMBI
II (©CII) 1 BBI3BIBAOT OKUCIATENBHOE NOBPEXKICHUE KIeTouHbIXx MeMOpaH (Huseynova et
al., 2007; Khalvandi et al., 2021). KiroueBbIM MEXaHWU3MOM 3alIUThI (POTOCHHTETUYECKOTO
armapara OT TOJOOHBIX MOBPESKACHUN SBISCTCS YCWICHHUE PErYIMPYEMOM TEIUIOBOM
auccAnanyy cBetoBoid sHeprun B Buae Tema (Y(NPQ)) B cocrae OCII (Ruban, 2016),
3 PEKTUBHOCTH paOOThI KOTOPOM CITY>KUT UHTErPAJTbHBIM MMOKA3aTeNieM (POTOCHHTETHYECKOM
AKTUBHOCTH U CTPECC-yCTONUYMBOCTH pacTeHH. BMecTe ¢ TeM, KOMITJIEKCHAs OLICHKA PadOThI
OCII B ycnoBusx cTpecca, TpeOyeT aHann3a He TONbKO 3 dekTuBHOCTH 3amThl ( Y(NPQ)),
HO W TOKazarened  (DYyHKIMOHAIBHOW  IIEJIOCTHOCTH  (MAKCUMaJbHOM  KBAaHTOBOW
apdpexruBHocTn (Fv/Fm), (aktrueckoit (oroxumudeckoli akTUBHOCTH (3((EKTUBHBIMA
KkBaHTOBbIA BbIXOA) (Y(II)) ¥ ypOBHS HEPErynMpyeMbIX MOTEPh SHEPIWH, BEAYIIMX K
(dotookucutesibHoMy noBpexacHUIo (Y(NO)). Crnemnyer oTMETUTD, YTO K MOMEHTY Hayajia
HACTOSIILIETO MCCIICNOBAHUS B JIATEPATYpPe OTCYTCTBOBaja WMHQpOpPMALMS O BIMSHUAU
sHpo(utHeix PGP-Oaktepuii Ha Bce BhIIenepeuncricHHbIE mapameTpbl padotel DCII
(Fv/Fm, Y(II), Y(NPQ), Y(NO)) B paznuuaroImxcs 1o aJalnTHBHBIM CTPATETHSIM NEHOTUMAX
NILEHALBI TPY 3acyxe. HaMu ObLTO PEAONOKEHO, YTO OJIMH U3 MEXAHU3MOB IPOTEKTOPHOTO
JCHCTBUSL BHAO(UTOB MPH BOAHOM AcPUIMTE MOKET OBITH CBsSI3aH C KOMILICKCHBIM
NOJIOKUTENTBHBIM ~ BIIMsiHAEM  Ha  QyHKMoHuWpoBanue OCIl,  ontumusMpyronmm
pacnpeacneHue MOMIOIEHHOW SHEPTHH MEKIY (POTOXMMUYECCKUMHA U HE(POTOXMMUYECKUMHU
npoueccamu. [lomydeHHbIE pe3yibTarbl MOATBEPKIAOT JaHHYHO runoresy. Kak BUIHO U3
puc. 6.2, uHokynsiumst dHnoduramu B. subtilis (10-4, 26 1) oka3biBajia CTpeCC-MPOTEKTOPHBIN
3¢ dekt Ha PoToxumMrueckyro akTiBHOCTh DCII 060MX uccaeyeMbIX COPTOB MIIEHHULIBI C

PA3IMYHBIMU CTPATETUSIMA aIaTalliK K ACPUITMTY BIark B HAYaIbHbBIC CTA M OHTOTCHE3A.
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(puc. 4.1). VYBemuuenwe peryaupyemoi  temioBoit  muccunanmy  (Y(NPQ)) vy
WHOKYJIMPOBAHHBIX PACTCHUSIX (pUC. 6.2I') MOXKET OBITH CBS3aHO C OMNOCPEIOBAHHONW MMHU
WHIYKIMEH SKCIPECCUU TEHOB WM AKTUBALMEH (PEPMEHTOB, CBA3aHHBIX C KCAHTO(DUILTIOBBIM
IUKIIOM (HanpuMep, BHOJAKCAHTUH-ACIMOKCUAA3bI) U CHHTE30M crermduueckoro Oernka
PsbS, kxotopelii siensieTcst kiroueBbiM peryisitopom NPQ (Ruban, 2016), nmpusoasuiemy K
oonee A(PPEKTUBHOMY MPEBPAIICHUIO W30BITOYHONH CBETOBOM HSHEPIUM B TEIUIOBYIO W
npenotBpatecHuo o0pazoBanus ADK. BaxkHblii BKIaa B noaaep:kaHue (QyHKIMOHATBHON
aktuBHocTh  OCII  mpu  crpecce, BEPOATHO, BHOCHT  BBIABICHHAS — 3a/ICPKKa
(MPEnsITCTBOBAHUE ) SHAOPUTAMU ETPANALMKA OCHOBHBIX (POTOCMHTETHYECKAX MHUTMEHTOB
(puc. 6.1). Kpome Toro, Ha osrtane cTpecca HaOmomamoch yeenndeHue Kap B
WHOKYJIMPOBAHHBIX ~ pacTeHusx (puc. 6.1), YT0 MOXKET TOBBIIATH  KICTOUHBIN
AHTUOKCUIAHTHBIA MOTEHIAAIT, TIOHMYKAst TEM CAMBbIM MHTEHCHBHOCTB BBI3bIBAEMOTO BOJHBIM
Je(pUIMTOM OKUCTUTENTLHOTO cTpecca (Taon. 4.1). Tak kak nu3BecTHO, 4to Kap HeTpamuzyror
CHHIJIETHBIN KMCIOPOJ M MOJABJISIOT 00pa30BaHUE CBOOOIHBIX PAAUKAIOB, MPUBOJIS B UTOTE
K cHwkeHHIO ypoBHs [IOJI B pactenumsix. Takum 00pa3oM, BBISIBICHHOE CHW)KCHHE
okucmurenbHoro nospexacHus (Y(NO)) (puc. 6.20) MOXKET ObITh PE3YJIBTaTOM Kak
npenotBpateHus oopazoBanus ADK 3a cyer Bbicokoro NPQ), Tak ¥ ux HelTpani3auum 3a

CYET AaHTHOKCHIAHTOB, YTO Oy/IET PACCMOTPEHO JTajiee B IiaBe 7.

6.3. Bnusinne unoxkyasiuuu B. subftilis na mopdgomerpuieckue
XaPAKTEePUCTUKH YCTHUIl MPOPOCTKOB MIIEHUIBI ¢ PA3HBIMH a1aNTHBHBIMH

CTPATerusiM npH AeQuuurTe BOAbl

KimtoueBbIM MEXaHU3MOM aJanTaliy pacTeHUM K a0MOTHYECKUM CTPECcaM SIBJISIETCS
MOAYJISIMS PadOTHl YCTBUYHOIO anmnapara. VI3MeHEHWe TUIOTHOCTU M Pa3MEPOB YCTHHUIL
NPEACTABIIET COOOH  CTparervro  JOATOCPOYHOM — aianrtaiyiy, HanpaBlICHHYI0 Ha
ycraHopjieHue Oananca Mexay nomiomeHuem CO: mist (POTOCHHTE3a M MUHUMH3ALUCH
MOTEPH BOJIbI, HANMPSMYIO BIMSIONMX HA MPOMYKTUBHOCTH M BBDKMBAEMOCTh PACTCHHIA B
ycnousix BoaHoro aedurmra (Marcek et al., 2019; Mickky et al., 2020; Tatar et al., 2023).
MbI IpeANOAMKUAIN, YTO SHAOPUTH MOTYT HHYTUPOBATH MOP(OIOTHYECKY IO IEPECTPONKY

YCTEUYHOI'O KOMIUICKCA KakK MOTCHIUAJIbHBIA MEXAHU3M  [OBBIIICHUS YCTOﬁqHBOCTH
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pacteHuid K BomHOMY Jeuimry. Jlns MpoBepku 3TOM TWMOTE3bl ObUT MPOBEACH
CPaBHUTENBHBIA aHATA3 MOPPOMETPUUYECKUX NAPaMETPOB YCTHUI[ Y KOHTPACTHBIX IO
YCTOHYMBOCTA TEHOTUNOB MIICHULBI B YCIOBHSIX OOC3BOKMBAHUS M TP WHOKYJISLMA
sHpodurom B. subtilis 10-4.

Pe3synerarel aHanmM3a BeISIBUIM TOCTOBEPHOE BIMSIHUE HHOKYIISILUK B. subtilis 10-4 Ha
MOP(OMETPUUECKUE XAPAKTEPUCTUKKA YCTBUL MPOPOCTKOB IMUICHUIBI 0OOMX T'€HOTHIIOB,
NPUYEM XapaKTeP U3MEHEHMI OMTPEACIISICS NCXOMHOM aanTUBHOM cTparerueii copra. Tak, B
HOPMAJIBHBIX YCIIOBUSX Mpou3pacTtaHus mpopoctkd copra Camaear FHOnmaeB ommvanuch
Ooree BEICOKOH TUTOTHOCTBIO YCTHHIL (HA 26%0) IO CPABHEHUIO C MPOPOCTKAaMHK copra Dkana’0
(puc. 6.3). MUKPOCKOITMYECKUI aHaIM3 MPOACMOHCTPUPOBAT (pUC. 6.4) BBIPAKCHHBIE
ME>KCOPTOBBIE PA3JIAYKs B OPraHM3alMy y CTBMYHOTO anmnapara: y mpopoCTKoB copra Oxkana70
HaOmonamich 0oJee MEJIKAE U KOMITAKTHBIE YCTBUIIA, B TO BPEMS KaK y IPOPOCTKOB COpTa
Canasar IOnmaeB npeoOnaialt yUIMHEHHBIN TAN YCTBUILL ¢ O0JIEe PA3BUTHIMH 3aM bIKAOLIMMH
KJICTKAMW. OTH JAHHBIC MMOATBEPKAAIOT OOJNBIIYKO YYBCTBUTEIBHOCTh Y PACTCHHN COpTa
Canapar lOnaeB k HenocTarky BOMbI (B CpaBHEHMM ¢ Okana70), Tak KaK 4eM JJIMHHEE
YCTBUIIA, TEM OOJIBUIEC TUIOIIAAb OTKPBLITOM IIEnu, 4to yckopser nomioumenue CO, mis
(OTOCHHTE3a M YBEIWYMBACT IMOTEPI0 BOIBI YEPE3 TPAHCHHPALUIO. OTO 0OYCIIAaBIMBACT
CIOCOOHOCTh PACTEHWI C KPYMHbIMM yCThULIAMHM 3(dekTrBHEE (HOTOCMHTE3MPOBATH B
ONTUMAJIBHBIX YCIOBUSIX MPOM3PACTaHusi, HO OBICTpee OOEC3BOXKMBATBCS MPU CTPECCE.
HanpotuB, KOMIakTHbIE YCTBUIA YCTOHUYMBBIX COPTOB MO3BOJISIFOT SKOHOMHEE PACXO0BATh
BOJly, OTPAHUYMBAs TPAHCIHUPALIIO 0€3 KPUTUYECKOTO CHIDKEHMS omiomieHust COz, v npu
BO3HMKHOBEHWH CTpecca ObICTPEE 3aKpbIBATh YCTHHULA JUIsl MPEAOTBPALLCHUS TOTEPH BOBI
(Marcek et al., 2019; Mickky et al., 2020; Tatar et al., 2023).

[Ipn wHOKymsswin sHHoduToM B. subtilis 10-4 B  HOPMAIBHBIX YCIIOBHUSX
NPOU3PACTAHUS BbISBICHA TEHACHIMS K yBenMueHUIO (Ha 10-23%) MmiIOTHOCTH YCTBHLL Y
000ux 3KOTUMOB (pUcC. 6.3). DTH pe3yNbTaThl COMIACYOTCs ¢ AaHHbIMU Ramandi ¢ coasr.
(2024), KOTOPBIE TAKKE BBISIBIIIN YBEJTMUEHHUE IMJIOTHOCTH YCTHUL] PH MHOKYJISLHS LITAMMOM
PGP-6akrepun Cupriavidus metallidurans, 40 TPUBOAWIIO K TIOBBIIIECHAID YCTBUYHOH W
TUAPABIMYECKONH TPOBOJMMOCTH, YCHICHUIO (POTOCHHTE3a W POCTA PACTEHUI KyKYpPY3bl,

TOMAaToOB U IIICHUIIHI.
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Woodward, 2003). B To ske BpeMsi HHOKYJISILUS MPEMSTCTBOBANIA CTPECC-UHAYLIMPOBAHHOMY
CHM>KEHHIO TUIOTHOCTH YCTBHIL M MX 3aKPBITHIO, C BEIPAKEHHBIM 3(PEKTOM JUTs IPOPOCTKOB
copra Okana70, rae KapTuHa Oblla COMOCTaBUMA C KOHTPOJILHBIMH PACTEHHUSIMU (pHC. 6.3).
OTH JaHHBIE COIIACYIOTCSl C BBISIBJICHHON B mIaBe 3 CIMOCOOHOCTBEO KOHTPACTHBIX 10
YYBCTBUTEIILHOCTH K  OOC3BOKMBAHMID HMHOKYJIMPOBAHHBIX MPOPOCTKOB  IMIICHULIBI
PEryIMpOBaTh NApaMETPhI BOAHOTO OalaHCa 3a CYET MOBBILIEHHOTO YPOBHS TPAHCIHPALH
(TT) (puc. 3.22a,0), otHocutenbHOro coaepxkanus Boabl (OCB) (puc. 3.22Br),
OCMOTHMYECKOTO TNOTEHUMANIAa KJIETOUHOro coka (puc. 3.221,K) B CPaBHCHHH C
KOHTPOJIbHBIMU PACTEHUSIMH, TIOABEPTHYTBIMHA CTPECCY.

Takum 00pa3oM, MONYYEHHBIE PE3YABTAThl CBUACTEIBCTBYIOT B IMOJB3Y TOIO, UTO
NPENNOCEBHAS MHOKYIISILMS CEMSIH KCCIEAYEMBIMUA I[ITAMMAaMU SHAOPUTHBIX Oakrepuit
B. subtilis oka3pIBacT CTpeCC-MPOTEKTOPHBIN 3(P(hEeKT Ha mapaMeTpbl (POTOCUHTESA (BKITFOUAS
NPEIOTBPALLICHAE JIETPAJALK XJIOPOPHIUIOB, PETYISLMI0 (POTOXUMUYECKOH AKTMBHOCTH
@OCII) pacTeHMil MIIECHUIIBI ¢ PA3HBIMKM CTPATETUSIMUA AANTALMK MPH BOAHOM JAchuimte
NOCPEACTBOM NOBBIIEHUsT MakcuManibHOro (Fv/Fm) m sddexktuBroro Y(II) kBaHTOBBIX
BBIXOJIOB, CHMPKEHHUSI KBAHTOBOIO BBIXOAA HEperymmpyeMoil quccunarnmu sHeprum (Y(NO))
®OCII. B ocHoBe 31010 3(h(heKTa MOTYT JICKATh AHTUOKCHIAHTHBIE CBOMCTBA SHAO(DHUTOB U MX
CIOCOOHOCTD 3AUMINATE OCHOBHBIEC (POTOCUHTETUYECKUE MATMEHTHI PU ACPULIMTE BIIary, a
TaAKOKE ONTUMUAZAPOBATE PAOOTY YCTHUIL ¥ 3P (EKTUBHOCTD BOIOTIOIB30BAHMS ITPU CTPECCE.

O0o0mmas pe3ysbrarel, MOMYYCHHBIE B JIAHHOH I71aBe, MOKHO KOHCTaTUpOBarb, YTO
3aumTHbIA 3(dexT sHn0puTa B. subtilis 10-4 peanmuzyercst yepe3 KOMILJIEKCHOE BO3JCHCTBHAEC
Ha (POTOCHMHTETUYECKYIO (YHKLMIO PACTCHUS-XO35IMHA (TLICHUIIBI) B YCIOBHUSIX BOIHOIO
neuipra.  YcraHOBIIEHHBIE 3(P@EKTBI HOCAT MHOTOYPOBHEBBIA Xapakrep. Bo-mepBbIX,
COXPaHEHUE COACP)KaHHS (POTOCHHTETMUYECKUX MATMEHTOB B MHOKYJIMPOBAHHBIX PACTEHHSX
CBUACTENILCTBYET O  TPENOTBPALEHAM  CTPECC-MHAYLMPOBAHHOM  Jerpatanvu
CBETOCOOMPAOIIMX KOMIUIEKCOB. BO-BTOPBIX, JaHHBIE XJIOPOQPUIBHON (DIIyopeclEeHIIMI
JEMOHCTPUPYIOT, YTO WHOKYJIMPOBAaHHbIC pacTeHust S(PPEKTUBHEEC PaCITPEACIISIOT
NONIOIIECHHYO CBETOBY KO SHEPTHIO, HAITPABJISAS €€ HA (POTOXUMUYECKUE PEAKLIAN U AKTUBUPYSI
MexaHu3Mbl HepoTroxumuueckoro Tymenus (NPQ), 4To MUHMMM3HPYET TOBPEKICHHAES

peakmonnbix LeHTpoB OCII. Hakonen, BbIsIBICHHbIE MOP(POMETPUYECKHE W3MEHECHUS
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YCTBUYHOIO anmapara Moj BMSHUEM SHAO(PUTOB YKA3bIBAIOT HE TOJBKO HA CMSATYECHHE
NOCNIEICTBUI CTpecca, HO W HAa MHAYKUHUIO JOJTOCPOYHBIX AJANTHUBHBIX MEPECTPOEK,
HANpapJICHHBIX HA ONTUMHU3ALIMIO COOTHOLIEHHS MKy noriomeHueM CO;, u noTepeit BObL.

B 1uenom, pe3yabTathl CBUACTENLCTBYIOT B MOJB3Yy TOTO, YTO MHOKYJISIMS
UCCIETYEMBbIMU SHAO(PUTHBIMU OaKTEpUsIMU B. subtilis omOCPENTOBAHHO YEPE3 PETYIISIIUIO
TOPMOHAJIBHOTO cTaryca (mmaBa 5) CrmocoOCTBYET ONTHMHU3ALMK  (DYHKIMOHUPOBAHUS
YCTBUYHOIO anmapara U Oojiee PalMOHAILBHOMY 3aKpBITUIO YCTHUIL U (POPMUPOBAHUU
Mopdosnorum, 00ecneurBaroICH MOJIEP>KaHUE TMOBBIIICHHON BHYTPEHHEH KOHIICHTpALMU
COs, TeM caMbIM CHWKAsl CyOCTparHOE OrpaHMYCHUE peakiuii B nukie KanbBuHa, 4to, mo-
BUJIMMOMY, TO3BOJISIET pacTeHUsIM 3(P(MHEKTUBHEE HWCMOIB30BATh MOMIOMIEHHYIO CBETOBYHO
SHEPIHIO, O YEM CBUACTENBCTBYET BBICOKHIA MOKazarelb kKBaHToBOro Beixoaa OCII Y(II). B
CBOKO OYEPEb, 3TO CHOCOOCTBYET CHIKEHMIO 0Opa30BaHMs aKTUBHBIX (POPM KUCIOPOAA
(A®K) m nmoTpeOHOCTM B WX HEHTpaM3allii, YTO, B KOHEYHOM WMTOTE, MPEAOTBpAIIACT
aerpafaiuio (POTOCMHTETMYECKUX MUTMEHTOB M CMOCOOCTBYET COXPAHEHHUIO CTPYKTYPHOMH

TIEIIOCTHOCTH (POTOCHMHTETHYECKOTO anmapara mpy CTPecce.
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IJTABA 7. BRIIAA KOMITIOHEHTOB ASA-GSH KOMIUVIEKCA B
BbBI3BIBAEMY IO DOHAO®UTHBIMMU B. subtilis CTABNJIN3AINIO PE/TOKC-
CTATYCA Y PACTEHU I NIIEHUIIBI C KOHTPACTHBIMHU
CTPATET'UAMU AJAIITAIINUA ITPU OBE3BOKNBAHUUN

Bamanc Mexay OKHCITUTENBHBIMM M BOCCTAHOBHUTEIBHBIMH  MPOLICCCAMH,
NPOUCXOJSIIMMH B KJIETKE (PENOKC-CTATYC), UMEET BAXKHOE 3HAYCHUE ISl HOPMAIIBHOTO
(YyHKLIMOHWPOBAHUS M BBDKMBACMOCTH pacTeHuil mpu crpecce (Hasanuzzaman et al.,
2014; 2020). 3acyxa, kak W JI000O€ HOPYyroe CTPECCOBOE BO3ACHCTBHUE, BBI3BIBACT
n30BITOUHY O BEIPa0OTKYy ADK, 4T0 MPUBOAXT K M3MEHEHU IO KIIETOYHOTO OKHCIUTEIIbHO-
BOCCTAQHOBHUTEIIBHOTO TOMEOCTAa3a, WHAKTHBALMM MEMOPAHOCBS3aHHBIX  OCIKOB,
CHIDKEHUIO TeKyuecT MeMOpaH, noBpexxacHuio JJHK n nHrnbuposanuto cunresa Oenka
u (pepmenTaruBHO# akTuBHOCTH (Farooq et al., 2009; Hasanuzzaman et al., 2014; 2020;
Asseng et al., 2019). llogaepxkaHnue peaoKc-cTaryca B ONTHUMAJIBHOM COCTOSIHUW
HEOOXOAMMO JIJISl 3AIIUTHI KJIETOK OT OKACIMTEIBHOIO CTPECCA, PETYISALMN AKTHBHOCTH
(GEPMEHTOB MW JIpyrux O€JIKOB, TMOMJACPKAHUSI DSHEPreTHUYECKOro roMeocrasa |
o0ecneueHus: HOPMAJIBHOTO pOCTa M Pa3BUTUs pacTeHWi. Pemaromum 3TanoM B
NpPEOA0JCHUN cTpecca M (POPMUPOBAaHUS YCTOHYMBOCTH  PACTEHUI  SBIISIETCS
netokcukanuss AMK, BBI3BaHHBIX CTPECCOM, MYTEM HWCHOJIB30BAHUS MEXaHM3MA
AHTUOKCUJAHTHOM  3al0UTHI, KOTOPbIM BKJIIOYACT PsSA  AHTHOKCUAAHTOB, Kak
¢epmentatuBHbix (COJ, TIO, KAT, APX wu miyrarmonpenykraza (GR)), Tak u
He(epMeHTaTUBHBIX  (ackopbar (AsA), miyratmoH (GSH), wnwMcrenH, mnpomnuH,
(draBoHOUABI, KapoTuHOWABI W ToKO(depon) (Hasanuzzaman et al., 2014; 2020,
MacnennukoBa u ap., 2019).

KitroueBast ponb B cTabmiimzanuu peaokc-craryca oteoautces AsA-GSH nukiy, rae
HauOoliee BA)XKHBIMM YYACTHUKAMW B MNPsAMOM HeilTpamm3anuu m30bITOUHBIX ADK
SBJISIOTCA HE(pEpMEHTAaTUBHBIE aHTHOKCUAAHTBI ASA 1 GSH. HecmoTps Ha cmocoOHOCTh
PGP-6akrepuii CHWXaTh OKHCIMTENBHBIE CTPECChl, B JIMTEPATYPE B OCHOBHOM
BCTPEYAIOTCS CBEACHUS OO0 WX BIMSHUM HA COACP)KAHUE TAKMX AHTHOKCHIAHTHBIX

depmentoB, kak COJl, KAT, I1O. OgHako HEICHO, KaK MMEHHO OHM BIIASIOT Ha
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meTadbonu3mM AsA-GSH m kakoB mx BKIaI B 3HAOPUT-ONOCPEAOBAHHYH) YCTOWUYHUBOCTh
NIICHALBI C KOHTPACTHBIMU CTPATErHSIMH AJANTALMKA K BOTHOMY ACQULUTY.

OO0 WHTEHCUBHOCTH OKHUCIIMTENBHBIX MPOLECCOB B KIETKE MOXHO CYAUTH MO
COACPaHUIO KOHEYHOTO MPOAYKTa MEPEKACHOTO OKUCIEHUs TUnuaoB — MJIA, a Taxxe
nepekucu Bojopona (H,O,) u cynepokcuaa (O,™), KOTOpbIe B HOPME MPUCYTCTBYIOT B
TKaHAX B JOBOJIBHO HM3KMX KOHLEHTpalMsX. B HacTtosmiee BpeMs HMMEHOTCS
yOeAMTENbHBIC TOKA3aTeNIbCTBA TOTO, YTO PA3JIMYHBIE 3JIAKH, MHOKYIUpOBaHHbIE PGP-
OaKTepusiMU, MOTYT BBDKMBATh B YCJIOBUSX A0MOTHUYECKOTO CTPECCa 34 CYET CHUXKCHUS
BBI3BAHHBIX CTPECCOM OKHMCIIMTENBHBIX MOBPEXKACHUN, 0 4eM cyasaT mo ypoBHIo [10OJ]
yreuke snekrposutoB (Shukla et al., 2012; Rashid et al., 2021). Bo MHorux
MCCIIENOBAHUAX HA PACTEHMSAX, MOABEPrmmMxcs crpeccy, copepskanne MJIA u H,O,
3aMETHO CHIKajochk Omaromaps oOpaGorke PGP-Gakrepusmu. K npumepy, PGP-
OaKTepuu MOTYT M3MEHATH CKOPOCTh META0O0IM3Ma, AKTHBHUPYS MOIIHYK CHUCTEMY
yaasienuss AOK y pacTeHnii, HAXOJSIIKUXCS B CTPECCOBOM COCTOSIHUM, & TAKKE YCKOPATh
BOCCTAHOBJICHUE CTA0MJIBHOCTH MEMOpaH W 3al|Iiarh OT (OTOMOBPEIKIACHUA MpH
MOBTOPHOM MOJIMBE pacTeHuil, oOpaboranubix Oaktepusmu (Puthiyottil et al., 2021).
Coobmanoce, 4ro mrammsel Bacillus Spp. MPUBOAAT K M3MeHeHUI0 Oananca ADOK u
AKTUBHOCTH QHTHOKCUIAHTHBIX ()EPMEHTOB B MIIEHUIIEC B YCIOBUIX 3aCyXH, UTPAFOLICH
BXHYIO POJIb B MPEAANANTUPYIOIIEM U aHTUCTPECCOBOM ACHCTBAM Ha pacTeHus (Sood
et al., 2020; Rashid et al., 2021).

Cpemm anTokcu1aHTOB ASA 1 GSH siBnsitoTCss Handoee BaXKHBIMU B PACTCHUSIX.
O6e wmonekynel nomtomaroT ADK  w  SBISIOTCS  KOMIOHEHTAMHM — KJTFOUEBOTO
aHTUOKCUAAHTHOrO nytu  QDoliepa-Xommueemna-Acana wm  ASA-GSH  nwukna
(Hasanuzzaman et al., 2014; 2020). UccnenoBanus MOKa3bIBAOT, YTO PEAKLIUS PACTCHUN
NIICHALBI HA OKUCJIUTEIBHBIA CTPECC, BBI3BAHHBIA 3aCYyXOW, BKIIOYAET METAO0JM3M
ASA-GSH nwmkna (Hasanuzzaman et al., 2020). HecMoTpsi Ha HAKOTJICHHBIE JAHHBIE O
cnocoonoctn  PGP-Oakrepuwii  B.  subtilis yMeHbIIarh  BBI3BAHHBIE — 3aCyXOid
OKHCITUTENIBHBIE TOBPEKICHUS PACTEHUH, 10 CUX MOP HEACHO, KAK MMEHHO OHU MOTYT
BIUATH Ha MeTabonm3M ASA-GSH u kakoB WX BKJIAA B 3HAO(PUT-ONOCPETOBAHHYIO

YCTOWYUBOCTD K 3aCYXE Y Pa3IMYHbIX SKOTUIIOB MILIECHULIBI.
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B c¢Bsi3u ¢ 3TMM Hamu Oblla MpPOBENCHA OUEHKA BIusiHUS B. subtilis 10-4 Ha
okucnutenbhblil ctaryc (MIA, HoO,) u komnoneHTsl AsA-GSH kommnekca (AsA, GSH,
GSSG, APX, GR) y monBeprayThix 00e3B0kuBaHu0 (12%I1217) pacTenuii mueHuIs! ¢

Pa3HbIMM CTPATErUAMH AJANTALMH K 3aCyXE HA PAHHUX CTAUAX OHTOTECHE3A.

7.1. Ouenka ypoBus renepannu H2O; n nepekucHOro OKUCJIeHUs JIUIHI0B Y
PA3THYAIINXCH [0 CTPATErMd A1ANTANMU PACTCHUIT IKOTUIIOB MIIICHUILI B

YCJIOBHSIX BOXHOIO Ne(pMIUTA NPU UHOKYJAAuuU B. subtilis

Kak BuiHO 13 puc. 7.1, B yCIOBHIX BOAHOTO Ae(hULMTa HHOKYISLUS B. subtilis 10-
4 CHIKAET COACPKAHUE KOHEYHOTO MPOAYKTA NEPEKUCHOTO OKACIEHHS TUNa0B MJIA u
ypoBeHb HyO» B MpOpPOCTKaX MUIEHHUIBI O0OOUX 3KOTHUIOB (pUC. 7.1), CBUAETENBCTBYS O
3aMTHOM 3(P(PEKTe OT OKUCIUTENBHBIX MOBPEXKACHWH. B dYacTHOCTH, BO3ACHCTBHE
cTpecca  NPUBOAMIO K  3HAYATENbHOMY  oOpaszoBanuro H>O, B KOpHsX
HEMHOKYJIMPOBAHHBIX PACTeHUH O0OMX SKOTMNOB mineHWuel (puc. 7.1). B kopHsx
pactenuii copra Okamna70 ypoBau H>O, yeenmmuwmcs npumepHo Ha 130% c¢
MakCUMyMOM uepe3 1 4 BozaciicTBus 3acyxu (puc. 7.1a). B kopHsSX pacTeHmii copra
Canasar lOmaeB Obuto 3adukcupoBaHo TpaH3uTHOE (moutd Ha 300%) yBenuveHue
cogepxanust H,O, wepe3 0,5 u crpecca (puc. 7.1B). IlpemoOpabotka B. subtilis 10-4
nogaepxuBasia H,O, B pacteHusix O0OMX SKOTHUIOB HAa YPOBHSX, COMOCTABHMBIX C
KOHTPOJIbHBIMU pacTeHusiMu (puc. 6.1a,0). [lpumeuarensHO, YTO Yy pacTeHHid, HE
MOJIBEPIIINUXCSl CTPeCCy, HadaibHas koHueHTpaus H,O, Obuta Beimie y copra Okana70
1o cpaBHeHHIO ¢ copToMm Canasar FOnaes (puc. 6.1a,0).

3HaunTeNnbHOE YBEIMUeHUE (Ha 260%) ypOBHS NMEPEKUCHOTO OKUCIIEHHUS JINTT 0B
(ITOJI), 0 yem cymwim 1o KOHUEHTpaumu MJIA, HaOmoOAANOCh Y MPOPOCTKOB COPTA
Canasar lOnae nocne 7 4 BozaeicTBus aeduumrta Boasl (puc. 7.1B), Torga kak y
MPOPOCTKOB copra JOkamaa70 MakCUMAJIbHOE YBEJIMYCHHE COCTaBWIO Bcero 130%. U
HA000poT, ypoBeHb MJIA ObUT 3HAYMTENBHO CHHXKEH y MPOPOCTKOB TMIICHHIIBI,
NOJBEPTHYTHIX CTPECCY, MPEABAPUTEIILHO 00padoTaHHbIX WTaMMoM 10-4. D1oT 3¢ deKT
ObL1 00JIEE BBIPAYKEHHBIM (TIOUTH JOCTUTAst KOHTPOJIbHBIX YPOBHEH) Y TPOPOCTKOB COPTA

Okana70 (puc. 7.1B), HO y TPOPOCTKOB UyBCTBUTEIBLHOTO K CTPECCOBOMY (hakTOpy copra
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HHTEpECHO, 4TO B HOPMAaJIbHBIX YCAOBHUSX MpoM3pacTaHusi (10 CTpecca) cama
WHOKYJISILUS 3HI0(PUTOM AaKTMBHPOBAJA HEKOTOPbIE AHTHOKCHIAHTHBIE (pepMeHTHL. B
YACTHOCTH, CIMOCOOHOCTh B. subtilis 10-4 B HOpPMaNbHBIX YCIIOBUSX HE3HAYUTEIHLHO
yBenuuuBark coaepskanue HoO, B KOPHSX MPOPOCTKOB (puc. 7.1) MOXKET UTpaTh BAKHY IO
POk B OMOXMMHMYECKMX MPOLECCaX, CBA3aHHBIX ¢ OMOCHHTE30M CyOEpHHA M JIMTHUHA
(Cabane et al., 2012). 3T0 MOXKET MOMOYb YKPEIUIATh KJIIETOUHBIE CTEHKH U BIIOCIEACTBUN
obecrneunBarh YPPEKTUBHY IO HEUTPATU3AKUIO H30BITOYHOTO (ITOBPEKAAIOIIECTO) CTPECC-
WHAYLUUPOBAHHOTO yBennueHus ADK, a Takke NpeaoTBParuTh Hapy LIEHHUE LEIOCTHOCTH
MEMOPAHHBIX CTPYKTYP KJIETOK U I3MEHEHHU I UX TPOHUIIAEMOCTH B YCIIOBHSIX cTpecca. B
NOJIb3y 3TOTO B HAIIEM MPEABIAYLIEM MCCIEAOBAHUM Mbl MPOJEMOHCTPUPOBAIH, UYTO
WHOKYIsitms B. subtilis 10-4 ycunuBana OTIOKECHWUE JIMTHWHA B KOPHSAX OOOOBBIX
pactenumii (puc.3.10a) (Lastochkina et al., 2021; Jlactoukuna u ap., 2023) ¥ NIICHALIBI
(puc.3.106) (Lastochkina et al., 2023b; Maslennikova et al., 2023) B HOpMalbHBIX
YCIIOBUSIX M OKa3blBaJla 3alUTHOE ACHCTBHE MPHU CTPECCE, YMEHBIIAS OKHCIUTENBHBIE
noppexxacHus. OueBUIHO, OakTepuu-3HAOQUTBL  B.  subtilis  BOCIPUHUMAKOTCS
PACTEHUSIMU KaK arcHThI, BBHI3BIBAIOIIME HAYAJBHBIC BHYTPUKICTOUYHbIE U3MCHEHUS B
AHTHOKCUJAHTHON CHCTEME, KOTOPBIC, OJHAKO, HE TPUBOAIT K TMOBPEKICHUIO
npopoctkoB (puc. 7.1). Takas Hm3kas npoaykuuss ADK MoxeT ObITh BaXKHA IS
npegaganTupyomero acicteus 10-4 Ha pacTeHWs K TOCIEAYIONIMM CTPECCOBBIM
CUTYyaLMsIM, TOCKOIBKY M3BECTHO, UT0 ADK NEiCTBYIOT KaK CUTHATIBHBIE MOJIEKYJIBI TIPH
VHULIMUPOBAHUM Kackaja 3allUTHBIX peakuuil y pactennii (Hasanuzzaman et al., 2014;
2020). Onmnako peskoe noebiieHrne ADK, BBI3BAHHOE CTPECCOM, MOXKET MPUBECTH K
CEPbE3HBIM pa3pylIHUTEIbHBIM oceacTBusM (Farooq et al., 2009; Hasanuzzaman et al.,
2014; 2020). B Hacrosmiee BpeMsi UIMEIOTCS CYLIECTBEHHBIE JOKA3aTeIbCTBA TOTO, YTO
Pa3IAYHBIC PACTCHHs, HWHOKYJIUPOBAaHHBIE pa3nuuHbiMu PGP-0aktepusMu, MOTyT
BBDKHABATh B YCIIOBHSX OKHCIMTEIBHBIX MOBPEKACHUH, BBI3BAHHBIX A0MOTHYECKUMHU
CTpeccaMu, BO3ACHCTBYS Ha aHTHOKCcUAaHTHBIE (epMmenThl (Kim et al., 2014, Kaushal,
2019; Rashid et al., 2021; Puthiyottil et al., 2021). Coobumanock, 4To0 MOBBILICHHAS
aktuBHocTh COJ/l, T10, KAT, APX m GR B pacreHusix, MHOKynupoBaHHbIX PGP-
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6aI(TepI/I$IMI/I, ABJIACTCA OAHHUM M3 OCHOBHBIX MCXAHHU3MOB 3allIUTHI paCTeHI/Iﬁ OT 3aCyXH,

BbI3BaHHOM MukpoOamu (Kaushal, 2019; Rashid et al., 2021).

7.2. Bnusiane uHOKYJIsiuuu cemsid B. subtilis 10-4 na conepxkanue ackopdara
(AsA) u myrarnona (GSH) y KOHTpacTHBIX 0 CTPaTeruu aJanTanuu K

00€3BOKHBAHHIIO YKOTHIIOB NIICHHUIbI B YCJIOBHAX Ile(l)I/IIII/ITa BJIaru

KiroueBasi ponp B MOAAEPKAHUN OKHCITUTENIBHO-BOCCTAHOBUTEIILHOTO TOMEOCTA3a
OTBOIMTCS HE(PEPMEHTATUBHBIM aHTHOKCHUAAHTaM ASA m GSH, KOTOpbIE y4acTBYIOT B
npsMoi HeTpanu3anuu n30biTka ADOK 1 BEICTYAOT OCHOBHBIMH KOMITOHEHTAMH ASA-
GSH nmukna (Hasanuzzaman et al., 2014; 2020). B nannom nukiie APX karanusupyet
BoccTaHoBneHue H,O, 10 BOABI, UCNOIB3Ys BOCCTAHOBICHHYIO (OpMYy ASA B KAQ4ECTBE
JIOHOpa H31eKTpoHOB. Jlamee naeruapoackopOarpenykraza (DHAR) BoccTanaBnuBaet
aeruapoackopOonHoByro kuciory (DHA), oOpasoBaBiiyrocs u3 MOHOAETUApoackopodara
(MDHA), ucnionb3ys aiis atoro GSH. B pesynsrare GSH ¢ okucnisieTcst 10 OKUCIIEHHOM
dopmel (GSSG), KoTopasi, B CBOKO o4epeib, BoccTaHapmuBaetcs 10 GSH gpepmentom GR.
Takum oOpazoM, AsA-GSH 1K1 MOANEP)KUBAET KJIETOYHBIA PEIOKC-TOMEOCTa3 3a CUET
peryJisiiiuu Tpex B3amMmo3zaBUcHMBIX Tap: AsA/DHA, GSH/GSSG u NADPH/NADP*
(Hasanuzzaman et al., 2020).

Bnepseie BbIsIBIEHO pasmuune B coaepkanum AsA u GSH B uccienyembix
IPOPOCTKAX HA HAYAIBHBIX CTAIUSX OHTOreHe3a (puc. 7.2). B HOpManbHBIX YCIOBHSIX
IPOPOCTKH copTa Dkaaa70 XapakTepU30BATIUCh HE3HAYMTEIBLHBIM, HO IOCTOBEPHO OoJee
BbICOKMM (Ha 124%) copepxanrieMm GSH (puc. 7.2Aa) N0 CpaBHEHUIO ¢ MPOPOCTKAMHM
copra Canasar FOnaeB (puc. 7.20), KOTOPbIE B TO K€ BPEMsI COAEP)KAIA 3HAYUTEIHHO
Ooonmbmie AsA  (160%) (puc. 7.20). HUnoxkymsiums B. subtilis 10-4 npuBoguna K
JIOTIOJIHUTEJILHOMY HAKOTUICHUEO ASA B TPOPOCTKax 000MX COPTOB B HOpME (pucC. 7.2a,0),
npuYeEM HAMOOJbIIEE HAKOTIEHUE HA MPOTSHKEHUU BCETO SKCIIEPUMEHTA HAOIIOAATOCH Y
YCTOWUMBOTO 3K0THNA (MpuOnu3uTeNbHO 150% OTHOCHTENBLHO KOHTPOJsS) (puc. 7.2a),
TOINA KaK y YyBCTBUTEIBHOTO BapbupoBAIO B mpenenax 123—125% oOTHOCUTENBHO
KOHTpOJs (puc. 7.20). YpoBeHb GSH B HHOKYIMPOBAHHBIX PACTEHUSAX CYIIECTBEHHO HE

U3MEHSIICS, XOTh M HaOJ0Na10Ch HEOONBIIOE HAKOIUIEHHE. YPOBeHb okuciaenHoro GSH
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Pe3ynbrarel nccnenoBaHus NEMOHCTPUPYIOT PA3NIMYHYKO PEAKLMIO HA BOJHBIMA
AeQUUIT y OBYX HM3y4YaCMBIX COPTOB MIICHULBI. OOHApY>KEHO, YTO PACTeHHs COpTa
CanaBar lOnmaeB Oornee 4yBCTBUTENBHBI K AE(PUUIMTY BOABI B CPABHEHHH C COPTOM
Okana70, 0 4eM CBHIECTENBCTBYET PE3KOE 2-KpPAaTHOE CHMKEHME ASA M 3-KparHoe
cHmkeHrne GSH Ha NpOTSHKEHUM BCETO DKCIEPUMEHTA (PUC. 7.2]1), UTO KOPPEIUPOBAIO C
noBbilieHrEM YpoBHs okucieHHoro GSH (GSSG) (puc. 7.2B). Hanportus, pactenus
copra Okaaa70 mpoaeMOHCTPUPOBAIA BEICOKYIO YCTOWUMBOCTD K BOAHOMY J€(DULMTY: B
YCIOBUSIX CTpECca coaepkanue ASA CHU3MIIOCH Jiib HA 20% OTHOCHUTEIBHO KOHTPOJIS
(puc. 7.2a). Torga kak NIyTaTHOHOBAs CUCTEMA OTPEArnpoBalia akTuBHee: ypoBeHb GSH
causmics B 1.5 paza (puc. 7.2B), a conepxanue GSSG yxke k 1 4 BO3pOC/IO BABOE, C
NOCIICAYOIMM 3aMETHBIM CHIDKEHUEM K 5 4 BO3AEHCTBHS cTpecca (puc. 7.21). Bnusiaue
UHOKYJIsiuu B. subtilis 10-4 Takke 0Ka3aioch cOpTocneluPpuyHbIM. Tak, y MpopOCTKOB
YyBCTBHUTENBHOTO copra CanaBar FOmacB WHOKyJSIMS HE MPEAOTBpAINAIA CTPECC-
WHAYLUPOBAHHOE CHMKEHUE ASA (puc. 7.20), HO cnocoOcTBOBaNa NOAACPKAHAIO €T0
ypoBHs Ha 130-250% BbIIE KOHTPOJIBHBIX 3HAUCHWA. [laparuienbHO OTMEYAIOCh
noBeilieHue coaepskannss GSH (puc. 7.2r) u BoccranoBienue nyia GSSG 10 ypoBHs
KOHTpoOJist (puc. 7.2:). Y NPOPOCTKOB YCTOMUMBOrO copra Okana70 MHOKYJSLMS B
YCIIOBUSX Ae(UIUTa BOABI MOJHOCTBIO cTadunu3upoBaia coaepskanue kak GSH, tak u

ASA 10 yPOBHSI KOHTPOJIBHBIX (HECTPECCUPOBAHHBIX ) pacTeHUi (puc. 7.2a,B,1).

7.3. Bausinne uHoKyJassuuu B. subtilis 10-4 Ha akTHBHOCTB ackopOdar
nepoxkcuaassl (APX) u rimyrarnon peaykrassl (GR) y pasauvaromuxcs mo
CTPaTeruy afanTauuu K 00e3B0KMBAHMIO IKOTHIIOB MILIEHHUIbI B YCJI0BHIX

aepuuUTAa BJIATH

Pe3ynbrarel, NMpencTapaeHHbBIE HA PUCYHKE 7.3 JEMOHCTPUPYIOT BBIPAXKCHHYHO
aktuBaio APX uw GR non BosxeiicTBuEM BOAHOrO AepuumMra y OOOMX 3KOTHIIOB
nueHuIpl (puc. 7.3). OaHako amIuIMTyJa OTBETHOM peakiuu y MPOPOCTKOB COpTa
Canasar FOnaeB Obl1a CyIIECTBEHHO BhILIE (PUC. 7.30,T), TI€ CTPECC BBI3BA YBEIIMUCHHUE
aktuBHOCTH APX 1 GR 6onee uem Ha 300% u 200%, cOOTBETCTBEHHO. B TO ke BpeMms y

npopocTkoB copra Jkana70 akruBHOCTE APX 1 GR yBennunnace npumepHo Ha 150% u
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[Tomy4yeHHBIE JaHHBIE AEMOHCTPUPYIOT, UTO 3HAOPUTHBIHN wTamMMm B. subtilis 10-4
MOJYJIMPYET aKTUBHOCTh KIHO4EBBIX (pepmeHTOB ASA-GSH mmkna (APX m GR) aByx
PA3IAYHBIX SKOTUIIOB MINEHUIBI, YTO COMIACYETCS C M3BECTHOM CnocoOHOCThIO PGP-
OakTepuii HUBEIMPOBATh OKUCIUTEIBHBIA CTpecc y pacTeHuil. OnHako HaOIHOIaeMbIe
3((deKThI OKazanuch CeU(PUUYHBIMY U 3aBHCEITU OT FT€HOTHIA pacTeHust. OOHapy KeHHAs
JBOWCTBEHHAsI CTparerusi OAKTEpHii HAXOAWT CBOE OTPAKCHUE B JmTeparype. Tak, B
pabote Zhang et al. (2020) cooOmaercs 0 MoAaBICHUN aKTUBHOCTA AHTUOKCUAAHTHBIX
¢depmenToB (APX, KAT) PGP-0akrepusimu B. amyloliquefaciens SB-9, uto xoppenupyer
co CHIkeHueM ypoBHa H2O: 1, Kak cneACTBAE, YMEHBIICHHEM NOTPEOHOCTH PACTCHHUMA
NIICHALBI B TMIECPAKTUBALMKN AHTUOKCHIAHTHOW CHCTEMBI MPU COJIECBOM cTpecce. B
apyrux uccienoranusx (Srivastava et al., 2016; Puthiyottil et al., 2021) nabnronaercs,
HanpotuB, uHAyKuKsd PGP-0akrepusmu aktuBHOCTH GR 11 APX u ycunenue Bcero AsA-
GSH nwmkna ans akruBHOW Helrpanuzanun ADK. Kak nokasanu Zhou ¢ coasr. (2016),
wramm B. amyloliquefaciens 5113 oka3piBaj 3aI0UTHOE ACHCTBUE HA PACTEHMS TIILICHULbI
BO BPEMS 3aCyXH UYEPE3 PErysaLurt0 sKkcnpeccud reHa APX1 u akTHBHOCTH (PEPMEHTOB
ASA-GSH mukna. Beicokoe BHyTpukieTounoe coaep:kanue AsA u GSH obecneunano
NOBBILICHHYI0 AHTHOKCUJAHTHYIO CIOCOOHOCTH KJIETOK, YTO SIBISUIOCH KIJIFOUEBBIM
MeXaHU3MOM 3auThl (Zhou et al., 2016). D10 yKka3bIBaeT HA TO, YTO CTpaTerus OaKTEpHid
MOKET BApPbUPOBATHCS B 3aBUCMMOCTH OT BHJA PACTEHUS W TUNA cTpecca. MHTEpeCHO,
YTO B HOPMAJIbHBIX YCIOBHIX MHOKYIALMS B. velezensis 5113 mpakTHUeCKH HE OKa3bIBaia
BIUsHUA HA LUK ASA-GSH y NMIueHuIsl, HO 3HAYATENBHO CHWKANIA aKTUBHOCTE APX
Opu TEIOBOM crpecce. OOHAKO B YCIOBMSX 3aCyXd M XOJOAOBOTO CTpecca
CYLIECTBEHHOIO CHIKEHUsT 0OHapyxeHo He Obuto (Kasim et al., 2013). Kpome Ttoro,
co00IIAN0Ch, YTO 3acyXa YBEJIMYMBACT AaKTMBHOCTh T'€HOB, CBS3aHHBIX CO CTPECCOM,
BkIrouass APXI1, SAMSI v HSP17.8 B NTUCThIX IIICHULLI, U MOBBIIMIACT aKTUBHOCTH
¢depmenToB mukna AsA-GSH. B To Bpems kak y TeX k€ pacTeHMid, 00OpabOTaHHBIX
OaKTepUsMU, KOJIMYECTBO TPAHCKPUIITOB 3TUX FEHOB YMEHBIIUIOCH, CBUAETENBCTBYS 00
VAYULICHAA COCTOSHUSI TOMEOCTAaTMYECKMX MEXAHM3MOB 3a CUeT OaKkTepHalibHOMN
uHOoKyssinmu (Kasim et al., 2013). OueBuaHO, 4To mTamMmsl Bacillus Spp. MOTYT CHH>KAaTh

CICIICHb OKHUCJIMUTCIIEHOI'O IOBPCKIACHUA Pa3/IMYHbBIMHA Ccroco0aMu ¢ BOBJICUCHHEM
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PA3IAYHBIX OMOXMMHUYECKHAX MYTEH, KOTOPHIE MOTYT 3aBHCETh OT MHOTMX (PaKTOPOB,
BKJIKOUYAsi CBOMCTBA CAMOT0 IITAMMA, BAJI PACTEHHUS, TPUPOIBI CTPECCA U HHTEHCUBHOCTD.
Hamm pesynmerarsl MMOKa3anv, 4YTO PacTEHUs 3aCyXOyCTOWUYMBOTO copra Okana70
XapaKTEPU3YOTCs 00Jiee BBHICOKUM TPUPOAHBIM coaepkanueM GSH M MOBBIICHHON
akTUBHOCTBIO GR, 4TO, BEPOATHO, OOYCIABIMBAET UX CIIOCOOHOCTH MHUHUMH3HPOBATH
CTpECC-MHAYUMPOBaHHOE CHWXEeHHE YpoBHeW ASA m GSH (puc. 7.2). Hanportus, y
4yBCTBHTEIBHOTO copra CamaBar HOnaeB HaOMIOAATOCH BBIPAKCHHOE YMEHBUICHHE
COACPXaHMsI STUX AHTMOKCHAAHTOB MPH BOAHOM JAcPUIMTE. XOTS ACPHUIMAT BOJIBI
BbI3bIBAJI CYLIECTBEHHY IO akTHBaLnO PpepmeHTOB APX 11 GR y pactenmii 06oux copros,
HO aMIUIATyJa OTBETa ObUIa 3HAYUTENBHO BbINIE Y pacTeHuil copra Canmasar FOmaes.
O dexkTrBHOCT PabOTHl AHTHOKCUAAHTHON CHCTEMBI MOATBEP)KIAETCS KOPPEIALMCH €
muHaMukoil HakoruieHus H,O,, MIIA (puc. 7.1), a Takke ¢ pOCTOBBIMM MMOKa3aTEIsIMU
atux pactennii (puc. 4.2). Wnokymsumst B. subtilis 10-4 oxazana BBIPAKCHHOE
NOJIOKUTENILHOE BIIMSIHUE Ha o0a copra, XOTs MEXaHM3Mbl 3TOI0 BO3ACHCTBUS
paznuyanuch. Y pacteHuit copra CamaBar HOmaeBa WHOKyAsSUUS SHIAOPUTOM
CHOcOOCTBOBAJA TMOBBIIMICHAID YPOBHS AHTHOKCHJIAHTOB W NPAKTHYECKH TMOJIHOMY
BOCCTaHOBJICHUIO cooTHomeHUuss GSH/GSSG, 4to, 0ueBUIHO, CBI3aHO C CHIDKCHHEM
runepaktuBanii APX u GR mipu crpecce. Y npopocTKoB copra Okana70 WHOKYISALMS
sHAO(UTOM Oobecneunmna NPaKTHYECKH MOJHOE BOCCTAHOBIEHHE COAEPKaHUs ASA u
GSH, BeposiTHO, Onarogapst CnoCOOHOCTH OaKTepUii MHAYMPOBATh MPEeaianTallMOHHOE
HakomieHne ASA u aktuBaiio GR B HOPMANbHBIX YCIOBUSAX. OTH PE3YJbTATHI
YKa3bIBAKOT Ha KJIHOUEBYIO poiib ASA m GSH B (opmMupoBaHWM WHAYUMPOBAHHOWH B.
subtilis 10-4 3acyXOyCTOMYMBOCTH HMCCIECAYEMbIX SKOTHUIIOB MIICHHULBI. MHTEPECHO
OTMETHUTh, YTO BAKHBII BKJIAJ B CIOCOOHOCTH 3HA0GUTA B. subtilis 10-4 BOBIIEKaThCS B
paboty AsA-GSH nukna v B mogaepkaHue peaoKc roMeoCcTa3a MOKET BHOCUTh HATMUNE
B T'€HOME 3TOW OaKTEepHH TeHOB, ACCOLMUPOBAHHBIX C YCTOHYMBOCTBIO PACTCHHNA K
okcuaaruBHoMy crpeccy (GPX, GloA, PerR, SODB, SODC, SODMn, Osmcl, OsmclR, AhpC,
NsrR, FUR), 4TO BBISIBJICHO B pe3yibTare OMOMH(POPMATHUYECKOTO aHaIM3a reHoMma

mramma 10-4 (rmasa 9.2.2).
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B nenom, cOBOKYMHOCTE MOJIYYEHHBIX B 3TOH IIaBE JAHHBIX CBUACTEIBCTBYIOT B
N0JIB3y TOTO, YTO BBISBICHHAS CHELM(PUUHOCTh PEAKIMH, PA3TUYAOIINXCS IO CTPATErHA
aJanTauy K 3aCyXe SKOTHUIIOB MIICHULBI B OTBET HA HHOKYJISLUEO SHAOPUTOM B. subltilis
10-4 o0ycnoBiieHa UX COCOOHOCTBIO PErYIMPOBaTh KOMIOHEHTHI ASA-GSH kommiekca
B KaueCTBE 3(P(PEKTUBHON aHTMOKCHJAHTHOM CUCTEMBL. Pe3ylbTarbl AEMOHCTPHPYIOT, 4TO
KITIOYEBYIO POJIb B pEAlM3alMI0 TMPOTEKTOPHOTO JeictBus B. subtilis 10-4 Ha
KOHTPACTHBIE TIO CTPATErMM AJanTallMd K 3acyXe PACTEHUsT NUICHULBI CTEMHOTO
Bomxkckoro (Okana70, yCcTOWUYMBBIM) W JieCOCTENHOIO 3amagHocuOupckoro (CaaBar
OnaeB, yyBcTBUTENBHBIN ) UrpatoT ASA U GSH COOTBETCTBEHHO; YTO B 000MX Clydasx
NPUBOANT K YMEHBIIEHUIO OKUCITUTEIBHBIX TOBPEXKACHUA MEMOPAH U YTy YIIEHUIO POCTA
PAcTEHUH B YCIOBHIX BOIHOTO AC(PUIMTA (C MAKCHMAJIbHBIM MOJIOKATENBHBIN 3(h(PeKTOM

Ha pacTeHusIX copra Jkana70).
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IJIABA 8. POJIb SHTO®UTHBIX B. subtilis BITPOJIOHT MPOBAHHON
YCTOMYNBOCTH PACTEHUI NIIEHUIIHI TP KOMBUHUPOBAHHOM
BO3JIENICTBAM IT'EPBAITN/IHOI'O IPECCHHTA 1 IOYBEHHOM 3ACYXH

DOpMUPOBAHKUE YCTOMUMBOCTH PACTEHHUIA K KOMITJIEKCHBIM CTPECCOBBIM BO3ACUCTBHSIM,
TakuM Kak codetanue repoumaoB (I'0) W 3acyxu, NpPEACTaBISIET BAKHYIO 3adaqy
COBPEMEHHOIO CEJTbCKOXO3HCTBEHHOTO MPOM3BOACTBA. B 3TOM KOHTEKCTE 0COOBI MHTEpEC
BbI3BIBAKOT MUKPOOHBIC OWOMHOKYJISIHTBI, CHOCOOHBIE OKAa3bIBATH MPOJIOHIMPOBAHHBIN
NPOTEKTOPHBIA 3(QQEKT HA PpaCTCHHSA-X035€Ba, TMOBBIAS WX AJANTHBHBIA MOTCHIMAN.
[lonyueHHBIE HAMKM JJQHHBIE B JIAOOPATOPHBIX YCJIOBUSX HA PAHHUX CTAMsAX Pa3BUTHS
pacTeHUid MPOACMOHCTPUPOBATM  A(P(PEKTUBHOCT MPEANOCEBHONM HMHOKYJSIIMHA ~ CEMSIH
SHAOQUTHBIMEA OakrepussMu B. subtilis B CTUMYJSILIMM POCTAa M CTPECC-YCTOWUYMBOCTH
pacTeHunii, BKITIOYast Pa3JIMUarOXCsl M0 CTPATErMH aaNTalli K 00E3BOYKMBAHUIO SKOTUTIBI
niieHuIpl. OJHAKO OCTAETCs HESICHBIM CIIOCOOHBI JI 3HAO(UTHI TPH MPEANOCEBHOMN
WHOKYJSILMHA CEMSIH COXPAHATh CIOCOOHOCTH PEryJIMpOBaTh META0OIM3M PACTCHUHA M WX
YCTOMYMBOCTh K KOMOMHUPOBAHHOMY BO3ICHCTBUIO NEPOMLIMAHOIO MPECCHMHIA M 3aCyXH B
NO3/IHUE CTAJUM OHTOTEHE3a, W €CIM Ja, TO KAKME MEXAHM3MBI JISKAT B OCHOBE HX
JIOJITOBPEMEHHOM 3aIlIMTHON aKTUBHOCTH M KaK OTO OTPAKACTCS HA YPOXKAWHOCTH U KAYECTBE
NPOAYKLMH. B CBsI3M € 3TH JaHHas 171aBa MOCBSIICHA N3YUYEHUIO POIM SHIOMUTHBIX B. subtilis
B TPOJIOHTMPOBAHHBIX ANANTUBHBIX PEAKIMIX PACTCHWHA TMIICHHUIIBI, KOHTPACTHBIX MO
YCTOMUYMBOCTH M CTPATETWSIM aIANTAlMK K 00C3BOYKMBAHUIO, B YCIIOBHSX KOMOMHUPOBAHHOTO
BozzciicTrs [0 1 3acyxu (1'03). [IpoBEnIEHO KOMIUIEKCHOE N3YUYEHHE BIMSHUS TPEANOCEBHOM
WHOKYy/simu B, subtilis (10-4 w 26]1) Ha wmopdodusnonornyeckue, OMOXMMUYECKHAES
NOKA3aTeNM  POCTa, YCTOWYMBOCTH, YPOKAMHOCTH W KAYECTBA 3€PHA B BETETALIMOHHBIX
SKCMIEPUMEHTAX B KOHTPOJIIMPYEMBIX U TIOJIEBBIX YCIIOBHSIX.

B COBpEMEHHBIX TEXHONOTWSAX BO3MACTBIBAHWS NINEHUIBI WCIIONb30BaHUE [0 mist
OOpBOBI ¢ COPHOM PACTUTEIBHOCTBED UIPAET BAKHYIO POJIb, HO CO3ACT JTOMOTHUTEIBHYHO
HAarpy3Ky Ha pacTeHUs M, B COYCTAHMM C 3aCyXOil, OKAa3bIBACT MaryOHOE BIMSHHE HA
YPO:KalHOCTb KYJIBTYPBL, UTO CTAHOBHUTCS BCE OOJEE OLYTUMBIM B YCIOBHSIX MEHSFOLLETOCS

kmMara (Verma, 2021; Todorovaetal., 2021; 2022). 'O SBISIFOTCS CEPhE3HOM SKOIIOTMYECKOM
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npoOeMOid, TIaBHBIM OOpa3oM M3-3a CIOCOOHOCTH MPOHMKATh B METAOOIMYECKUE IMyTH
pactenuii 1 MukpoopranusmoB (L.ozowicka et al., 2021), ObICTPO BCAChIBAsCh JIMCTOBOM
MOBEPXHOCTBED W KOPHEBOW CHUCTEMOHM PACTEHWil, U CBOOOJAHO MEPEMEILATHECS BMECTE C
NUTaTeIbHBIMK BEIECTBAMH, HAKAIUTMBASCH B TOUKax pocta. [log aeiicteuem ['0 otmMeuaercs
CHW)KEHHE WHTEHCUBHOCTH (DOTOCHMHTE3a M AKTUBHOCTH (PEPMEHTOB, HMHIMOMPOBAHME
cuHTe3a xyopoduiuia v Oeka B pacrenusix (Varshney et al., 2012). Ha monsix ¢ moceBaMu
NILICHUIIBI YacTO MCHOJIb3YIOT BBICOKOCENEKTUBHBIE [0 MPOTUB OMHOMETHUX U HEKOTOPBIX
MHOTOJIETHUX JIBY/IOJBHBIX COpHsIKOB. K mpumepy, coctaB ['0 Secator® Turbo (akTuBHBIC
VHIPEIUCHTBL. HOAOCYIb(PYPOH METWUIHATPHUNA, aMHUAOCYJIbQYPOH M  MEPECHIHPIMITHI
(antuaor)) (baiiep, ['epmanus) 0O0ecneunBacT HAICKHOCTH B OOPHOE ¢ TPYIHOYIAISIEMbIMA
COpHSIKAMH, Pa3pPOCIIMMHUCS W 00pPaOdOTaHHBIMH B  CIIOXKHBIX TOTOJHBIX YCIIOBHUSIX.
[Tpumenenne 10, Kak MpaBUIIO, HE PEKOMEHAYETCS AJS CEIIbCKOXO3SIMCTBEHHBIX KYIBTYD,
NO/IBEPKCHHBIX A0MOTUYECKUM CTpECCaM, TAKMM KakK 3aCyXa, 4YTO YacTO YKa3aHO B
WUHCTPYKIMSX mpom3BoauTens. OHAKO 3acyxa SIBISIETCS HEMPEACKa3yeMbIM, YacTo
MOBTOPSIFOIIMMCSL  SIBIEHUEM TOYTH BO BCEX PErMOHAX BbIPALUIMBAHUS MIICHUILIBL, TIIE
npumeHenue [0 smisiercst 00brHOM nmpakTukoil (Benevenuto et al., 2021). [pu yeenmuennn
yrcia (GakTopoB, OAHOBPEMEHHO BO3/ICHCTBYIOIIMX HA PACTEHUS, UX BBDKMBACMOCTb U POCT
CHMDKAKOTCS, TAYKE €CITM YPOBHU KaKA0T0 M3 3TUX OTACTBHBIX CTpeccopoB HU3KHE (Todorova
et al, 2021). CoemectHoe BozzaciictBue [03 NPUBOAMT K  3HAYMTEIILHBIM
MOPGOPU3UOIOTHYECKUM W OMOXMMHYECKUM W3MCHEHHMSIM B  PAcTEHMSX, BKITIOYast
NOJABICHAE  POCTA,  CHIDKCHUE  (POTOCMHTETMYECKOW  AKTUBHOCTH,  M3MCHECHME
OKHCITUTEIBHOTO  MeTa0omm3Ma, HeCTaOWIIBHOCTh MEMOpaH, MPOBOAMMOCTH  YCTBHIL,
YBEITMYECHUE OKUCIIMTEIBHOIO CTPECCA, YTHETEHUE POCTA KOPHEH, YMEHBIICHHE TIOMAINA
JIACTBEB W HAPYLICHUE BOMHOIO OallaHCca, YTO OTPAXKACTCS B CHIDKEHHOH YPOXKAHOCTH
(Benevenuto et al., 2021; Vikrant et al., 2021; Radchenko et al., 2021; Todorova et al., 2022).
Takum 00pasom, 3acyxa B COYCTAHWM C MPUMEHEHHEM [0 OKa3bIBACT CHHEPIETHYECKOE
HETATHBHOE BIIMSIHUE HA POCT pacTeHuii v ypoxkaitHocTs (Pascual et al., 2022), u, craHOBHTCS
BCce OoJiee ycyryOnseMoi B CBsI3M ¢ TEKYLIMM W3MEHEHHEM Kinmara. Pactenus u Oakrepun
YCTAHOBUJIM CUHEPTETHYECKUE B3AUMOACHCTBHUS TSl CMsrUeHust BpeaHbix crpeccos (Cherif

et al., 2015; Lastochkina, 2019). TlonoxutensHoe BiusiHue PGP-Oakrepuii B OoprOe
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PaCTEHHI MIIEHHIBI ¢ 3aCyX0il XOPOLIO 33JI0KYMEHTHPOBAHO M MOAPOOHO PAaCCMOTPEHO B
Hammx 0030pHbIx padortax (Lastochkina et al., 2019a; Jlactoukuna, 2021; JlactoukuHa,
Aunarynosa, 2023; Lastochkina, Bosacchi, 2023). Hanpumep, oopabotka B. safensis W10 u
Ochrobactrum pseudogregnonense 1P8 okazana CTUMYJIMPYIOLIEE POCT U 3aLMTHOE ICHCTBIE
Ha LIECTh PA3MYHBIX COPTOB MIICHHUIBI, TOCTPAJABIIMX OT 3aCYXH, YTO BBIPA3WIOCH B
YBEIIMYECHUHA MAacChl KOPHEH, BCXOMOB M ypoxkaitHocth 3epHa (Chakraborty et al., 2013).
AHaNIOrMYHbIe JaHHbIE OBUTM MOJIYYEHBI OT APYTHX IITaMMOB Oaktepuid (Pantoea alhagi,
Risobium leguminosarum, R. phaseoli, Mesorhizobium ciceri, Azospirillum brasilense, A.
lipoferum) Ha NILECHHALE, MOPAKSHHON 3aCyXOH HA Pa3HbIX CTAAMSIX PA3BUTHS, BKIIFOYAsS
nepuon 1ereHus (Arzanesh et al., 2011; Hussain et al., 2014; Cakmakgi et al., 2017; Chen et
al., 2017). OnHako, ¢ MOMEHTA OTKPBITHSL U YCTaHOBJECHUS por PGP-06akrepuii B perysimu
AHTHCTPECCOBBIX (PM3UOIOTMYECKHAX MPOrpaMM y PacTeHHU 0CO00E BHUMAHUE YACISIIOCH
peakuuu pacteHuii Ha oOpaborky PGP-OakrepusiMu MpW BAMSHUM WHIUBUAYAIBHBIX
CTPECCOB M M0 BHHMAHMWS YACIUIOCH BOMPOCY KOMOMHUPOBAHHOIO BO3ACHCTBHS
PA3IMYHBIX CTPECCOB. TONBKO HEMABHO WCMHONB30BAaHME IITaMMOB PGP-Oakrepuii yist
3auMThl pacteHunii ot TokcnuHocTH 1'0 (Bourahla et al., 2018; Shahid et al., 2018; Bernat et
al., 2018; Korobov et al., 2021; Mironenka et al., 2021) oTaenbHO ¥ B COYETaHUH C APYTHUMHA
crpeccaMu ObLIO paccMOTPEHO B Heckosbkux nyOimkanusix (Chennappa et al., 2018;
Timergalin et al., 2020; Chetverikov et al., 2021; Feoktistova et al., 2021; Chetverikov et al.,
2022). HccnenoBaHusi, MOCBAIIEHHBIC BO3AcHCTBUIO PGP-Oaktepuii Ha mineHWny npu
KOMOMHMPOBAHHOM Bo3aekcTBrM 103 HaxomsaTcs Ha HavaabHOW crammu (Bourahla et al.,
2018; Timergalin et al., 2020). Hanmpumep, B padote Uersepurosa C. (2019) cooburanock, 4to
cpemi 11 GakTepranbHBIX M30MSTOB C AHTHCTPECCOBBIMM CBOWMCTBAMH B YCIIOBUSIX 3aCyXW,
HauOOJIEe aKTHBHBIE U3 HUX TAKOKE ObLIA YCTOHYMBHI K AciCTBUIO psina ['0 Ha ocHoBe 2,4-D
U CyJb()OHUIMOYECBUHBI, CUHTC3UPOBAIM (PUTOrOPMOHBI, MOOWIM30BAIA COCTMHEHUS P,
oOnmagami moTeHIManoM K (ukcauuu N,, a TakkKe 3HAYATEILHON MPOTUBOIPHOKOBOM
AKTUBHOCTBIO. B 4acTHOCTH, OBLIO NPOAEMOHCTPUPOBAHO, YTO IUTaMM Pseudomonas
avellanae 6CH2 cTaOWICH U MOXET PacTH C BBICOKOW CKOPOCTBIO B Cpefe, COACpKalleh
cuntetnyeckre [0 Ha ocHoBe aykcuHa (OkranoH, 10 mu/nm;, Yucraman, 5 wmi/n) u

npon3BoaHbIe cynb(onmnmoueBunbl (Hanomer, 0,05 r/m) (Chetverikov, 2019). Bonee Toro,
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uHokynsimst P, avellanae 6 CH2 oka3plBaa aHTHCTPECCOBOE JCHCTBHE HA PACTCHUS
NILIECHUIIbI, ONPbICKUBacMble ['0 HA OCHOBE 3TUX CHMHTETHYECKMX ayKCHMHOB 2,4-D, mikamOa
(Okranon, Yucranan) u mercynbdypon-metist (Hanomer) (Chetverikov et al., 2021).
CnemyeT OTMETUTB, YTO K MOMEHTY Ha4aia Haiei paboThl B JIMTEPATYPE OTCYTCTBOBAJIA
uH(popmarwmst 0 BimsiHUM SHA0GUTHBIX PGP-6akrepuii B. subtilis Ha pacTeHUs MIICHULBI C
Pa3TMYAIOIIMMUCS aTANTUBHBIMU CTPATErMSIMU MPH KOMOMHUPOBAHHOM Bo3zeiicTBuM [ 03, o
ONPENENSNIO  BBICOKYIO CTENEHb AKTyalbHOCTH NPOBEICHUS HCCICAOBAHWNA B 3TOM
HanpaeicHUA. KpoMe TOro, oCTaBaioch HESACHBIM HAa KAKOM 3Tale CTPECCOPHOIO OTBETA
NPOSIBIISIETCS TPOTEKTOPHOE ACHCTBHE SHAO(PUTOB — 0 HAYANIA 3aCyXH (3Tal MMPEAaNarTaluq )
WJTH BO BPEMSI BO3ICHCTBHSI CTPECCA M KAKOBA CIEH(PMKA 3aIMTHOTO OTBETA OMPLICKAHHBIX [0
pacTeHUii MIICHMUIIbI C PA3HBIMU ATANTUBHBIMU CTPATETUsIMU HA HEAOCTATOK Biiark. Panee Mbl
YCTaHOBWJIM, YTO KJIETKM OOOMX IITAMMOB, MPOTECTUPOBAHHBIX B HAIIEM HWCCIICHIOBAHWM,
ycroiuuBel K ['0 v T10I" (puc. 3.9), a Taroke cnOCOOHBI YIydlllaTh TPOPACTAHUE, BCXOKECTh
CEMSIH M PAHHUMIA POCT MM IPOMTOHHBIX NPOPOCTKOB B IMMPUCYTCTBHAM Pa3HBIX KOHLIEHTparwii [0 u
[T (puc. 3.10, Tadn. 3.4) (masa 3.6). Jlanee ObUTO KCCIIENOBAHO BIUSHUE MHOKYIISIIMKA CEMSH
sHaoGUTHBIMA B. subtilis (10-4 n 26/]) Ha Pu3nonoro-OMOXMMHUYECKHE MAapaMETPbl pOCTa U
YCTOMUMBOCTH Y Pa3IMYAOLIMXCS MO CTPATeIWM  aIanTalidyd [MIICHULBl B YCIOBUSX
KOMOMHMPOBAHHOIO BO3ACHCTBHS repOrLMIa M TOYBEHHOM 3acyxu (I 03) 1 B MOCT-CTPECCOBBII

nepuos (BOCCTAHORIICHKE) B BETETALMOHHBIX KCIIEPUMEHTAX B KOHTPOIIMPYEMBIX YCIIOBHUSIX.

8.1. ®eHoTHIIHYECKAS M POCTOBAsI peaKusi HHOKYIHPOBAHHBIX SHIA0(PUTHBIMH
B. subtilis pacrennii NIIeHULBI ¢ KOHTPACTHBIMH AJANITHBHBIMH CTPATErHAMHU B
YCJI0BHSIX KOMOMHHPOBAHHOIO BO3/eiicTBHE repOMuuaa U nouBeHHoii 3acyxu (1'63) B

BEr€cralliOHHLIX JKCIHICPUMEHTAX

Kak BuaHO W3 pucyHKOB 8.2 w 82, B HOPMAIBHBIX YCIOBUSX IPOM3PACTAHUS
3HIO0(UTEI B pa3Hoil creneHn yBenuumBaM (Ha 10-50%) HMHTEHCHMBHOCTH POCTOBBIX
NPOLIECCOB ([UIMHY HA36MHOM YaCTH W KOPHEH, MX CHIPYIO M CYXYHO OMOMACCy) pacTeHWi
NIICHALBI HA TMPOTSHKEHMM BCEr0  MEPHOJA  BETETALMM, 4YTO CBUACTEIBCTBYET O

NPOJIOHTMPOBAHHOM POCTCTUMYJIMPYIOLIEM BIMSHUH SHAO(PHUTOB.
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U 33JcpKKa pocTa HaAOMIOAAIMCh Mociae 7 JHEH BO3NEHCTBHS 3aCyXu Ui 0OOOMX COPTOB
nieHuibl. KoMMuecTBO M CTENEHb YBSJAHUS W TOXKEITCHUs] JIUCTHEB ObUTM OOIbIIE
BBIPOKEHBI B yCIOBUAX ['03, UeM MpH OTACTBHBIX MOCIEACTBHSX 3acyxu. Bozaelictere 163
3aMeISII0 POCT MOOETOB M KOpHEH 0001x copToB (Ha 25-40%), CHIKAIIO MX CBIPYIO (Ha 30—
60%) u cyxyro ouomaccy (Ha 30-50%) (puc. 8.1, puc. 8.2) ¢ MaKCUMaNbHOW aMITIATYAO0H
CTpeCC-MHAYLIMPOBAHHBIX KoJleOanmii y pacrenuii copra Canasar FOnaes. Kpome toro, mocne
7-Mu JHEBHOTO BozzciicTBUs ['03 ¢ mocieayronmM BO30OHOBIEHUEM MOJIMBA PACTEHUS
000MX COPTOB XapakTepH30BAMCh CHIDKEHHMEM Ha 16% (Oxama70) m Ha 20% (CanaBar
KOnaeB) BEICOTBI HA3EMHOM YaCTH MO CPABHEHUIO ¢ KOHTposieM (puc. 8.1). Uepes 4 qus mociie
BO300OHOBJICHMST OOBIYHOTO MOJIMBA PACTeHMsl BO BCeX rpynmax (¢ v 0e3 MpUMEHEHUs
repOulIKa), KOTOPbIE MOABEPIIMCH MOYBEHHOMN 3acyXe, HAUMHAIM BOCCTAHABIIMBATH TYProp
1 BO30OHOBJISTH pocT (puc. 8.3).

YCTaHOBJEHO, YTO MHOKYJISIIUAS CEMSH MIICHUIIBI KJIETKaMU [TaMMOB 5. subtilis 10-4
1 26]1, 1715 KOTOPBIX MTPOAEMOHCTPUPOBAHA TOJIEPAHTHOCTD TP KYJIBTUBUPOBAHUH HA Cpeiax
B npucyrcreun repouimaa Sekator Turbo® u TIDI (neduuur Bnaru) (puc. 3.9, tatn. 3.4)
CroCcOOCTBOBAJIA YIYUIIEHUIO BCXOXKECTH CEMSH M POCTa MPOPOCTKOB MIIECHUIBI TPH
BBIPALIMBAHUM Ha Yalkax [ leTpu ¢ pasHbIMU KOHLIEHTpauusMu repornmaa u [ 151" Ha paHarx
cramusix (puc. 3.10, Tabn. 3.4) (maea 3.6) ¥ OKa3bIBajIa MPOJIOHTMPOBAHHBIN 3alUTHBINA
3(pQEKT HA BETCTUPYIOIIME PACTEHHS B TMO3MHHE CTAUM PA3BUTUS MPH MPEINOCEBHON
oOpabotke (puc. 8.1-8.3). Tak, uHokymsuus ymenbmiasia (Ha 40-50%) HeraruBHOE
Bozzeiicteue 163 Ha pocT pacteHuii 0OOMX COPTOB M TMPUBOAWIIA K YCKOPEHHOMY
BOCCTAHOBJICHUIO MOCTE BO30OHOBNEHHS NoymBa (puc. 8.1-8.3). B yacTHOCTH, B yCIOBUSIX
BO3/ICHCTBHSE KOMOMHUPOBAHHOTO CTPECCca Y MHOKYJIMPOBAHHBIX PACTEHUI JIMHA KOPHEH U
noOeroB OblIa yBEJMUYECHA IO CPABHEHUIO C KOHTPOJIEM, COOTBETCTBEHHO, HA 128% 1 135%
(Okana70), 130% u 137% (Canasar FOnaeB), a Takke UX CbIpoi u cyxoi Ouomaccel Ha 130—
150% (puc. 8.1, puc. 8.2). Bce MHOKYIMPOBAHHBIE M TMOABEPTIIMECS 7-MW JAHEBHOMY
Bo3zeiicTBHIO ['03 pacTeHUs K KOHILy BEreTaiy UMENU 00jee BHICOKYIO JJIMHY HAI3EMHOMN
YacTH, KOTOpas Jake MPEBbIIaa AJMHY KOHTPOJIBHBIX pacTeHuid. bakrepuanbHas 00padoTka
YCKOpHJIa BOCCTAHOBJICHHE pacTeHuid oOoux coptoB. Tawke Obuto OTMeueHo, uto 10-4

HauOOoJee BEIPOKEHHO YCKOPHI BOCCTAHOBJICHHE Dkana’0, B TO BpeMst kak 26][ — Canasar
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IOnaeg. [TonyuyeHHbIE pe3yIETaThl YKAa3bIBAKOT HA CIIOCOOHOCTH SHAO(UTOB MOAU(PUIIMPOBATH
ApXUTEKTYPY KOPHEBOH CUCTEMBI PACTEHHH, B YACTHOCTH, YBEIIMUMBATH JUIMHY KOPHEH (PHC.
8.1), a Takke perynmpoBarb NpoLecchl (POPMUPOBAHUS OOJIEE TECHOTO MX B3AMMOJCHCTBHS C
MOYBOH, BEpOATHO, 3a cyeT npoaykimu OlIC (cm. maBy 9). /laHHbIE U3MEHEHUSI UTPAIOT
BKHYIO POJIb B 00ECNIEUCHUN PACTEHUIA BOAOH 1 2lIEMEHTAMU MUHEPATIBHOIO MATAHMSL.
Crenyer OTMETUTB, 4TO 00pabOTKA TOILKO NEPOUIIMIOM B HOPMAJTLHBIX YCIIOBUSIX HE
OKa3bIBaJIa HHTMOMPYIOLIETO ICHCTBHUS HA POCT PACTEHHIA M HE BbI3bIBAJIA IBHBIX M3MECHEHMIA B
uX (PCHOTHIE PACTCHUIA, 3a MCKITFOYEHUEM HE3HAYUTENBHOTO MOKENITEHUS CTAPBIX JIMCTHEB.
OueBH/IHO, 3TO CBA3aHO C TeM, 4To repouim Sekator Turbo® conepsxut antuaoT MedeHmmp-
JIUOTHIL, [IpeIHA3HAYCHHBII JUISL CMATYCHUS (PUTOTOKCHYECKOTO JENCTBAA
HonoMynbypoHMeTHT Harpus W amuapoMuidypoHa Ha pacteHus. CooOmanoch, 4To
MEQCHIMUPANITAIT YCUIUBAECT AKTUBHOCTH (JEPMEHTOB, CIOCOOCTBYIOLNMX PAIOKEHUIO, W
YCKOPSAET pacha] aKTHUBHBIX BELICCTB TepOMIMIAa B TKaHAX pacreHuii. O cnocoOHOCTH
NIIEHUIIBI  MIEPEHOCUTh  BO3NICHCTBAE HEKOTOPBIX CENICKTMBHBIX TEPOMLMIOB  TaKKe
cooOmanock panee (Todorova et al., 2021), 4ro HaNLIO OTPaKEHWUE B OTCYTCTBUM MX
WUHTUOUPYIOLIETO ACHCTBIS HA POCT PACTEHMH, YTO COMIACYETCS ¢ HAIMMU BbIBOIAMU. B TO ke
BpeMsl pOCT (HAQI3EMHash 4YacTh) pacTeHwid, oOpaboTaHHbIX Oakrepusimu (10-4, 26]1) u
ONPBICKAHHBIX TEPOULIAIOM B HOPMATLHBIX YCIIOBHSIX, IPEBBICKIT IOKA3ATENM POCTA PACTCHHI,

00pabOTaHHBIX TOILKO NEPOULIMAOM.

8.2. Bausinne uHokyassuuu B. subtilis na conep:xxanue pOoTOCHHTETHYECKHUX
NHUTMEHTOB XJIOPOPHIIIOB H IVIOIIAAb JHMCTHEB PACTEHHUH MIUIEHHIbI ¢ PA3HBIMH
AJANTUBHBIMH CTPATerusiMi NP KOMOMHHPOBAHHOM CTpecce u

B MOCT-CTPECCOBDII NEPHOX

Kak yke yHNOMHHAIOCh paHee, ONHAM K3 OCHOBHBIX TMPOIECCOB TMEPBUYHOIO
MeTadoNM3Ma PacTeHUiA, HEMOCPENCTBEHHO CBSI3aHHBIX C MX MPOAYKTMBHOCTBIO, SIBJISIETCS
(dorocunte3 (Ahmad et al., 2018; Todorova et al., 2022). AHaNOrMYHO TaHHBIM, MOJTYYEHHBIM
Ha MPOPOCTKAX B PAaHHUE CTAIMHM Pa3BUTHs (MPOPacTaHME—BCXOAbl) B ychoBusx [100-
WHTyIIAPOBAHHOTO BOAHOTO JeduimTa (maea 4.1), Bo3nelcTBre KOMOMHUPOBAHHOIO CTpEcca

(I'63) B nepron KyIEHUs! 3HAUMTEILHO CHIDKAJIO COIEPaHUE XJI0popuiuioB (puc. 8.4).
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Kak BumHO U3 pucyHKa 8.4, WHOKYJSIMS MPEIATCTBOBATIA CTPECC-UHIYIUPOBAHHON
Jierpaialy XJ0poUIoB U MPUBOMIIA K O0s1ee OBICTPOMY BOCCTAHORJIEHUIO UX CONCPKAHUS
710 YPOBHSI KOHTPOJIbHBIX HECTPECCUPOBAHHBIX PACTEHWI MOC/E BO30OHOBJIEHWM MOJMBA
(pemaparms). [lnomage JMCTREB  W3MEHSUIaCh  CXOMHBIM  00pa3oM.  Pesymbrarsl
CBHACTEIBCTBYIOT O JONTOBPEMEHHON 3(PPEKTUBHOCT MHOKYIsIiK B. subtilis (10-4, 26]1) B
3almre  (POTOCHMHTETUUECKOIO armapara MUICHUIBI O000MX COPTOB OT TOBPEXKIAOIIETO
BozziekictBust 103, TlonyyeHHble JaHHBIE COIIACYIOTCS C  pe3yjibraraMd  JPyTrux
uccienopareneii (Bourahla et al., 2018; Chetverikov et al., 2021). K npumepy, Chetverikov et
al. (2021) nmokazamy, uro P. vellanae 6CH2 ysemiunBai o01iee KOIM4ecTBO Xopoduiuia (Xi)
(B 1,19-1,26 paza) B pacTeHMsIX MIICHUIIBI HA ()OHE TepOMLIMHOTO cTpecca. Takoit addekt
MOKET OBITh CBsI3aH C 00JIEe BHICOKOM JOCTYIMHOCTBIO M YCBOGHUEM MUTATEIBHBIX BEILICCTB U3
pu3ocdepbl, MOTYJISIMENH (PUTOTOPMOHOB U MOAJCPKAHUEM POCTA PACTEHUM B CTPECCOBBIX
yenosusix (Benedetto et al., 2017; Shahid et al., 2018). Bourahla et al. (2018) ycranosunm
CIOCOOHOCTD ITaMma P, putida yaydiiars HEKOTOPbIE (PU3UKO-OMOXMMHYECKUE MTAapaMETPhbl
(Xn, Kap, MJIA, ¢epMEHTaTMBHYIO AKTUBHOCTh) M CHIDKATh BbI3BAHHBIA TE€pOMIIUIOM
OKUCITUTENBHBIA CTPECC Y MIIEHULIBL. B Ipyrux uccienoBaHusIX yCTOWYMBBINA K TepOUIUTY U
P-comoOummzupyrommii  wramm  Burkholderia cepacian PSBB1  cHwkan TOKCHYHOCTB
nmdocara, yBeIMUUBa Pa3MeEP, CYXO€ BEIIECTBO, CHOCOOHOCTh K 00Pa30BAHUIO KITyOCHBKOB,
CONCPKaHUE MUTATENILHBIX BELIECTB B CEMEHAX HYTA, a TAKOKE CHWXKAJI YPOBHM IMPOJIMHA U

MJIA (Shahid et al., 2018).

8.3. AHAJIN3 OKHCJTUTEIBHOTO M OCMOTHYECKOI0 CTATYCA HHOKYJIMPOBAHHBIX
3HAOPUTHBIMH B. subtilis pacrennii NeHUNbI ¢ PA3HBIMH AANTHBHBIMH CTPATErHsIMH

NPy KOMOMHHPOBAHHOM CTpPecce H B MOCT-CTPECCOBBIii mepHoj

Crpecchl OKPYKAIICH Cpeibl TPUBOAAIT K nepenpon3BoacTry ADK, kotopeie B
BBICOKMX KOHIICHTPALMSAX MOTYT BBI3BIBATH OKUCJIUTEIBHBIE MOBPEKIACHUS, HAPYIIATh
JUNUAHbIE  (QYHKIMUM MEMOpaH, HWHAKTUBUPOBATh (PEPMEHTHI W MPENATCTBOBATH
MeTadomuueckoit  aktuBHocTH (Hasanuzzaman et al., 2020). B pesynsrare
OKHMCIIUTENIBHOIO ~ CTpecca B KIETKAX  HAKAIUIMBAETCA  OONBIIOE  KOJTUYECTBO

JCHATYpUPOBaHHBIX OenkoB, mpoaykroB [IOJI, koropble MOryT OBITH HE TOJBKO
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MHOKYJIMPOBAHHBIX PACTEHUMH OT OKUCIMTENBHBIX NOBpeXIcHud. YUeped 4 mHs mocne
BO30OHOBJICHUsI TONMBA ypoBeHb MJIA CHIDKAJICS 10 KOHTPOJBHBIX 3HAUYEHUH ObICTpee B
WHOKYJIMPOBAHHBIX PACTEHUSIX, 0COOCHHO y copra Okana70 (puc. 8.5B), CBUACTENLCTBYS 00
YCUICHUH MX aJaNTallMOHHOTO MOTEHIIMAJIA M YCKOPEHHOM CTa0MIM3alliK PEIOKC-CTaTyca Moj
BIMSIHUEM SHIOPUTOB. DTO COMNIACYETCS € JAHHBIMU JIMTEparypbl O monaBieHun PGP-
Oakrepusimu BbIpaOOTKH ADK M mpenoTBpaieHn NOBPEKACHHS KIIETOUHBIX MEMOpaH Mpu
crpecce (Batool et al., 2020). Crnienyer 3aMeTUTh, YTO caMa MHOKYJISIUS SHIO(PUTAMU HE
OKa3aja OTPULIATESTLHOTO BIMSHUS HA COCTOSHUE KJIETOYHBIX MeMOpaH pacrenuil. B
HOPMAJTGHBIX YCJIOBUSIX (70 BO3ACHCTBUSI CTPECCOB) MHOKYJIMPOBAHHBIE PACTEHHST 00OMX
COPTOB MUICHUIBI XAPAKTEPU30BATMCh XOTh M HECYIIECTBEHHBIM, HO CHIKCHHBIM (TIO
CPaBHEHHUIO C KOHTPOJNieM) ypoBHEM KoHLeHTpaimu ThK-pearnpyrommx nmpoaykros (MJIA)
(puc. 8.5B). 3T pe3ynbTaThl COMIACYIOTCA ¢ JaHHbIMU Garipova et al. (2022) u noaTBep:KaaroT
postb MJIA kak mapkepa 3ppekTiBHOCTH cCUMOM03a SHIO(PUTOB C PACTEHUEM-XO3MHOM, YTO
NOJIOPKUTENBHO CKa3bIBACTCS HA TIPOTYKTUBHOCTH.

Bausiaue 3H10()UTOB HA AKTHBHOCTH AHTHOKCHIAHTHBIX (DEPMEHTOB B PACTEHHSX
mmenunbl npu 1'63. Baxublii BKIag B ajantaiyio pacTEHUA K CTPECCOBBIM (haKTopam
PA3MYHON MPUPOIBI BHOCSAT AHTHOKCUIAHTHBIE (DEPMEHTHI, MPEMATCTBYIOUIME PA3BUTUIO
OKUCIMTENBHOTO cTpecca. M3 pucyHka 8.6 (a,0), BUAHO, YTO WHOKYJISIMS SHAOPUTAMA
CHWKasIa ypoBeHb MHAyLmpoBaHHo# ['03 aktuBHOCTH COJ M KAT y pactenuii 000X coproB.
B 1o crpeccoBblii mepron HAOMONAIOCh HEOONBIIOE TOBBINICHUE AKTUBHOCTU 3THX
(depmenToB. OOHApY>KeHO, UTO mTaMM 10-4 3HaYuTeNTHbHO YBEMMYMBaT akTHBHOCTE APX 1 GR
B pacTeHusix copra Jkana70 (puc. 8.6B,r), Takas >k€ TeHJCHIMS HaOIronaIach AJ1s PaCTCHUA
copra Canasar IOmaeB nox aeiictBueM wramma 26J1. MHTEpECHO, 4TO NpEeanoceBHAs
oOpabotka mwrrammamu 26/1 u 10-4 mo-pasHOMyY BiHMsiIa HA aKTUBHOCTH (pepMenHTOB mpu ['03.
Tak, nHOKyJsiuMs 10-4 3HAQUMTENBHO CHMDKATIA CTPECC-MHIYLMPOBAHHYIO akThBaluio APX
(puc. 8.6B) 1 monoHUTENBHO akTuBMpoBaia GR Ha 7-¢ cyTku BozaekcTeus ['03 y pacreHuid
copra Okana70 (puc. 8.6B). Ilocne 4-mHeBHOM penapaiyin akTMBHOCTE APX Obuta HUXKE
BapuaHTa skcriepumenta 26/1, a GR Obuia Ha ypoBHE KOHTpOIs (puc. 8.6B,r). AHaNOruuHas
KapThHA HaOonamack y MHOKYIMPOBaHHBIX 26]] pactennii copra Canasar KOnaes B yCIToBUsIX

['03, cBUIETENLCTRYS O peanu3aluu MPOTEKTOPHOTO >ddexra uepe3 onrummzaimo AOC
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MeTaboMMTa PaCTEHM, TEHCTBYIOIIETO KaK aHTHOKCHIAHT, OCMOJIMT W HA3KOMOJIEKYJISIPHBIA
HIANEPOH, YYaCTBYIOLIMIA B MOAIEP>KAHAN HATUBHOM CTPYKTYphl PepmenToB (Hasanuzzaman
et al., 2020). Conep:kaHuie MpoJMHA YBEMUMBACTCS B pacTeHusix mpu crpecce (Rare, 1990;
Mansour, 2000) 1 WrpacT BoKHYIO POjib B UX POCTE U >KU3HEHHOM LMKJIC, PETYIUPYS TEHBI
IMKJTMHA, o0 cuHTte3 Oenka (Kavi et al., 2015), a Takske KoOOpAMHUPYSI OMOCUHTE3 JIMTHUHA
(Guan et al., 2019). [TposH MOXKET UTPaTh POJb PE3CPBYyapa OPraHUUECKOTO a30Ta, KOTOPhIA
MOKET TOTPEONISITHCS B IEPUOA BOCCTAHORJICHHSL, YTOObI MIOMOYb PACTEHHSIM POTUBOCTOSITH
HeOnaronpusitHbiM (paktopam cpenbl (Rare, 1990; Mansour, 2000). B nuteparype uMeroTcs
NPOTHBOPEUMBBIE TAHHBIE O BIMsHUM PGP-0akrepuii Ha OCMOJIMTBI pa3HbIX PACTCHUIA U NTPU
pa3mMuHbIX cTpeccax. Hampumep, uHOKymsums wrammoM B. cereus B STYS 1 42
YBEJIMUMBAIA COACPYKAHUE MPOJIMHA B PACTCHUSIX B HOPMAIBHBIX YCJIOBHSX, CHIDKAIA MPU
CTpecce W OKasbIBajia 3aimTHoe ackcrere Ha pocT (Rashid et al., 2021). CooOianock, 4ro
WHOKY/SILMsl  pacteHnid  PGP-OakreprssMi MOXKET MOBBILIATH COACPKAHWE MPOJMHA B
PacTEHUSIX B YCJIOBHSX 3aCyXH, TEM CaMbIM YBEIIMUYMBAS POCT, HAKOIJICHUEC OMOMAacChl W
BOJIHBIN TOTEHIMAN JIMCTHEB BO BpeMs ctpecca (Vardharajula et al., 2011). HeonmHo3HauHbIiA
XaPaKTEP B3aMMOCBSI3M MEXKIY COACP)KAHUEM TMPOJIMHA M CTPECCOYCTOMUMBOCTBIO PACTEHUIA
MOKET ObITh OOYCJIOBIEH Ppa3fIMUHOW CHJIOW CTPECCOBBIX BO3ICHCTBUMI B  Pa3HbIX
AKCIEPUMEHTAX U CJIOKHBIM B3aUMOJICHCTBAEM MPOJIMHA C APYTUMH CTPECC-TPOTEKTOPHBIMU
CHCTEMAMM, B YACTHOCTH, C (DePMEHTATUBHON aHTUOKCHAAHTHOM.

B Haumx 3KcrepuMeHTax pasinyaiach CTENEHb Y4acTHs MPOJMHA B (POPMUPOBAHUU
YCTOWYMBOCTM M3y4YaEMbIX COPTOB TILIEHHWIIBI MMOA BIMsSHUEM KomOuHaimu [63 u
OakTepranbHON MHOKY/IsIMK (puc. 8.78). Bozaelicteue ['03 B TeueHue 4 v 7 qHEH MPUBOIUIIO
K MIOCTENEHHOMY YBEIMYEHUIO (10 2—4 pa3) KOHUEHTPALMK NPOJIMHA B PACTEHUSX MIICHULBI
000MX COPTOB ¢ HaMOOJEE BhIpaskeHHBIM 3(exrom st copra Canapar FOmnaes nocrne 7 qHeil
crpecca (puc. 8.7B).

BeoIsiBrieHO, uT0 3HA0(UTHI Takke CHKau (B 1,5—1,7 paza) cTpecc-uHIyLIMPOBAHHOE
HAKOIJIEHUE OCMONPOTEKTOPA U HEPEPMEHTATHBHOIO AHTHOKCHIAHTA MPOJIMHA B PACTCHUSIX
copra Okana70, B TO BpeMsi Kak jyisi pacreHwii copra CamaBar HOmacB mpuBOmM K
JOTOJTHATEIBHOMY €10 YBENWYEHUIO (MpUMEPHO B 1,1 pa3za) B TeueHUe 7 AHEH BO3NECHCTBUS

crpecca (puc. 8.7B). Ilo Bceli BHUIMMOCTH, OMOJMHUTENILHOE HAKOIJICHUE TPOJMHA B
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WHOKYJMPOBaHHBIX pacTeHusx copra Canasar FOnmacB MOkeT criocoOCTBOBATh CTAOMIM3ALN
AHTUOKCHJIAHTHOM cucTeMbl W HelTpammzanuun ADK npy KOMOMHUPOBAHHOM CTPECCE.
BbisiBieHHbIE pa3IMYHBIE PEAKIMM JABYX M3YUYEHHBIX COPTOB MIICHUIBI HA WHOKYJISLIUIO
mrammamu 10-4 w 26]1 mokaszanu, 4T0 TPOJIMH, CKOPEE BCETO, YYACTBYET B PeaM3alliv
TEHETUYECKU  3AIPOrPaMMHUPOBAHHON  yCTOMYMBOCTH pacteHuii copra Canasar FOmaeB
BO3MO)KHOMY HAPYLIEHUIO BOJHOTO PEKMAMA, W, B MEHBIIICH CTENEHH CITOCOOCTBYET CTPaTervu
pazButus pactenuii copra Okana70. Ilocrne Bo3oOHOBICHMM momvBa (4 qHS penapamyin) y
WHOKYJIMPOBAHHBIX PACTEHHI 00OMX COPTOB HAOMHOIATIOCh 3HAUYMTENTBHOE CHIKEHUE YPOBHS
NPOJIMHA, BBI3BAHHOTO CTPECCOM, HO HawOonee BhIpakeHHbIN 3(dekT Habmonancs y copra
Okana70 (puc. 8.7B). OTM AaHHBIE CBUACTENBCTBYIOT 00 YCWICHWM aJanTalOHHOW
CIOCOOHOCTH pacTeHuii U Oosee OBICTPOI MX penaparyy B NOCT-CTPECCOBBIM MEPUON ITPU
WHOKYJSILMKA CeMsIH 3HAOQUTHBIMU Oaktepusimu B. subtilis (10-4 w 26]1). Pesynsrarst
VCCIICIOBAHUS ICMOHCTPHAPYHOT, YTO OCMOTHYECKAS PETYIISALMS, MHAYLMPYeMas SHA0(PUTaMHU,
NPEICTABIISIET COOOH BAXKHBIA KJIETOYHBIA MEXaHW3M, CHOCOOCTBYIOLIMI TOBBILICHUIO
YCTOMYMBOCTH PACTEHU K TIOBPSKIAIOIEMY BO3ACHCTBAIO IMOYBEHHOW 3aCyXH H

TepOMIIMAHOTO MTPECCHHTA.

8.4. Bossieuenne 3n10rennoii FAMK B npoueccs! B. subtilis-onocpenoBaHHOH

aJalnTalui NIICHUIbLI ¢ PA3HBIMHA AJAIITUBHLIMHA CTPATCIUsAMHA B YCJIOBUSIX 163

Ajanranyst pacTeHui K HeCTaOWITbHOW cpelie OOMTaHKs 3aBUCHT OT MX CIIOCOOHOCTH
«OUIYIIATEY OKPY>KAIOIIYIO0 CPEdy, a TaK)Ke TEHEPUPOBaTh U MEPEAABaTh COOTBETCTBYIOLIHE
CUTHAJIbI B PA3IMUHBIC YaCTU PACTEHUs, YTOObI BbI3BATH M3MEHEHMS, HEOOXOAMMBIE JiIsl
ONTUMH3ALMK POCTa U OOOPOHBL. PacTeHusl, Kak M >KMBOTHBIE, CONEPKAT OrPOMHBINA HAOOP
BHYTPUKJIETOUHBIX U MEKKIIETOUHBIX CUTHAJIOB, BKITHOYAsk OPraHUueCKUE M HEOPraHMYECKHUE
morekynbl  (Fromm,  2020).  [losBieHHE  CUTHAJIBHBIX  MOJIEKYJ,  TOAOOHBIX
HEWPOTPAHCMUTTEPAM, Y PACTEHHH ObLIIO MHTPUTYIOLIEH OONACTHIO MCCea0BaHMA. Cpeay HUX
I'AMK Obuta oOHapy»keHa B pacTeHUsIX 0o0jiee TOJTYBEKA HA3aj, U UCCICIOBAHUS €€ PO B
KaueCTBE OCHOBHOTO MeTab0MTa OBLIM XOPOLIO 33I0KyMEHTHPOBAHBL, 0COOCHHO B KOHTEKCTE
CTPECCOBBIX peakiuii. HanpoTuB, noKa3aTenbeTBa MOTEHIMATBHOTO MEXaHU3MA, C MIOMOILIBIO
koroporo AMK neiCTBYyeT Kak CUTHaJbHAs MOJIEKYJIA Y PACTEHMH, TMOSBUIIMCH TOJIBKO

HenaBHo (Ramesh et al., 2016; Seifikalhor et al., 2019; Fromm, 2020). Heckomnbko JieT Hazan
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OB BBISIBJICH MEXAHWU3M, C TIOMOIIBIO KOTOPOTO 3TO MOXKET MPOMCXOAUTh — PaCTUTENBHBIN
«peuenrop TAMKY, KOTOpBIii HHTHOMPYET MPOXOKICHUE aHUOHA YEPE3 CEMENCTBO OECNKOB,
AKTUBHPYEMBIX AJTFOMUHMEM MalarHbeix TpaHcrnoprepoB (ALMTS) (Ramesh et al., 2016).
[Tokazano, yro 'TAMK HakamamBacTCs B PACTCHHSX MPU PAIMUHBIX OMOTHYECKMX W
a0OMOTUYECKHX CTPECCax, YTO COMPOBOKNACTCS TMOBBIIIEHUEM YCTOHYMBOCTH PAaCTCHUMN
(Seifikalhor et al., 2019). beictpoe HakoruieHrne TAMK B TKaHSIX pacTeHWiA, MOMBEPKEHHBIX
cTpeccaM, CroCOOCTBYET MOBBILIEHHIO UX YCTOHUYMBOCTH, 00E€CTICUMBAs KPUTHYECKYO CBSI3b B
e COOBITHIA, BEAYIIMX OT BOCIPHSATHSI CTPECCOB OKPY>KArOLIEH CPENbl K CBOEBPEMEHHBIM
¢mnonornueckum peakuwmsiM (Kinnersle, Turano, 2000). Henasro Razic ¢ coasropamu (2020)
MOKA3aJIM, YTO 3K30reHHOe nmpuMmeHeHne [AMK 3aMEeTHO yMEHBIIAIO CTPECC, BBI3BAHHBIN
3aCyXOil M >Kapoi, O YeM CBHICTEIBCTBOBAIN 3HAYMTEIILHO OO0JIEE BEICOKUAE YPOBHH MTPOJIMHA,
PacTBOPUMBIX CaxapoB M OOIIEro conepykanus Oenka. Kpome Toro, Obiia BbISBIEHA NpsAMast
B3aMMOCBSI3b  MEXKIY AKTHMBHOCTBEO  aHTHOKCHMAAHTHBIX  (pepmentoB  (COJ, GR,
MOHOzETH IpoackopOarnepokcniazoi, APX) n sxkcnpeccueii reHoB (OSJIKOB TEIITOBOTO [HOKA,
JETUAPAHOB, OCMOTUHOB, AKBAIIOPHHOB, POTEUHOB SMOPHOTEHE3A JIUCTHEB) MPH 3aCyXE U
TemoBoM crpecce. [Ipenmnonoxkeno, uro BerBaHHast [AMK 3acyxo- 1 »KapoyCTOHYMBOCTB
pacTeHWii TOACOJHEYHMKA MOXKET BKIIFOYATh Y/AYUIICHHE METa0O0M3Ma OCMOJIMTOB,
AKCIPECCHM TEHOB ¥ aKTMBHOCTH AHTUOKCUIAHTHBIX (PEPMEHTOB,  TAKOKE MOBBILICHUE YPOBHS
suporeHHol [AMK, kotopas, B CBOKO o4epenp, 0OSCIEUMBacT MOAJACPYKAHUE TOMEOCTasa
BpeMsl JUIMTENTbHOM 3acyxu W TemioBoro crpecca (Razic et al., 2020). Umerorcs b
eqMHUYHbIe cBenieHust 00 yvactum [AMK B CTaHOBIECHMM MHMKPOOHO-PACTHTENBHBIX
B3aumozeiicteuii. K npumepy, Obuto oOnapyxkeHo, yto AMK cuHTE3Mpyercss BHYTpU
K1yoeHpkoB 0000BBIX (Vance, Heichel 1991; Sulieman, Schulze 2010a,b) u yuyactByer B
CTAHOBJICHMH CUMOKMO03a MEX Ty OaKTepUsIMHU M pacTeHUEM. B ycrioBusx neduiura Biarv nosu
BIMsIHUEM 00paboTku sHAoQuTHOW Oakrepueil B. subtilis B26 B moOerax M KOpHSX
TUMO(eeBKA  yBeMUMBAIOCh HakomieHne [TAMK w moBelmanack 3acyxOyCTOHYMBOCTB
pactenwii (Gagné-Bourque et al., 2016). B npyrom ucciienoBaHuy, BhISIBJICHHAs! CHOCOOHOCTh
B. velezensis 5113 momymaposars ypoBHu [AMK B HECTPECCUPOBAHHBIX JIMCTHSIX MIICHHLIBI
NO3BOJIMJIA TPEATIONOXKHTE, YTO NPUMEHEHUE B. velezensis 5113 ¢nocoOHO omocpenoBarb

YCTOWYMBOCTh K 3aCyX€ MOCPEICTBOM HHOKYIISIIMKM QHAJIOTUYHO TOMY, KaK 3TO JOCTUTACTCs
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nyTeM 3k30reHHoro npumeneHust TAMK (Abd El-Daim et al., 2019). Hecmorpst Ha 3t0T
npopbIB, poiib [AMK Kak CHTHATBHOM MOJIEKYJIBI Y PACTEHMI €IIE MPEACTOUT YCTaHOBHUTD, U
HEKOTOPBIE aCTIEKTHI CIIOKHOM CUrHAIIBLHOM crcteMbl [ AMK ocrarores HesicHbIMU. BeposTHO,
Bacillus-manytumpoBanHoe HakoruieHre [AMK B TKaHsIX pacTeHUIA, TOIBEPKEHHBIX CTPECCAM,
CITOCOOCTBYET TOBBIICHAID WX YCTOHUMBOCTH, OOECIEUMBAs KPUTHYECKYHO CBS3b B LCMH
COOBITHH, BEAYIIMX OT BOCHPUSTHS CTPECCOB K CBOCBPEMEHHBIM (PH3MOIIOTHYECKUM
PEAKIUSIM, YTO CBUCTEIBCTBYET B IMOJTB3Y BKHOM posv 3Toro MeradommTa B MIST nimeHuIbI
K 3aCyXxe, 4T0 0€3y CIIOBHO 3aCITy>KMBACT MPUCTAIBHOTO BHUMAHUS U IETATIBHBIX UCCIICIOBAHMIA.
B yacTHOCTH, BBI3BIBACT MHTEPEC M3YUYCHHE BIMsIHUS OakTepui->HIOMUTOB B. subtilis Ha
HaKoIIeHUEe SHI0reHHOM [ AMK B paznuyaronmxcs 1o CTparerusM aJarTaiii U KOHTPACTHBIX
N0 3aCyXOyCTOMUMBOCTH PACTCHUSIX MINEHWIIBI, MPOW3PACTAKOIIMX KAaK B HOPME, TaK W B
YCJIOBHSIX BO3IEHCTBHUS CTPECCOB M MX KOMOMHALMIA (BKITFOUAs 3aCyXy W TepOULIAIB ).

B cB3u ¢ 3TMM ganee HaMM BOEPBbIE B MHpE ¢ momMoulbro Merona BOXKX Obiio
uccIenoBano Bvsiaue B. subtilis (10-4, 26]1) na conepskanue 3H10reHHoi [AMK B pactenmsix
NIIEHUIBI C PA3HBIMM AQJANTHBHBIMHA CTPATETMSIMU, MPOM3PACTAOIMX B HOPMAIBHBIX
ycnoBusix, mpr ['03 1 B mocT-cTpeccoBblid neproa. OOHAPY>KEHO, YTO B HOPMAIBHBIX YCIIOBUSIX
MTPOU3PACTAHUST TPUPOJHOE conepkanue SHAOTCHHOM [AMK XOTh M HE3HAYUTEIIBHO, HO
Pa3IMYAIOCh B 3aBUCHMOCTH OT NEHOTHIIA MIICHULBI (C OONBIIMMH 3HAYECHUSIMH TSl COPTa
Okana70) U ¢ TEYECHUEM BPEMEHM HAOMONanach TEHACHIMS K MOCTENEHHOMY HAKOTUICHUIO
TAMK (x0Tb 1 HE3HAUMTEIBHOMY ) Jy1st 000mX copToB (puc.8.8a,0). Tak, conepxkanne [AMK B
mucthsix 16 ¢yt u 31 ¢yt pacrenuii copra Canaear FOnaes cocrarnsuio 3,7 Mr/r v 4,7 Mr/t
CBIPOii Macchl, COOTBETCTBEHHO (prc.8.80); Torma kak ajis copra Okana70 — 4,2 Mr/ru 5,2 MIvr,
COOTBETCTBEHHO (puc. 8.8a). DTO comiacyeTcsi ¢ MMEIOMIMMUCS B HACTOSIIEEC BPEMsI B
JIATEPATYPE €AMHUYHBIMA COOOIEHUSIMA O TOM, YTO YCTOHYMBBIE K CTPECCAM COPTA PACTEHUIA
MOIYT XapakTepu3oBarbcs Oonee BBICOKMM coaepkanneM [AMK, B cpaBHeHMM C
HeycroiunBeiMU (Hasan et al., 2021).

B HOpMaJTbHBIX YCITOBMSIX MPOM3pAacTaHusi MHOKYJIMPOBaHHbIE B. subtilis (10-4, 26]1)
pacTeHust OOOMX TCHOTHIOB IIIEHULBl XapAKTEPU30BAMCh HE3HAUMTENLHBIM, HO

MOBBIIEHHBIM (OTHOCUTEJILHO KOHTPOJIBHBIX BapuaHToB) conepkanueM [AMK (puc. 8.8).
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(uepe3 4 nHa mocie BO30OHOBICHMs mojmBa) conepskanne [AMK B OakTepu3oBaHHBIX U
NOBEPTHYTHIX CTPECCY PACTEHHSX OOOMX TEHOTHIOB CHMKAIOCH MPAKTHYECCKU 10 YPOBHS
KOHTPOJIbHBIX BAPUAHTOB, TOIMIA KAK Y HEOAKTEPU30BAHHBIX PACTEHMI XOTh W HAOIIONAIOCH
CHIDKCHUE, HO YPOBEHB BCE €11E ObLT MOBBIICHHBIM OTHOCUTEBHO KOHTPOJIS (Ha 120-136%).
BwMmecre ¢ Tem, mpuMedarenbHo 4To Ha 7-¢ cyTkH Bo3aekcTeus ['03 mrramm 10-4 mpuBomuii K
nonoHuTebHoMy HakorieHnto [AMK B pactenusix copra Okana70 (puc. 8.8a), Torna kak
pactenuii y copra Canasar FOmnaeB oOpaOoTka 0OOMMM IITAMMAMH CHHXKalla CTPECC-
uHayLmpoBaHHoe HakoruieHus [AMK (puc. 8.80). BepostHO, 310 MOXKET ObITh CBS3aHO C
BoBlicueHueM [AMK, moMuMO CHrHaIbHON (yHKIMH, B TOIIEPKAHHE OCMOTHYECKOTO U
OKMCIIMTENIBHOTO CTaryCca PAcTeHWii, B YACTHOCTH, YEPE3 KOOPAMHALUMIO HAKOIUICHUS
ocMouToB (npormuH) (puc. 8.78) (Kolupaev et al., 2023) u perymsiiuto paboThl YCThHIL (PHC.
6.4) (Mekonnen et al., 2016; Hasan et al., 2021). Pe3yasrarsl CBUAETENBCTBYIOT O TOM, YTO
BBISIBJICHHOE B. subtilis-uaayimpoBanHoe HakoryieHue [ AMK sIBsieTCs BaKHBIM QA THBHBIM
MEXaHU3MOM TIOBBIIICHHS YCTOMUYMBOCTH PACTCHHIA MIIIEHUIBI C Pa3HBIMM CTPaTervusiMu
aanTay K abMOTMYECKAM CTpeccaM. Paznnums B PEakimi COPTOB YKAa3bIBAKOT HA YYACTHE

I'AMK B peanuzaimu reHETHYE CKU-ICTEPMUHAPOBAHHOM CTPECC-YCTOMUMBOCTH.

8.5. Anayu3 BiMsSIHHSI IPEANIOCEBHONH HHOKYJISAIUMY SHAOPUTHBIMU B. subtilis na
(popMupoBaHME WIEMEHTOB CTPYKTYPbI YPOKasi, OHOXUMHUYECKHUI COCTAB H KAY€CTBO

3€pHa NIICHUIbI ¢ KOHTPACTHBIMH CTPATCIUsAMHA aJallTAllli K 00€3BO;KHBAHUIO

COBOKYIIHBIM MOKa3areyieM (PU3NKO-OMOXUMHYECKMX TPOLECCOB 334 BECH MEPHOM
BETETALMM PACTCHUH SBJISIETCS YPOXKANHOCTD M KAYE€CTBEHHbIE XapPAKTEPUCTUKK PACTUTEITLHOMN
npoaykipn. Panee cooOmanock 0 BIMSHUM OHONpenaparoB Ha ocHoBe PGP-Oakrepuii Ha
YPOXKaHHOCTh M KaU€CTBO 3€PHA MIICHMUIIbI TPY PA3TMUYHBIX YCAOBUSX MUHEPAILHOTO MATAHUS
(Alferov et al., 2017; Chandra et al., 2019; Boleta et al., 2020) 1 B yclIOBUSIX YMEPEHHOM 3aCy XU
Ha (one nelictBus 10 pasmmunoro xmmuueckoro cocraBa (Chetverikov et al., 2022).
[Tpumenenne Owonpenapara Ha OCHOBe Pseudomonas protegens DA1.2  yBenmumBaio
YpO:KaHHOCTh 3€pHA MIICHUIBI (HAa 17-36%) W conepykaHue B HUX O€lka W KIICHKOBHHBI
(Chetverikov et al., 2022). OnHako postb SHIOQUTHBIX B. subtilis B perymsumn (popMUpOBaHUs

YpOoKads Hu OMOXMMHYECKIX TOKazaresiei 3CpHA IMNCHWIBI C Pa3HbBIMKA aAdallTUBHBIMH
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CTpaTErusiMU MPH 3aCyXE, BKII0YAs AMAHOKUCIIOTHBIM COCTAB, paHee HE M3ydasack. B cBs3m ¢
nanee ObUIO MPOBEACHO KOMILIEKCHOE WCCIIENOBAHUE BIMSHUS SHAOPUTOB B. subtilis Ha
YPOXKAMHOCTB M KAYECTBO 3€PHA Y KOHTPACTHBIX M0 3aCY X0y CTOWYMBOCTH PACTCHUH MILICHHILIBL.

Pesynbrartel  BEreTalMOHHBIX  SKCIIEPUMEHTOB B KOHTPOJIMPYEMBIX — YCIIOBHSX,
NPEICTABIICHHBIC B TAOMLE 8.1, IEMOHCTPAPYIOT YMEHBUIEHHUE MO/ BIMSHUEM MTOYBEHHOM
3acyxu W repounmaHoi oopadotku (I'03) mmuHbl kKonockeB U Macchl 1000 3epeH mo
CPAaBHCHHUIO C KOHTPOJIBHBIMU BapuaHTamMu. B To e BpeMst uHokyisuus B. subtilis (10-
4,26]1) camxana (B pazHoii crenenn) (0T 20 10 50%) ypOBEHb HETATUBHOTO BO3ICHCTBUS
['63 Ha AnMuHY KOMOCa U MAcCy 3€PEH, a TAKKE YBEJIMUMBAIA KOJTMYECTBO 3€PEH B KOJIOCE.
Tabnmuua 8.1 — BiussHue MHOKyIUMK ceMsiH 3HA0QUTHBIMA B. subtilis 10-4 n 26]/] Ha
(OpMUPOBAHUE DBIEMEHTOB YPOXKANHOCTH TMINEHUIBI B HOPMAIBHBIX  YCJIOBHSX

NPOU3pACTaHusl U MPU KOMOWHUPOBAHHOM JeHCTBMM TepOunmaa u 3acyxu (I['03) B
KOHTPOJMPYEMBIX YCIIOBUSX MPOU3PACTAHUS

Bapuanr Bricora Jnuna Komuuectso 3epen B Macca 1000 YpoxkaitHOCTb
pactenwuii (cm) KOJIOCHEB KOJIOCE 3epeH (T) 3epHa
(cm) S — (r/pacrenue)
Kazaa
Kontpons 45+1,1¢ 48+0,7° 81+£03¢ 23,7€27°¢ 0,19+0,03°
10-4 51+0,3% 50+£09*% 11,7+£0,5% 256+13* 0,30+£0,02%
261 48 £ 0,6 49+0,7% 10,8+0,4° 244+1,5% 0,26+0,04°
63 38+£09° 41%+049 63+0,3° 151+£2,6° 0,11+0,06!
10-4+ 163 52+0,7% 4,74+0,3" 102+0,6° 235+£19° 0,24+0,04°
261+ 163 50+£0,8° 45+0,6° 99+0,7° 223+21¢ 022+0,03¢
Canasar IOnaes

KonTpons 47+0,89 56+1,3° 6,2+1,7¢ 212+1,6° 0,13+£0,02°
10-4 49+£09° 57+0,9° 71+£1,1° 224+06° 016+0,01°
261 54+04°% 59+0,6% 8,4+1,9% 236+13* 0,20+0,02°
63 37£0,7° 3,4%+£131 35+0,71 142+15% 0,05+£0,03°
10-4+ 163 46+0,69 45+09° 56+£10° 172+£0,7% 0,10+0,01¢
261+ 163 52+£02° 54+12¢ 6,7+1,5° 183+03¢ 0,13+0,01°¢

*Ha HeKOTOPBIX KOJIOCHAX HE (POPMHUPOBATHCH 3¢PHA, HAOMIONATIOCH HANHYHS 1C()HOPMUPOBAHHBIX KOJIOCHEB

VY pactenuii copra Canasar KOnaeB npu HHOKYJISIUAK IITaMMOoM 261 HaOmoaanoch
OoJee 3aMETHOE YBEIMUEHUE JTMHBI KOJIOCA, MACChI 36PEH B KOJIOCHSAX IO CPABHEHUIO €
npuMeHeHneM mramma 10-4, kak B Hopme, Tak 1 nipu ['03; B TO BpeMs KaK y pacTCHUMN
copra Okajaa70 HauIy YIInE MOKa3aTesv OblTH OTMEUYEHBI TPH MHOKYJISILIAX [TamMmmMoM 10-
4. B BapuaHTax, rji¢ pPacTCHUs MOJBEPrajiuich KOMOMHUPOBAHHOMY cTpeccy (['03) Obu1o

OTMCUCHO HaJIHU4Huc I[e(1)OpMI/IpOBaHHBIX/YKOpO‘{eHHBIX KOJIOCBCB KW HCBBIITIOTHCHHBIX
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kauecTBO KieikoBuHbl (UK, uHaexkc nedopmanmy KIEHKOBHHBI), CTEKJIOBHIHOCT,
YHCJIO MAJICHUS, COACPKAHUE OEJIKA, BIAXKHOCTh, aMUHOKHMCIIOTHBIN cocTaB). Kak BUIHO
u3 Tabnmuubl 8.3 MHOKYISUMS SHAO(PHTAMH HE OKa3aja CYIIECTBEHHOTO BIIMSHHUS HA
BJIAJKHOCTb M CTEKJIOBUJAHOCTD, TOTA KaK CHWXKaia nokazarenu M/IK v uncna nageHus,
YTO CBUACTENBCTBYET OO0 YIYUIICHWM KayeCTBa 3€pHA. M3BECTHO, YTO YEM HUKE
nokazarens UJIK, Tem nydine cBOHCTBa KIICHKOBUHBI (OHA MTPOYHEE M JTyulie THeTes ). [Ipu
3TOM, MPUHAJICKHOCTh 3¢pHa MuieHUIbl copra Canasar FOnmaeB mo 3ToMy MOKa3aremnro
(UJK) noBeicuiack ¢ 3 rpymisl 10 2 rpynibl. BMecte ¢ Tem, oOpainacT Ha ceOs BHUMAHUE
NOBBIIICHAE ~ CONCP)KaHHWs  KJICHKOBMHBI B YpOKa€ 3€pHA, MOIYYCHHOIO W3
WHOKYJIMPOBaHHBIX pacteHuii copra CanaBar lOnaeB, npu OTCYTCTBHM 3HAYUMBIX
M3MEHEHWI B BapuaHTe ¢ pacteHusiMu copra Jkana70 (tadi. 8.3). BEISBICHHOE CHUYKEHUE
yrcia naacHus (0e3 M3MEHEHUsS! KIACCHOCTH), OTOOPaKAOLIETO aKTMBHOCTH (PEpMEHTA
anmb(ha-aMuIIa3bl, MOXKET CITY>KUT CBHIECTEIBCTBOM YIIYUIICHUS XJICOOMEKAPHBIX KAaYeCTB
3€pHA; T.K. CIMIIKOM BBICOKHE 3HAYCHUs uucia naacHus (6omnee 400 ¢) MOTyT HEraTUBHO
BJIMSAITh HA KaQYeCTBO xJie0a (TECTO MOJHUMAETCS C TPYJAOM, CHIXKAETCS OOBEMHBII BBIXOA
xJICOOOYJIOUHBIX — W3ACIWI, TOBEPXHOCTh xjeba Onennas). /[l xjeGoneueHus
ONTUMAIBHBIM cunTacTcs urcno naaeHus 250-350 ¢ (Coxonosa, Kapramos, 2012).

Tabnmuua 8.3 - BausHue NpennoCeBHON WHOKYIAUMM KIeTkamu B. subtilis 10-4 Ha
napaMeTprl KAUYECTBA 3€PHA Y KOHTPACTHBIX MO CTPATETWX aIaNTAMK K 3aCyXE PACTCHHIA
nmeHnnbl (copt Okana70 — ycroiumBelid, copt CanaBar KOnaeB — 4yBCTBHTEIBHBIN )
(moneBbie onbIThL, 2022 1)

Bapuanr benok | Baaxunocts | KielikoBuHa HJIK CrexnoBumH Yucno
%) %) (%) (em.) ocTb (%) niaieHysi (C)

Oxana70

KoHTpOsb 15,1° 9,0° 29.7° 1018 5531 4487
(2 xmacc) (2 rpynma) (3 xace) (1 xace)

10-4 15,7° 9,1# 29,5 92,3b 54,9 429,5P
(2 xmacc) (2 rpynma) (3 xace) (1 xace)

Canasar IOnaes

KoHTpOJb 152 8,7° 31,7 113,18 495 4803
(2 xmacc) (3 rpynma) (1 xace)

10-4 15,5% 8,6 35,7° 98,6" 492% 406,9"
(1 xmacc) (2 rpynma) (1 xace)

Crnenyer OTMETHTB, YTO K MOMEHTY HAYasla HAIIAX MCCJICIOBAHUI B JIUTEPATYPE
MMENACh BEChbMa OTPaHWYCHHAas (pparMeHTapHas W MPOTUBOpPEYMBas MH(OpManus o

BvssHuM  PGP-Oaktepuii Ha mnokazarenw KadectBa mnpoaykuuu. K npumepy, B
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WCCIIE0OBAHUAX Ha niueHule copra KpacHonapcekas99 npu odpabotke B. subtilis QST713
OBLJIO OTMEYEHO YBEJIMUYEHUE COAEPKaHue Kpaxmaia Ha 18% W CHM)KCHHE JTUNUI0B HA
12% (Timmusk et al., 2017). B npyrom 3KCiepuMeHTE ¢ MCMOIB30BAHUEM IITaMMa b.
subtilis GBO3 conepkanue yrmeBoaoB Bo3pacTano Ha 22%, >KAPbl YMEHBIIATUCH HA 9%
(Zhang et al., 2020). [1o pe3ynpraraM HaKWX UCCICAOBAHUNA MHOKYISUMS B. subtilis 10-
4 mpuBOIMIA K IBYKPATHOMY YBETTMUYCHHUIO COACPKAHUS YITIEBOJOB B 3¢pHE 00OMX COPTOB
MIICHUIBI, HA (POHE CHWKECHMS COAEpXaHus chiporo skupa B 1,7-2,1 paza. Takoe
nepepacnpeacyicHue MeTaOOJIUTOB, MO-BUAMMOMY, CBA3aHO C WHAYKLIMCH 3aIMUTHBIX
nporpamMMm pacTeHus OakTepuel, TMOCKOIbKY s WX peanu3aumu  Tpelyercs
MOOMIM3aIMs YIJIEBOAHBIX PecypcoB. KpoMe TOTo, MOTy4YeHbl NPUOPUTETHBIE JAHHBIE O
KauE€CTBEHHOM MPeoOpa3oBaHUKM AMUHOKUCIOTHOIO MPOoQuiist 3epHa 000MX M3YUYEHHBIX
COPTOB MUICHUIIBI TPU TPEANOCEBHON HHOKYISLUK B. subtilis 10-4 3a cueT yBeIMUYCHHS
COACPXaHMs KITFOYEBBIX AMWHOKHUCIIOT, BKItO4Was JuMmuthpyromue (puc. 8.10) 0e3
U3MEHEHHS 001Iero coaepskanus Oenka (tadm. 8.3).

DU3NOTOTMYECKOE COCTOSHUE PACTEHUI MIIEHUIIBI B IEPHO BETETALIMK SBIISIETCS
onpeneastommuM  GaxktopoM ans GOPMUPOBAHUS AMHUHOKHCIIOTHOTO COCTABA CEMSIH.
Crnenyer OTMETUTh, YTO JIM3MH, METHOHUH M TPEOHWUH OTHOCSITCS K YHCIY OCHOBHBIX
JUMUTHPYIOIIAX AMHHOKHCIOT B 3€PHE MIICHULBI, TP 3TOM B JIATEPATYPE UMEKOTCS
yKa3aHMs Ha UX KpailHE HU3KOE COACPKAHUE WM MpakThuueckoe oTcyTcrre (Siddiqi et
al., 2020). [1omy4eHHbIe HAMK Pe3ynbTaThl (puc. 8.10) AEMOHCTPUPYIOT, YTO MHOKYJISILIAS
B. subtilis 10-4 cnocoOCTBOBaNa CTATUCTHYECKHA 3HAYMMOMY YBETTMUYECHUIO COAEPKAHUS
HE3aMECHUMBIX AMUHOKHCIIOT, BKJIKOYAsl JIM3WH, TPEOHWH, BAJVH, JICHIMH, W30JICHIIMH,
TpuntodaH, PeHUNAIaHNH, TUCTH/IMH, & TAKKE Pl 3aMECHUMBIX aMUHOKHUCIIOT (APTHHAH,
TUPO3HH, IPOJIMH, CEPUH, aJlaHUH, TNIMLWH) B 36pHE 000UX M3YUYCHHBIX COPTOB MIICHHLIBI
(puc. 8.10). /laHHO€ HAONIONEHUE CBUACTEIBCTBYET O CIHOCOOHOCTH HHAO(PUTHBIX
Oakrepuii B. subtilis mogynupoBarb (PU3NOJOTHUECCKUI CTAaryC PACTEHUH B TMEPUOA
BEreTAlMU, YTO, B KOHEUHOM WTOTE, MPUBOAUT K YIYYIICHHIO KAaY€CTBEHHOIO COCTaBa
AMUHOKHCIIOT B 3€pHE. BBISIBICHHOE TOBBIICHUE HAKOIUICHUS AMHHOKHCIOT B
BApUAHTAX C MPEANOCEBHON MHOKYISLMEH CEMSH MOKET ObITh OOBSICHEHO KOMILIEKCOM

(haxTOpOB, BKIIFOYAst CIOCOOHOCTh OakTepuii K azoT(dukcanmu (Tadim. 3.2), MOBBILLICHUIO
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[TapaynenbHO ¢ KM3MEHEHHWEM AMHUHOKHUCIIOTHOrO mnpoduis, Hamu ObLIoO
3a(pMKCUPOBAHO JOCTOBEPHOE YBEIIMUEHUE COAEPKAHUS HEKOTOPBIX KITFOUEBBIX MAKPO- U
MUKPOJIEMEHTOB B 3€PHE WHOKYJIMPOBAHHBIX pacTeHWil. B dYacTHOCTH, B 3€pHE
WHOKYJIMPOBAHHBIX BAPHAHTOB 00OMX COPTOB OTMEYEHO MOBBIIICHHOE HAKOTIJIEHUE a30Ta
(N) (ma 20-30%), pocdopa (P) (Ha 33-46%), kamus (K) (Ha 47-60%), a TakKe KaIbIUs
(Ca) (31-40%) u xene3a (Fe) (Ha 8—10%) no cpaBHEHHIO C KOHTPOJIbHBIMU BapyaHTaMH1
0e3 MHOKyIsMH. J[aHHOE YIIyYIIEHWE MHUHEPAIBHOTO COCTaBa 3€PHA COIVIACYETCS C
W3BECTHOH cocoOHOCTRhIO PGP-0akTepuii, B TOM 4ncine npeacraButencii poaa Bacillus,
comoOunm3npoBarb  ¢gocdarel, OPOAYHHPOBaTH  CUACPOPOPHl U MOBBIIIATH
OMONOCTYIMHOCTh 3JIEMEHTOB MUTaHMs B pu3ochepe pacTeHHs-Xo3sMHa. MOJIeKyIsIpHO-
TCHETUYECKOH OCHOBOW JUIsl peaiM3allii  MEXAaHM3Ma YBEIMYCHUS MAaKpo- U
MUKpPOJIEMEHTOB B 3€pHE, Kak OydeT MmoApoOHO MOKAa3aHO B CIECAYIOLIECH IaBe,
OYEBUJHO, CIY)KMUT HaiuuMe B TeHomMe mramma 10-4 KOHCEpPBATUBHBIX T'E€HOB,
aCCOLMUPOBAHHBIX ¢ comoOunu3anuei  pocdaroB, OMOCHHTE3OM CUACPOPOPOB,
azoTukcanmei u ap. (cM. mary 9, pazaen 9.2.2).

COBOKYITHOCTB MOJIYYEHHBIX B JAHHOM IM1aBE NaHHBIX neMoHcTpupyeT (Puc. 8.10),
yto 3HA0QUTHBIE Oakrepuun B. subtilis (10-4, 26]1) mocne npeanoCceBHON WHOKYIISLIAA
OKa3bIBAIOT JJIMTENIBHOE CTHMYJUPYIOLIEE POCT M 3AlIMTHOE ACHCTBHE HA PACTCHHS
000MX MCCIEAYEMBIX COPTOB (SKOTHMOB) (CTEMHOTO BOJBKCKOTO U JIECOCTEIMHOIO
3aMaJHOCUOUPCKOrO), YIYUIIAT 00mee (PU3NOIOTMUYECKOEe COCTOSIHME PacTEHUd |
NOBBILIAKOT WX YCTOWYMBOCT K AaOMOTHYECKMM CTPECcCcOpaM C  YCKOPEHHBIM
BOCCTAQHOBJIEHUEM B TMOCT-CTPECCOBBIM MEpUOA. OTH WM3MEHEHHS HAaXOOSAT CBOE
OTPAKECHUE B YBEIIMYEHUHN YPOXKAWHOCTH U MEPECTPONKE OMOXUMHYECKHX MMOKA3ATENCH
KaueCcTBa 3€pHA, BKIIOYAas OOOralleHUE AaMHUHOKUCIOTHOro mnpoduns (B T4
HE3AMEHUMbBIMU AMUHOKHUCIIOTAMHM ), MUHEPATIbHOTO KOMIUIEKCA U YITyUYIIEHUE KITFOUEBBIX
xapakrepuctuk (MK, uncno nageHus), onpeaensomux XaeO0neKapHblidi MOTCHIAA.
KpoMe TOro, moiy4eHHbIE AAHHBIE YKA3bIBAIOT HA CHHEPrUYECKOE B3aUMOACHCTBHE
suao(uTHEIX PGP-0akrepuii B. subtilis ¢ TeHETUKOM PacTCHUH, yCUIMBAs BPOXKICHHYIO
ananrauuio - ycroiunBoro (Okana70, CB 3KOTHI) W KOMIIEHCATOPHBIC PEaKLUH

yyBcTBUTENBHOrO (CanaBar Omnaes, JI3C skotum) coproB, oOecneunBas OCHOBY ISt
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IJTABA 9. MOJIEKYJIAPHO-T'EHETHYECKUE OCHOBBI
®U3NOJOTMYECKOIO U AHTUCTPECCOBOTI'O JJEMCTBUSA
QHIAODUTA B. subtilis 10-4 HA PACTEHUA

JIJ1st pacKpBITUST MOJIEKYJIIPHBIX OCHOB M T€HETUUECKUX JACTEPMUHAHT B. subtilis 10-
4, nekalmx B OCHOBE BBISIBJICHHBIX KITFOYEBBIX A(P(PEKTOB MHOKYIISIIMY (I71aBbl 3—8) ObUIO
NPOBEICHO MOJTHOTEHOMHOE CEKBEHUPOBAHKE TamMMa B. subtilis 10-4 ¢ HCNONB30BAHUEM
mwiargopmel  [llumina B codertanmu ¢ OMOMH(MOPMALMOHHBIM ~ AHATA30M TECHOB,

OTBETCTBEHHBIX 32 B3AUMOJICHCTBUE C PACTEHUSIMH, BKITFOUAS! POCT U CTPECC-YCTOHUYHUBOCTb.
9.1. lloHoTreHOMHOE cekBeHupoBaHue B. subtilis 10-4

[To wroram cexBenupoBanus Obuio momyueHo 1032 849 map pupo mnmmHOM 300
(mpsimbie) v 115 (oOparueie) bp. [Tocne ¢punmbsTpamwn uicio nap puaos cocrasuio 1 019 535.
Cob6pano 105 xonturos, u3 Hux 19 mmaHee 500 bp. O6was mmHa cOopku 4 278 582 m.H..
3naucHue N50: 496887, L50. 3, GC-cocraB: 43,5%, cpemnee mnokpeitne=99,0x. Ilo
pe3yssraram aHHoTauuK B reaome oOHapyskeHo: pPHK: 6 (1, 3,2 (58S, 168, 23S)), TPHK: 42,
komuecTBO TeHoB PHK: 53, oOiee konmmuecTBo reHoB coctarisgeT 4476, u3 nux 4 314
SIBJISIFOTCSE OSJTOK-KOMPYHOIIAME, TICEBAOTeHOB: 109. AHaM3 mocaenoBareIbHOCTH reHa 16S
pPHK BbisiBrn ero 100% coBmaaeHue ¢ 3TaJOHHBIMHU TOCICIOBATENBHOCTAMU B. subtilis.
[TonroreHOMHas mocnenoBarenbHOCTh AenonuposaHa B NCBI DDBJ/ENA/GenBank (Homep
nocryna: JAVHKX0000000000, renomubiii npoekt ID: PRINA1008864). Hawsbicmas
CTETIEHb TOMOJIOTUM TI0 3HAYEHWIO CPEOHEH MICHTUYHOCTH HykIeotHaoB (ANI, average
nucleotide identity) co wrammom B. subtilis 168 (pedepeHCHBIM reHOM, TadoparopHast MOIEITb
JUTsl TEHETUYECKUX/(PU3NOTIOTHYECKUX UCCIIEI0BaHNH ) cocTaBmia 98,5%.

W3 pe3ynbsraroB, MpeacTaBieHHbIX B Ta0MIE 9.1, BUIHO, UTO pazmep reHoMa B. subtilis
10-4 cOOTBETCTBYET TUMWYHBIM Pa3MeEpaM NEHOMOB JIPYTHX IITAMMOB C OMOKOHTPOJIBHON 1
POCTCTUMYJIMPYIOLLIEH aKTUBHOCTBIO. [1py 3TOM HaOnronaroTcst paznuuus (10 ABYX pas3) Mo
00IIIEMY YMCITy T€HOB, KOJIMYECTBY komupyrommx nocneaoBarensHoctedt, pPHK, TPHK u
NICEBAOreHOB. KommuecTBo OeNMOK-KOMMPYOUIMX T'eHOB y mTamma 10-4 ¢paBHUMO € TaKOBBIM
y wramma Bbv57 u Bele, uem y apyrux PGP mramMmmoB 1 taGoparopaoro mramma 168, uro

MOKCT YKA3bIBATh HA HAJIMYKC Y HCTO HIMPOKOIO apccHalla (1)}/HKI_II/IOHaJ'II>HBIX I'CHOB.
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Tabnuua 9.1 — CpaBHUTENBHBIN aHATN3 TEHOMOB PAa3JIMYHBIX IITAMMOB Bacillus subtilis

Caoticta Iravvier B. subtilis
TCHOMA 10-4 26D BSn5 Bbv57 MBB3B9 DB 168
T-NECAB
Homep PRINA1008864 | PRINA1182114 | PRINA846324 PRINA794929 | PRINA786394 | SAME
NCBI (Lastochkinaet | (Burkhanovaet (Dengetal., (Sankarasubraman | (Naoremetal., | A3138
al., 2023¢) al,, 2024) 2025) ian etal., 2022) 2021) 188
Pazviep 4278582 4160174 4215619 4302 465 4149783 4215
reHoma (TLH.) 606
Komectro 4476 4342 4436 4363 4354 4135
TCHOB
(obree)
Berok- 4314 4133 4250 4281 4163 4120
KOIMPYIOIITH
¢ TCHBI
pPHK 1,3,2(3S,16S, | 9.7.4(5S, 168, 30(58S, 168, 5 5,1, 1058, 30 (5S,
23S) 23S) 23S) 168, 23S) 168,
23S)
TPHK 42 82 86 76 85 86
uxkPHK 5 5 1 - 5 1
TcepmoreHsn 109 102 13 27 94 13
Hcrounmk IMoura Xnomaravk | Amopdodamtyc Iousa IMoura Iousa
BBIICTICHIIS KOHBSIK
Caotictsa BroxonTpoH, BroxonTpoH, Buoxontporms, | brorkoHTpOsE Buorontporns, | Jlabopa
CTAMYJISILIVSL CTAMYJTSILIVSL CTAMYJTSLIVSL CTUMVIIALIMS | TOPHBIHM
pocta pocta pocta pocra ITaMM

JleTabHbli (PUITOTEHOMHBINA aHAJI3, BBITOIHEHHBIN Py ToMoIy BeO-cepepa TYGS
¢ ucnonb3oBanueM ayropurma GBDP, no3Bonmi aBroMariuecku noaoopars peepeHCHBIE
T€HOMBI, HauOoJIee COOTBETCTBYIOIIME LIEIIOCTHOCTH TE€HOMHOTO OTKpBITHS. [lomyueHHOe
nepeBo (puc. 3.3, miaa 3) mokazaso, 4yro wmramMMm 10-4 TOCTOBEPHO OTHOCHTCS K BUIY
B. subtilis v 3aHIMacT cTaOUITEHOE MOJIOKEHHE.

Konbuesas kapra nonHoro renoma B. subtilis 10-4, co3nannas ¢ momouipro Proksee
(https://proksee.ca) npeacrapneHa Ha pucyHke 9.1. Ha BHEIIHEM KOJIbLE KapThl OTYETIIMBO
BUJIHBl IUIOTHBIE KJIACTEPBl TE€HOB, OTBCYAKOIIME 334 HEPUOOCOMAIBHBIA  CHHTE3
AHTUMUKPOOHBIX COEITMHECHWN: IumMnacTaruH (reHsl ppsA-D, ~0-0,5 Mbp), cypdaktun
(srfAA-AC, 1,5-2 Mbp) n GatmmnneH (pksJ, pksL, pksM, pksN, pksR, 2,5-3 Mbp). B ommune
OT HUX, T€HBI, ACCOLMUPOBAHHBIE C KOJIOHU3AIMEH (MOABHYKHOCTh, 00pa30BaHUE OMOTUIEHKH )
Y TIPSIMO# CTUMYJTSILIMM POCTA PACTEHMH (CUHTE3 (PUTOTOPMOHOB, CUACPOPOPOB, METAOOIHAZM

a30Ta), pacrpeeiieHbl IO BCEMY T€HOMY M Ha KapTe HE 00pa3ytoT OTAEIbHBIX KilacTepoB. Mx
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MemOpaHHBIH TpaHCIOPT 43 2,58
Jlprxanue 38 2,28
BupyneHTHOCTD, 60JI€3HB 1 3aIIUTa 36 2,16
YcBoeHue 1 MeTabou3M JKese3a 31 1,86
Perysisnus v KI€TO4Has CUTHAJIU3ALMS 29 1,74
PazHoe 25 1,5
Metabom3M a3oTa 19 1,14
Metabommsm pocdopa 11 0,66
MeTabor3M apOMaTHIECKUX COSTUMHEHUN 10 0,6
MeTabom3M cephl 8 0,48
BTopuuHblii MeTabomusm 6 0,36
@aryu, mpodaru, TPAHCIIOHHPYEMBIE 3JEMEHTHI, 6 0,4
TJIa3MHUJIbI

JlesleHne KJIETOK U KJIETOYHbIN LMK 4 0,24
Metabonu3m Kaaus 3 0,18
dorocuHTE3 0 0
Bceero 1668 100

Amunoxkucaomsl u ux npou3eoonsie. Beero B reHome B. subtilis 10-4 BBISBIEHO
281 Hanbosiee MpeCTaBICHHBIX KaTErOpuii MOJACUCTEM, OTBEUAOIINX 32 AMUHOKUCIIOTHI U
UX MPOU3BOAHBIE (pHcC. 9.2), U3 KOTOpBIX: 36 — acCUMWIALMS DIIyTaMHHA, TTyTaMmara,
acniaprara, acnaparvia u ammuaka (PgsC, PgsB, AbrB, PgsS, PgsE, PgsA, GR, gG1, GitD,
YisO, AspC, AsnB, GDH-NAD, AnsB, GlsA, Murl, GSI, AnsA4, GltB2, AspA, GltB), 13 —
MeTadbonu3m ructuanna (HutG, HutH, HutR2, Hutl, HutU, HisG, HisB, Hisl, HisC, HisD,
HisH, Hisl, HisAb), 38 — apoMaTyecknue aMMHOKMCIIOTHI W WX Npou3BoAHbIE (1irAp,
AroHI, PheAlp, AroJla, AroJIp, AroHIl, trpB, trpAa, trpC, trpAb, trpEa, pabAc, trpD,
pabAb, trpEb, pabAa, AroEl, AroG, AroAlp, AroB, AroClI, AroDla, AroCII, PabAb, priA,
PabAc, TrpAa, PabAa, Trpkb, ICS, ICSsp, TrpB, TrpD, TrpAb, TrpEa, IC1sp, TrpC); 11 —
npoJMH U 4-rugpokcuniponut (proAd, proC, PUA dom, proB, proG);, 32 — anaHviH, CEPUH,
nimH (IscR, IVE, AlaR, CDS, GevPl, GevP2, Gevl, GevH, erA, SerC, GlyA, Kbl, GlyA,
Tdh, Serd, SerC, GlyA, CysB, GevT, SerC, SerS, GevH, CysA, SdhA, GlyA, GevPl, SerA,
SerA, SerA, SdhB, Kbl), 30 — aprunuH, MK MOYeBUHBI, tofiuamunsbl (UreC, UreA, UreB,
MTAN, AOAp, SPDS, ArgDC, SAMDCbh, AUH, Argl; RocB, ArgR, Rock, SpeB, ArcD,
RocR, RocD, Rocl; RocA, SpeA, gabal, ArgR, ArcD, ArcB, UrtE, UreA, UreC, UreB), 40
- AMUHOKHCIIOTHI C pa3BETBICHHOW 1enblo (BkdR, BCDH E3, EH, BCDH E1b, BCAI,
BCDH Ela, KACTI, BCDH E2b, IMPDH, BCAT, IPMDS, IPMSY, IPMDL, IIvA-A, LeuA,
IVE, 1vD, LeuD, IvG, LeuC, IlvM, LeuB, BCDH E2b, BCAT, BCDH Ela, EH,
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BCDH El1b, BkdR, BCDH E3, MGCH, BC, AACS, BCCP, MCCC2, IVD, HMGCL), 81 —
JIN3UH, TPEOHUH, METHOHUH U nuctenH (MetN, Cysk, MetQ, HSST, RHMC, SAMS, AHSH,
CTGL, CTGS, SAHCN, HSDH, CTBS, HSM, MTHER, Metl,, CTBL, SAMMI, MetP, HK,
ASD, ADAPAT DHPS, DapH, DAPDC, DAPE, AK, DHPR, DAPDA, ThrB, Asd, ThrC,
AspC, Hom, Thrd, DAPDC, THPAT, DAPE, DHPR, DAPDA, ASD, ADAPAT, DHPS,
GabR, TDG 9, RHMC, SAMS, MetN, MetQ, CTS, SAHN, MetP, CGL, ETPb, bK-Acl,
LAM, ETPa, ECoAH, 3HBCDH, AACoAT, MmuM, MmuP). O4eBUHO, YTO HAJIMYUEM
Takoro OOJBIIOTO0 YMCJIA T€HOB, OTBETCTBEHHBIX 3a CHHTE3 AMUHOKHCIOT B TEHOME
B. subtilis 10-4, oOyciaBnvBacT M3MEHECHUE MO €r0 BIMSHUEM AMWHOKHCIOTHOTO
npoQwis B 3€pPHE MIIEHUIBI B CTOPOHY MOBBILICHHS Psla AMUHOKHUCIIOT, BKJIFOUYas
HE3aMEeHUMBIE (pucC. 8.9).

Yzneeoowt. Beero oOnapykeHo 247 noacucteM B reHoMme mramma 10-4, oTBeyaronux
3a yIeBobl (puc. 9.2), uz vux: 17 — opranmueckux kuciot (GK-1, Pyk, HOPR, HPR, alsD,
alsR, alsS, MICDH, PrpC, PrpB, PrpD, MICDH, MCS, CAN, MICLY, MCDH), 10 — nu- u
omuarocaxapuioB (crB, Fruk, SucP, ScrR 3, GalM, GalT, GalK, Galk), 79 — nueHTpanbHbIiA
ymeBoaHblid oomeH (DSTO, PDHB, LeuAP, DATP, PDHA, DBTO, DDHB, ODHAB,
BCKDHB, BCKDHA, DDHA), 9 — amunocaxapa (NtdA, NtdR, NtdB, NtdC, NagBl, NagQ,
NagA), 74 — monocaxapunwl (FruR2, PtsH, FruK, Tal, Ptsl, FK, GarR, YcbG, GudD, KdgD,
GK 1, GarD, XylA, XyIB, XyIR BS, Xyn, AbnA, Aral, AraD, AraA, AraB, DeoB, DeoK, Pdp,
DeoD, DeoRI, DeoC, NupC, GR, PgIDH, GP BS, GInK, GDH, RbsK, RbsR, RpiB, PelA,
ExuT, UxuB, UidB, KduD1, PelBI, KdgA, UxaCl, KduD, KdgD, UxaB, KdgR1, KdgT, Kdul,
Uxud, ExuR, GarD, Agu), 26 — pepmenraums (P74, LDH I, ACK, RI, R2, AD 9, ACA,
3HCD, ECH, ALDC, R-BDH, ALS g, alsR, ADH-E3, ALS s, AcoR, ALS c, FixA, EH, BdhA,
FixB, AtoB, HbdA), 5 —nomacaxapunel (GAT C, GAT D, GBr, GS, GP), 5 — 0mHOyImepOaHblIi
metabommsm (FTCL, folD2, fold, FTEFD, MTFR), 20 — caxapusie cimptsl (Glpl, GIpK, GlpD,
GlpT, GpsA, UdpQ, GIpP, GPKI, lolF, Tri, 1olG 1, [0lT, IolE, [0lC, I0lR, Iol)).

benkoeviit 06men. 165 kareropuii MOACUCTEM, OTBEHAKOIIMX 32 META00IM3M OCIIKOB
(puc. 9.2), u3 xoropeix: 10 — npoueccuHr u moguukaums oenxos (Pgll, PglC, PglE, Galk,
LspA, LepB), 24 — nerpanaims OenkoB (BS-ClpY, RadA, Lonl, ClpC, ClpX, CtsR, PilT,

GluXxx2, DbAMP, YpdI, BacLys, AmpS, PepA, AcXxx, gamma-Glu, DacA), 123 —Onocunte3
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oenkoB (SmpB, Pth, Rrf, Map, RIF-2, RF-1, Def, LepA, EF-Tu, LF-G, EF-18, EF-P, lle, II-3,
IF-1, RbfA, IF-2, fmt, Met, Lysll, Thr, Leu, Arg, 1.20p, I.14p, 1.27p, 1.2p, L5p, L.24p, L.33p,
L31lp, Lip, Li6p, 135p, L7Ae, L3p, L31-Zn, L.29p, 1.28p, 1.32p, L.25p, L9p, L6p, L1ip,
L31+7Zn, 1.22p, I4p, 1.33-Zn, 1.23p, L30p, L19p, 1.33+7Zn, [.21p, L.36p, L17p, LI13p, LISp,
L15p, L10p, Gly, G-beta, Glu, Gin, GatC, GatA, GatB, Val, His, Trp, Ala, Cys, glyS, glyQ, 55,
LSU, SSU, Tyr, Phe-b, YtpR, S18p, S7p, S2p, Slip, Sip, S19p, S12p, S4p, S21p, S13p, S8p,
Siép, Sl14p-Zn, S17p, S10p, S20p, S6p, S18p-Zn, S5p, S3p, S9p, S15p, Si4p, Asp, Asn, Asp,
Asn, AatB, AatC, ProB, STM4549, YbaK, Ser, RF-2, Pfs), 8 — cBopaunBanue OenkoB (DshA,
CcdA, PrsA, HipG, Grpk, DnaJ, Dnak).

Memopannsiit mpancnopm. 43 TOJICUCTEMBI, OTBEYANOIIME 32 MEMOpPAHHBIN
Tpancnopt (puc. 9.2): 11 — 6e3 noakareropuu (Tpancnoprepsl kinacca ECF (ECFa, ThiT,
ECFp, YkoE, YkoC, BioY, TrpP, RibU)), 1 — tpancnoprepel ABC (tpancnoprep ABC
omuronentuaa (oppA)), 13 — TpaHCmOpPTEPBl KAaTHOHOB (CHCTEMA TPAHCIOPTA MENU
(YenK, CopD, Ycnl, CopC, Ycnl, CopA, CsoR, CopZ), TpaHcnopT MarHusi (cord),
cucrema normnowmeHust mean CopCD (CopC, CopD)); 1 —tpancnoprepsl TRAP (DctP), 8
— yHH-cUM- ¥ anTAnoprepsl (NhaA, NhaD u Harpuii-3aBucuMble TpaHcnoprepsl pocdara
(nptA), mynsTHCyOBEIMHUYHBIA KaTHOHHBIA anTtunoprep (B, D, C, G, E, F, A), 9 —
TPaHCIOKaMs OEJIKOB Yepe3 LUTOIIa3MarhuyecKyt0o MeMOpaHy (cuctema ABOWHOMA
apruHuHOBON TpaHcnokaumu (1atAd, TatCd), tpancnoprep EcsAB, pmusrommii Ha
AKCIPECCHIO M CEKPELMIO CEKPETOPHBIX MPENPOTENHOB (EcsA, EscB, Hpr, EcsC, Fold)).

Hykneo3uovt u Hykaeomuowvt. Taxxe ObI0 BbisBICHO 107 moacucTem,
OTBETCTBEHHBIX 32 HYKJICO3UIbl U HYKIEOTUBI (prc. 9.2): 54 — nypunsl (I M®D-cuHTa3a
(GuaA, GuaB), yrunuzauus nypunoB (XdhC, XDIS, XP, XDFAD, XDMB), cyObe TMHALBI
kcaHTuHaeruaporenassl (XDHEeS, XdhC, XDHMo, XDHFAD), 6GuocunTe3 nypuHoB de
novo (PurF, PurD, PurQ, PurM, PurH1, PurS, Purl,, PrsA, PurB, PurH2, PurC, PurN),
npespauicHus mypuHoB (GMPR, ASS, adphtr, punph, gudeam, indSmde, guk, hyguph,
XPRT, GuaA, nt3, dadk, addeam, ASL, GuaB, 23PDE, GK, ndk), meTabonu3m KCaHTUHA
y Oakrepuit (PbuG, PbuX, NupC, Xpt)), 35 — nupuMHIMHBI (CUHTE3 TUPUMUAIUHOB de
novo (pyrE, urad, pyrAB, pyrAA, pyrl, pyrRII, pyrRI, pyrC, pyrB), npeBpameHus

NUPUMUTUHOB (clps, punp, thydysy, pynp, udk, dcyk, nt5, thydyk, cytk, thred, bntp, 23cnp,
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cyde, thyk, pyrRI, ndk)); 4 — neroxkcukauust (MazG, YtkD-2, YtkD-1, NudF), and 14 — 6e3
noakareropu  (aaeHo3unnykieo3nnasbl (MTAN, SAHN, RTPN), BOCCTaHOBIICHUE
pudonykiieotnioB (RNRIb B, RNRIb A, Nrdl, RNRTR)).

Memabonusm PHK. BriseieHo 57 moacucreM, OTBeUaromux 3a Metadoau3m PHK
(puc. 9.2): 34 — TpaHCKpUINLIKS (TPAHCKPUIILUOHHBIE PETYAATOPRI cemeiicTBa R1f2 (Rrf2-
11, Others, IscR, NsrR), PHK-nonumepasa OakrepuanbHas (CyObEAMHUIIBI OMETa,
nenbra, Oera, anb(a), MHULMALMS TPAHCKPUILKK, OaKTepUAIbHbIE CUTMa-(PAKTOPHI
(RpoD, SigZ, RpokE, SigV, SigF, Flid, SigH, sig70, SigK, SigW, SigFE, Sigl, RpoN, Sig(),
(dakTopbl TpaHckpunuuu Oakrepuanbubie (Rho, Gred, Nusd, NusG, NusB, COG2740,
Tap, TrcF); 23 — npoueccunr u moguukanus PHK (Rph, k2C, Rnz, RnpA, RnhC, Bsn,
J1, J2, YhaM, RnhB; RsmD, RsmB, RsmA, TrmL, NrnB, RNaseR, RNasell,; RNaseH]I!,
RNaseHIII, HI-Bac, 23-lig, yjcG).

Memaoonusm /JIHK. 3a wmerabommsm JIHK y mramma 10-4 oreewaer 71
noacucrema (puc. 9.2), uz uux: 6 — peruukaums J{HK (PolA-5pr PolC, Topo-VIB, GyrA);,
50 — penapawms JAHK (Ssb, Exolll, EndolV, DinP, DinP, XseA, SbcD, XseB, RadA, LexA,
RecN, RecA, MutY, Ada, Ogt, EndoV; MutS2, Mutl, MutS; YoaA, YpvA, UvrC, UvrA,
UvrB; LigD, Ku, MutS, RecX, RecA, YrrC; RecA, RecX, RecS, Rec(Q, RecR, RecU, RecJ-
p, RecA, Recl, Ssb, RecO); 4 — nornomenue JIHK, komnereHTHOCTE (recR, bofA, Topo-
Il dnaX), 11 — Merabonuzm [IHK — 6e3 moakareropuu (pecTpuKius-MOaupruKaus
tuna | (HsdR, HsdM), JTHK-marasel (LigD, Lig, Ku), Hapy>KHbI€ 1 BHEITHEMEMOPAHHBIE
HYKJI€a3bl (Bsn), cuctemMa pecTpukuuu-moguukanun (HsdR, HsdM), cTpyKTypHbIE

oenkn JITHK, 6akrepuansubie (HU-Bs, Smc).

9.2.1. I'enn! B. subtilis 10-4, yaacTByromue B KOJIOHH3aHH

H B3aHMO/JICHCTBHH C pacT¢HUsIMHA

Ilpooykuyusa Ixzononucaxapuooe u gopmupoearue duonienku. CrnocoOHOCTh B.
subtilis 10-4 3pPEeKTUBHO KOIOHM3UPOBATh MOBEPXHOCTh KOPHEH W BHYTPCHHUE TKAHU
PacTeHWl ABISIETCA MPENNOCHUTKON Ui (PUTOCTUMYISIIMKU. Pe3ynbrarel MOKa3aid, 4To
reHoM mramma 10-4 cogepskut Habop TEHOB, YYACTBYIOIIMX B (POPMUPOBAHKM OUOIIIICHKH,

BKJIFOUast 3x3ononucaxapuanblii (EPS) epsA-O, cocrosimii u3 15 renos (epsO, epsN, epsM,
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epsl, epsK, epsJ, epsl, epsH, epsG, epsk, epsE, epsD, pel, pelB), 4Tto CIyXUT HHAUKATOPOM
UX MOTEHIMANIA K CTUMYJISILIMM POCTA M MOBBILICHUIO YCTOHYMBOCTH PACTEHU K CTpeccaM
B COYETAHWU C IPYTUMHU MEXaHU3MaMM (CHHTE3 OCMOJIMTOB, TOPMOHOB, aHTHOKCHIAHTOB).
baxkmepuanonviii xemomaxcuc, ROOGUIHCHOCHIb U KOJMOHU3aUUA. B TEeHOME
mramma 10-4 Obutm oOHapy>keHbl Heckobko omnepoHoB (FIIQGPTIRFKNEHMSIJF,
FlgCBFKGLEBDN, FIbBD, FlaA, FleN, FlhA, Ftsl, RpoD, MotAB, RpoN),
KOJUPYIOIIMX CTPYKTYPHBIE KOMIIOHEHTBI JKI'YTUKOBOTO allapara W KIKOUYEBBIC
peryastopHbie (pakTopsl. BeigeieHo 48 cyOcHMCTEM, OTBETCTBEHHBIX 3a >KTYTHKOBYIO
NOABWXKHOCTE Oaktepuit: 40 — swrytuku (FliQ, FIhE, FliG, FigC, FIhB, FIiP, FliF, FIbB,
RpoD, FIiK, FlgF, FliJ, MotB, FlgK, FlgG, Flgl., Figk, FlgB, FlaA, FlhA, FlgD, MotA,
FIliN, FLiE, FIbD, FliH, FIiS, FleN, RpoN, FliM, FigN, FIiT, Flil, FIiR) n 8 — )XTyTUKHA y
Campylobacter (Flad, flgC, Ftsl, FliE)). B To BpemMs Kak MOACUCTEMBbI W TECHBI,
KOJUPYIOIIME HEXTYTUKOBYH) MOJABMKHOCTH, XEMOTAKCHC M MAarHUTOTAKCUC HE ObUIH
oOHapy>keHbI ¢ momoieto RAST. I'en PomA, konupyrommii 0enok xemorakcuca (PomA),

OBUI MPENCTABICH B reHOME ITamma 10-4.

9.2.2. Merabonu4ueckue mytu B. subtilis 10-4, nexkamue B 0CHOBE

POCTCTUMYJ/IMPYIOLIEH H AHTHCTPECCOBOM AKTHBHOCTEH HA pacTeHHUs

DYHKYUOHANIbHBIE 2€Hbl, CEA3AHHbIE C POCHIOM DACHIEHUN U MUHEPATbHbIM
numanuem. Ananu3 reHoMa B. subtilis 10-4 moka3an HanMuKe psia TeHOB, CBS3aHHBIX C
CTUMYJISILMEH pOCTAa pacTeHWid M YIYYIICHHEM MUHEPAJIbHOIO THTAHUs, TaKUX Kak
MPOMYKIMSL ayKCHMHA, MeTadomu3M a3oTa, (ocdopa, kamus, CEpbl, a TaKkKE YCBOCHUE W
MeTadoHM3M skene3a (puc. 9.2, Tadm. 9.3).

Tabmuua 9.3 — [pencka3zaHHbIe KITaCTEPh TEHOB, CBSI3AHHBIX ¢ cTUMYIsituei pocra (PGP) n
MUHEPAJILHBIM MATAHUEM B reHOME B. subtilis 10-4 ¢ momoibto BeO-cepprca RAST

Omnucanue PGP T'en OyHKLIUA
AKTUBHOCTH

irpA, trpB, irpC, irpk, rpD), pk, irpl buocunTes Tpunrodana

BbuocunTes aykcuHa TRPs, TSa, TSb, APRI, PRAI
dhasl, epsN buocuntes UYK
glnG, nrgB Perynsius asotucroro oomMeHa

MertabonusMm azora
NarG, NorD, NarH, NarJ, NorQ, Narl Henurpuduxanms
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amt, GOGDP2, GOGDP1, GOGATF,
PII, GSI, NsrR

AccuMuaLus

NarH, NarJ, NarG, NiR1b, Narl,
NiRla

AMMOHHU(UKALUS HATPATOB U
HUTPUTOB

gltA, gltB, ginA, fpgS

Mertabonu3m mIyTamara/rry TaMruHa

narl) nasA, nasB, nasC, nasD, naskE,
narX, narG, narH

AcCUMMITALINS U METa00IU3M
HUTPATOB/HUTPUTOB

MeTaboNIN3M KeJesa

dhbE, dhbF, yuil, dhbA, Hypl, Fe-
ABCI1, X-ABC3, X-ABC?2

Mertabonmzm pstA, pstC, pstS Casi3piBanme U TpaHcnopT docdara
docdopa pstB DHepreTuka CUCTEMbI TPAHCIIOPTA
docdaros
pitA AJNBTepHATUBHBIN TPAHCTIOPT
dbocdara
NaPi, PhoH, MDIP. PLAT PhoP Mertabommsm ocdara
PhoH, PpaX2, PhoR, AP
YcBoeHue u dhbC, Feud, FeuB, dhbB, FeuC, Cunepodopst

X-ABCI, X-ABC3, HtsA, S, A, HtsB,
/ZnH, Hyp, HtsC, X-ABC2, R4

CucreMBl MOMIOLIEHUS U
YTUIH3AIUN TeMa, TeMIHA Y
IPAMITOJIOKUTENIbHBIX OaKTepHid

LfeB, EfeU, EfeO

Tpancnoptep ABYXBaJE€HTHOIO
skenesa EfeUOB,
WHJyLUHUPOBaHHbIN HU3KkuM pH

Merabousm kaaus

Kef4, MSC

T'omeoctas xanus

Metabonusm cepsl

AS

MeTtabonn3M rajakTo3uilepamMmmuaa
u cynbdaruaa

1px, AhpC-like, TrxR, Bcp

TuopenokcuH-
aucyapuapenykrasa

Cunme3 HYK. B yactHoCTH, B reHOME mTamma 10-4 BbISBICHO 4 MOACUCTEMEL,
OTBETCTBEHHBIC 3a OnocuHTte3 aykcuHa (PRAI, Tsa, TSh, APRT) (puc. 9.2). BrisBlieHbI
reHbl rpA (anbda-uenb TpuntopaHCUHTa3bl), (rpB (OeTa-uenb TPUNTOPAHCHHTA3HI),
trpC (uHpon-3-mumiepoidocdarcuiTasza), trpP (mpeanosyiaracMblid
TpUNTO(AaHTPAHCIIOPTHBINA 0enok), frpD (antpanunardochopubo3mTpaHcepaza) u
rpk (KOMITOHEHT 1 AHTPAHUIIATCUHTA3HI ), trpF (N-(5'-
dochopudosun)anTpanmiaruzomepasa) u trpS (tpuntodan-rPHKuraza), kotopeie
y4acTBYIOT B cuHTe3e npeamecrseHHnka MYK tpunrogana. Kpome toro, renom 10-4
COOCPXHUT TeHbl dhaS W epsN, KOAMpPYWIIME NHPUAOKcATb(OChHaAT3aBUCHMY IO
aMUHOTpaHc(epady, YYaCTBYIOIIYK) B Pa3IMYHbIX OHOJIOIMYECKMX MpoLeccax,

CBsI3aHHBIX ¢ OnocuuTezoM MYK.
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Hamwm  npeapiaymue  ucciaenoBaHus — MOATBEPIMIM — cocoOHOCTh,  10-4
cunresupoBarb UYK (tabm. 3.2) (Lastochkina et al., 2023b). [Ipoaykuus MYK urpaer
BOXHYIO POJb B CTUMYJSIIMA POCTA MPH CTPECCax, BKIIKOYAsS 3aCyXy W TOKCHYHBIC
coequHenus (Silambarasan et al., 2019; 2022). bakrepuanbnas MUYK neiictByeT kak
CUTHAJIbHAas MOJIEKYJIa JUIsl B3aMMOACHCTBHS PACTEHUI ¢ MUKPOOaMHu M CIOCOOCTBYET
YCWICHUIO POCTa KOPHEH PACTEHWH, TEM CaMbIM YIydlllas YCBOCHHE BOIbI H
NUTATENbHBIX BEMIECTB, YTO MPUBOIUT K MOBBIIIECHUIO YpokaiiHocTH pactenmii (Duca et
al., 2014; Gupta, Pandey, 2019; Zerrouk et al., 2019).

Pe3ynbrarel (yHKIMOHAIBHONH aHHOTAUMK W OMOMH(POPMATUYECCKOIO aHAIA3A
reHoma B. subtilis 10-4 neMOHCTPUPYIOT HAJMYKME MyJIa T€HOB, ACCOLMWPOBAHHBIX C
cunte3zoMm Tpuntodana (1rpA, trpB, trpC, trpP, trpD, trpk, trpl, TRPs, TSa, TSh, APRT,
PRAI, epsN) n Ouocuntezom MYK wepe3 mnpon-3-nupysaraeiii (UI1) myTte (reHsl
amuHoTpancdepassl (yugH, dapX), aneaerun neruaporenassl (aldHT, aldY, alkH, dhas,
yfmT), nnpon-3-nupysar ackapookcunassl (/PAC)), uanon-3-aneramuanbiii (MAA) nyTh
(reHpl  wmHAON-auetamuaruapanasbl  (IAN), wwrtpwiazel 1 (N3)), wuHAon-3-
aleTATbACTUAHBIA Ty Th (T€H WHAOM-AUETAIbACTHA JETHAPOreHassl (14D)).

Bwmecre ¢ TeM Ba)KHO OTMETHTD, UTO, KaK BUAHO M3 PUCYHKA 9.3, B TCHOME IITaMMa
B. subtilis 10-4 mnpeacraBieH MNOJMHBIA HAOOpP TEHOB CHHTE3a TpUNTO(aHa, YTO
CBUACTEIBCTBYET O €10 CHOCOOHOCTH CAMOCTOSTENILHO MPOU3BOAUTE 3TY aMUHOKHCIIOTY,
obecneunBas TPEUMYILECTBO ISl BBDKUBAHUS B OCIHBIX WM U3MEHUYHMBBIX MOYBEHHBIX
YCIIOBUSIX, TAE€ TOCTYMHOCTh TOTOBBIX OPraHUYECKUX BEIIECTB MOKET ObITh OTPAHUYECHA.
Hannure nmomHOro KOHCEpBAaTMBHOIO MyTH OWOCHMHTE3a aMUHOKHMCIOTHI TpUNTO(aHa
YKa3bIBAET HA TO, YTO LITAMM XOPOIIO aaNTUPOBAH K CBOEH 3KOJIIOTMYECKONA HULIE U HE
YTPaTWI 3TH T€HbI 32 HEHAAOOHOCTHIO, YTO MHOTAA CIYYAETCs ¢ OAKTEPUSIMH, MOCTOSIHHO
JKUBYLIMMH B OOTaThlX MUTATCIbHBIMU BewmecTBamu cpeaax (Ceposa u ap., 2022; Tang
etal., 2023). B 11eJ10M 3TH JaHHBIE TOTYEPKUBAIOT METAOOTMYECKY 10 CAMOCTOSATEIBHOCTh
wramma B. subtilis 10-4 M CBUAECTENBCTBYIOT O €r0 MOTCHUMANE KaK MOJE3HOTO st
pPacTeHWi MHKPOOPraHM3Ma, CHOCOOHOI0 CHHTE3MPOBAaTh (YHKIMOHAIBHO BAKHBIC

COCIMHEHUS Ha OCHOBE TpUNTO(aHa.
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MOZICHCTEM, OTBEYAROLINX 3 A30THUCThIA OOMEH, M3 HUX: 6 — NIEHUTPH(PUKALIA (KJTACTEPhI TCHOB
nenutprdumpyroniei penykrassl NarG, NorD, NarH, NarJ, NorQ), Narl), 13 — accumuisiipin
ammvuaka (amt, GOGDP2, GOGDPI1, GOGATFE, PIl, GSI, NsrR), HUTPO3aTUBHOIO CTpecca
(NsrR), nurpar- u autpur-ammonngukauyu (NarH, NarJ, NarG, NiRlb, Narl, NiRla) (puc.
9.2, Tabn. 9.3). Taxke ObUIM BBISIBICHBI T€HBI, CBSI3AHHBIE ¢ META0OM3MOM a30Ta B TEHOME B.
subtilis 10-4 Takue kak g/nG (6enmok perymsipin azora NR(I)), nrgB (0enok peryasimu a3ora
PlI-monoGHwiif), g/itA (mytamarcuntaza [NADPH] Gombias nens), g/itB (mlyTaMmarcuHTasa
[NADPH] wmanas uems), fpgS (pommnmmommmmytamarcunTasa), narl (mpeamonaracMblid
TpPaHCHOPTEP HUTpara), nasA (TpaHCOOpTep HUTpara), nasB (CyObeAMHMLA MNEPEHOCa
AEKTPOHOB ACCUMUWJISILIMOHHONW HUTpATpeaykrasbl), nasC (KaraJuTuueckas CyObeTuHUIA
ACCHMWISILIMOHHOM HUTparpenykTasbl), naslD (aurpurpenykraza [NAD(P)H]), nask (manas
CyOBbEIMHUIIA aCCUMWTISAIIMOHHONM HUTparpenyktasbl [NAD(P)H]), narX (Oenok, moaoOHbIHA
HUTparpeaykrase), nar(; (anbda-1enb AbIXaTenbHON HUTparpeaykrassl 1), narH (Oera-uerns
JbIXaTeNbHON HUTparpeaykrasel 1), glnAd (myTaMuHCHHTETa3a). [IprcyTCTBHE 3THX TEHOB,
OYEBHIHO, ONIPENENST CIIOCOOHOCTD B. subtilis 10-4 k a30THKcalny, Kak ObUTO MOKA3aHO HAMU
panee (Tabn. 3.2). ['eHbl, OTBEHArOIIME 32 CTUMYJIMPOBAHUE POCTA PACTCHUIA, IEMOHCTPHPYOT
CHJIbHOE B3aUMOJCHCTBUE MEKITY COOOM. DKCITPECCHs TaKMX T'€HOB, KaK IIFOTAMUHCHUHTA3a
(kogupyemasi glnA), UrpacT NEHTPAIBHYIO POSTb B @30TUCTOM OOMEHE KaK y PaCTEHWIA, TaK U Y
MHUKpPOOPraHu3MOB. [IyTaMarcuHTaza, KomupyeMas reHamu gltd w gltB, Takke urpact
PELLIAOLTY IO POJTb B AKTUBHOCTH [Ty TAMATCUHTETa3bl M @30TUCTOM OOMEHE B YCJIOBUSIX CTpECcca
(Benedetto et al., 2017).

Memabonuzm ocghopa, kanusa, cepol u Hcene3a. BoISBIEHO, 4TO TeHOM B. subtilis 10-
4 comepxur 11 momcucTeM, OTBEHAKOIIMX 3a Meradom3Mm (ocdopa, U3 KOTOphIX: 3 —
roMeocTas Kajusi, 8 — MeTabon3M cepbl, 31 — abcopOLms U META0OIN3M JKENIE3a, B TOM YUCIIE
15 13 HUX pearupyroT Ha CUCTEMbI TIOJIOLIEHUS M YTUIIM3ALUK cuaepodopa, rema, reMUHa y
IPaMITOJIOKUTENBHBIX  OaKTEpuid W TpaHCHoprep JAByXBaJlicHTHOro skeneza EfeUOB,
uHayuupyemblid Huskum pH (puc. 9.2, tabn. 9.3). Kpome toro, ¢ nomouisto RAST 6bum
BBISIBJICHBI T€HBI, KOAWUpPYIOHME O€nKu, yyacTByroume B Mmeradomusme Qocdara pstS
(pocdarceszpiBaronmii 6enoK), pstA (6enok nepMeassl CUCTEMBI TpaHcopra pocdara), pstB

(6enoxk ceszbiBanus AT® umnopra gocdara), pstC (6enok nepMeasbl CUCTEMBI TPAHCTIOPTA
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(docdara), and pitA (nuskoadpuHHBIA HeopraHudeckuii TpaHcrnoprep (ocdara). Crnemyer
OTMETUTb, YTO CHCTEMA Pst SIBISETCS BbICOKOAP(UHHBIM MEPEHOCUMKOM HEOPraHUYECKUX
(docdaroB, oOHApYyKMBaEMbIM Y MHOTHX BHJIOB OakTepuil. Cucrema pst MOKET YCKOPHUTh
pacuieruienue  (pochopconepKalMX OPraHUYeCKMX COCTUHECHUH, KOTOphIE TPYAHO
YCBAUBAIOTCS MOYBEHHBIMU BUIAMHU, U3MEHSISI aKTUBHOCTH (poc(arazbl MUKPOOPraHM3MOB U
CMOCOOCTBYSl BBICBOOOXKIEHUIO (Pocopa, TEM CaMbIM YBEJIMUMBAs €r0 COACP)KAHHUE B
pactenusix (Lamarche et al., 2008). DTu pe3yasrarbl OOBSCHSIIOT BBISBICHHOE HaMU
HakorjieHue (pocdopa, Kamus, Keae3a B KIyOHSX U pacTeHUsIX KapTo(ers Moj| BIUSTHUEM
uHOKysiwmu B. subtilis 10-4 (puc. S10, Tadn. S2).

B pesynbrare (yHKimoHansHON aHHOTamu ¢ nomoisto Prokka B renome B. subtilis
10-4 oGHapy>keHbl reHbl pstS/ (phosphate-binding protein PstS 1), pstC (phosphate transport
system permease protein PstC), pstA (phosphate transport system permease protein PstA),
pstB3 (phosphate import ATP-binding protein PstB 3), a Taxxke pitd (low-affinity inorganic
phosphate transporter 1), 4to coracyeTcsi AaHHBIMU NIPY aHAJT3E TeHoMa ¢ moMoIbio RAST.

T'envl, ceasannvle ¢ yCHoUUUEOCMbIO PACMEHUIl K cmpeccy. Pe3ynbTarsl MoKa3aim
HaymuKe 47 Kareropuid MoaCuCTeM B reHoMe B. subtilis 10-4, OTBETCTBEHHBIX 33 CTPECCOBBIE
peakiuu (puc. 9.2), u3 kotopbix:. 17 — Hfl-onepon (Hfg), peryasiims CTPeCCOBOrO OTBETa
SigmaB (RsbW, RsbU, RsbV, RsbR, RsbT, SigB, RsbS), merabonu3M JuMETUIapriHAHA
(DMAAH, OAT), OaktepuanbHblie reMornoOuHbl (I CI2), ymepomHoe rojonanue (CstA,
CsrA), 1 — nepunnazMaruueckuii crpece (RseP), 14 — OkcHaaThBHBINA CTpece (ITyTaTHOH:
OKUCJIMTEJIbHO-BOCCTAHOBUTENBbHBIN 1K (GPX), DIYyTarMoH:  HEOKUCIUTEIbHO-
BOCCTaHOBHTENBHBIE peakiy ((GloA4), 3anmta ot ADK (sodB, sod(C), OKNCIMTENBHBII CTPECC
(PerR, SODB, SODC, SODMn, Osmcl, OsmcIR, AhpC, NsrR, FUR), 15 — ocMOTUYECKUA
crpecc (MOMOLIEHUE X0NMHA, OeTanHa n ornocunTe3 oetauna (Opul), OpuBA, GbsB, OpuAC,
OpuAA, OpuBC, OpuBB, OpuBD, OpuAB, BetB)), ocmoperynsiuws (glpl). lensl ysnF v yhdN
KOJIMPYIOLINE, COOTBETCTBEHHO, OJTOK 0TBeTa Ha cTpecc (YsnF) u o0umpie cTpeccoBbie OCIIKH.

B 10 5ke Bpemsi, py JOMOTHUTETLHOM aHAIU3E MOCTIEA0BATEIHOCTH reHoMa B. subtilus
10-4, BBISIBIICHBI KJIACTEPbl OMOCMHTETUYECCKUX TEHOB, KOMUPYIOUMX OCIKU-NEPECHOCUUKA
nnmH-0erauna (opul, opuCD, opuCC, opuCB, opuCA), xomana (opuBD, puBC, opuBB,

opuBA 1), Teommepokeunazy (ipx), COI (sodA 1, yoj, sodA 2), Oenku XOIOA0BOIO INOKA
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(cspD, cspC, cspB). Hamiumre 3TMX NeHOB MOMOTAET OAKTEPHsIM JIYYLIE aIanTUPOBATECS K
pazmmuHbIM cpenaM oOutanusi. B remome 10-4 Takske NMPUCYTCTBYROT T€HBI, KOAMPYHOLIME
(bepMEHTBI OMOCUHTE3A MOJIMAMUHOB, TAKHUE KaK CIEPMUIUH (spe(, paid, bitD, spely). Cnenyer
OTMETHUTb, YTO CIIEPMUMH SIBIISIETCS OCHOBHBIM MOJIMAMUHOM, CUHTE3UPYEMBIM OaKTEpUsIMHU,
KOTOPBIH BORJICKACTCS C CTUMYJISIMIO POCTa PACTEHU W TMOBBIIICHUE YCTOWYMBOCTH K
niesiouaM M Kucioram, Hanpumep, 3aconenuio (Chen et al., 2017a).

Knemounwiil cucnanunz. bouio oOHapy>ke€HO 29 KaTeropyid MOACUCTEM, OTBETCTBEHHBIX
32 PETYJISLAIO U KJIETOYHBINA CUrHAIMHT (prc. 9.2): 14 — cucteMsbl penpeccun karadoimmutoB HPr
(Crh, CepA, PtsH, CepB), cAMP curnanunr y 6akrepuii (AC, APRT), monoseie (pepOMOHBI y
Enterococcus faecalis m npyrux Firmicutes (OppA, Hyp4, CamS, Hyp3, SPasell), crporuii
oteeT, (p)ppGpp MeTabomam (Spol, Spo), 15 — nporpaMMUpyeMOil KIIETOUHON TMOEn 1
TOKCUH-AQHTUTOKCHH (HA2, cidA, cidB, CDA, iR, lrgA, lrgB, biS, H2, YdcE, YdeD, YdeD, dck).

Yuuxanonvie cemomnvie kapxacer B. subtilis 10-4, accouuuposannvie ¢
MONEepanmHocmovlo  0akmepuil K cmpeccy. Pe3ynerarbl NOKa3aii HaJMuue TEHOB W
PErYIIITOPHBIX 3JIEMEHTOB B reHome mramma 10-4, obecneumBaronmx €ro CrocoOHOCTh
NPOTUBOCTOSITH PA3IIMUHBIM CTPECCOBBIM (haKTOpaM OKPYKAtOILEH CPEIbl, TAKAM KaK BBICOKHE
TEMIEPATyPbl, OKUCIUTENBHBII CTPECC WIIM TMPUCYTCTBHE TOKCHYHBIX COSAMHEHWHA. OTO,
OYEBH/IHO, SBIISETCS OOBSICHEHUEM BbISIBIICHHOW HAMW YCTOMUMBOCTH KIIETOK B. subtilis 10-4 k
13T, repoutmay (puc. 3.9), aterary Cd (puc. 3.11) u NaCl (puc. 3.12). B reHome mrramma 10-
4 nerextrpoBad renbl KirA, KirB (Ktr system potassium uptake protein A and B), konupyronme
OCITKM MONTOUICHHS KAJIWsl, YTO MPEANOIOKUTEIBHO 00ECIIEUMBAOT BEDKUBAHUE OaKTepHid B
Cpenax ¢ BBICOKUMH KOHIIEHTpausiMu cojiel. UaTepecHo, uto B reHoMe B. subtilis 10-4 Taroke
NPEICKA3aHbl  TeHBl Uil JACTOKCUKAMKA WM CONPOTHBRICHHS  COSAMHECHMSIM,
HAKAIUTMBAIOLIMMCSL B OKPY>KAKOIICH Cpenie, TAKUM Kak apceHuT (arsRk, arsC’), OpraHuueCcKue
NECTULIMIBI UM HUTPOApOMaTHIeCKie coeimuenus (sugk, gacC, mhqR, mhqA).

Tlokoit u cnopynayua — 1Ba B3aMMOCBS3aHHBIX W BOKHBIX aJANTUBHBIX MEXaHU3MA,
KOTOpbIE TMO3BOJISIIOT OakTepussM BBDKMBATH B CTPECCOBBIX cUTyalmsix. [lokoit — 310
COCTOSTHAE META0OTMYECKON U (PU3MOSIOrMYECKONH HEAKTUBHOCTH, B KOTOPOM KJIETKU MOTYT
HAXOAUTHCS JUIsl TOTO, YTOOBI BHDKUTH B HEONAroNpUsITHBIX YCIOBUSX. CHOPYISIMS — 3TO

MPoIIECC, MPA KOTOPOM KJIETKa 00paszyeT CTaOWIIBHYIO CIIOpY, CNOCOOHYHO BBDKWBATh B
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AKCTPEMAITBHBIX YCIIOBUSIX OKPY’Karowiei cpeapl. Pesynbrarel mokazamm (puc. 9.2), uto B
reHome B. subtilis 10-4 HaXOQUTCS MOACUCTEM, OTBEHAKOIIMX 32 TIOKOH M COPYISLUIO: 12 —
npopactranue cnop (GerPL, GerPD, GerD, WbX, YikvT, YpeB, CwlD, CwlJ, GerPB, YdhD,
SleB, GerPC), 11 — npadpt cnopynsumu (Spo0A-P, KinB, KinAd, YkvU, KbaA, V-B, Spo0A,
Yaat, V-Bl, GerD, PG), 3 — 0elKH, aCCOLMUPOBAHHBIE CO CHOPYISIMEH C IIMPOKAMH
Gyaxumsmu (SpoV'C, SigH), 12 — xnactep cniopymnsiian (R3, MazG, SpollE, R4, SpoVT, R7,
R9, DivIC, R6, SpollD, R2, R5), 8 — xnactep cnopyisinuu [IIA (AG, AH, AB, AF, AC, AE,
AA, AD), 43 — rensl-cupotsl criopyasiumu (SpollB, KapD, spolllF, SpoVE, SpolVFA,
SpoVAB, spolllH, SpollIAB, SigE, KinC, SpoVAD, SpollGA, SpoOF, SpolIM, SpoVID, SpoVT,
SpolVB, SpolVA, KinB, spolllG, SpolllAD, SpoVAFE, SigG, SpolllAC, KapB, Spo0B, SigK,
SpolllAA, spolllE, SpollD, SigF, KinA, SpoVAA, SpolVE'B, SpollP, SpoVB, Spo0A, SpoVAC,
SpollE, SpollID, SpollQ, SpolIR), 2 — obe3BoxkuBaHuE siapa cnop (SmpB, SmpA); 1 — SpoVS
ceMecTBO 0enkoB (Spolll AL), 6 — KOMIIOHEHT Oefika Marpukca OuoruieHku Bacillus TasA n
apyrue romonoru (SipW, SinR, Slr, TasA, YgxM).

Knemounaa cmenka u kancyna. BoisiBrieHa 81 kareropust oJACUCTEM, OTBETCTBEHHBIX
3a KJIETOUHYIO CTEHKY U Karcyy (puc. 9.2), u3 Hux: 29 rpammnoioKUTeIbHbIC KOMITOHCHTBI
KIEeTOUHOM cTeHku (Srtd, AMT, PGPP, ggaA, EPCT, Tagk, ggaB, DItB, DItD, ypfP, agH, tag,
DIltA, Tualr, TuaC, TuaB, Tuak, TuaG, TuaAl, TuaH, TuaA, TuaD, DitC1, DItB, DItD, LtaS-
la, LtaS-1b, LtaS-la), 26 — KancyjIpHBIE W BHEKJIECTOUHBIE nonucaxapuiasl (EpsD, EpsB,
EpsC, Gltl, RfbB, RfbD, RfbA, Rfbl, RfbC, Pod, Pgd, NeuB, NeuC, 1, rmlD, 2, 14, 3, UGE,
10), 26 — DP-N-aunetunmypamar OuocuHTe3a (pykrozo-6-pochara (PGAM, AGIPUT,
GAIPAT, UAGCVT), mypeunruaponasbl (AmiAd, DacD, MCPase) i peqKIIMHT aMUHOKUCIIOT
nenruaorukana (AmpD, LdcA).

3awuma, ycmouuueocmb U KOHKypeHmocnocoonocmwe. lenom mramma 10-4
COIEPXKUT 36 MOACHCTEM, OOECIICUMBAOIIMX €r0 3alIMTYy, YCTOMUMBOCTH K CTpeccaMm u
KOHKYPEHTOCIIOCOOHOCTh (prC. 9.2), U3 KOTOpBIX: 17 — yCTOMYMBOCTh K aHTHOMOTHKAM,
TOKCHYHBIM COCIMHEHUSM W TSHKENbIM MeTamiam (romeoctas memu (CopC, CopD, CIA),
3 QIIOKCHBIE HACOCHI MHOKECTBEHHOW JIEKapCTBEHHOH ycroiunBoct (MATE all),
YCTOHUMBOCTh K CTPENTOTPHLMHY (Satd), Oera-nakramase (BLI), pochomununy (FosB),

¢ropxuHomonam (gyrd, gyrB), ruapom3 xemuu (bsh), yCTORUMBOCTh K KOOAIBTY-LIMHKY-
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kanmuro (1RMer, CZCR), 7 — cUHTE3 OAKTEPUOLMHOB (PUOOCOMAIBHO CHHTE3MPYEMBIX
AQHTUOAKTEPUAIIbHBIX TENTHIOB) W YCTOMYMBOCTh K AHTHOAKTEPUATBHBIM —METITHAAM
(BKJTrOUAst OTBET Ha CTpecc OaumTpatHoM ) (BeeB, Lial, LiaG, LiaH, BeeR, BeeS, BeeA)), 12
— UHBA3HS W BHYTPUKJIETOUHASL YCTOUUMBOCTE (RvI642, RvI641, Rv1643, Rv0667, RvO66S,
Rv1595, Rvi1596, RvI594, Rv0683, Rv0685, Rv0682, Rv0684). BBISBICHHBIE TC€HBI,
TOMOJIOTUYHBIE RV-reéHaM MUKOOAKTEPHIA, MPEANONOKUTEIBHO OTBEYAKOT 3a IPOHUKHOBEHHE
OakTepuy B KIIETKWA PACTEHHUsI, €€ BHYTPUKIIETOYHYIO MEPCUCTCHIMIO U PA3MHOKEHUE. JTa
CMOCOOHOCTh K BHYTPHUKIIETOYHOMY CYLICCTBOBAHWIO SIBIISIETCS KITFOUEBBIM MMPH3HAKOM
MHOruX PGP-Gakrepuii, mO3BOJISFOLIAM UM KOJIOHU3WPOBATh KOPHU U 3HAOCHEDPY PacTEeHMs,

yCTaHABJIMBATH CUMOMO03 U M30€rarb BHEIITHUX CTPECCOB.
9.2.3. I eHbI OMOCHHTE32 BTOPHYHBIX MeTA00JMTOB B reHome B. subtilis 10-4

T'envt, céazannbvle ¢ AHMAZOHUCHIMYECKOU AKNUGHOCHIbIO (OuoKOHmpons). Bacillus
SpPp. NPOAYLMPYIOT OOJBIIOE KOMMYECTBO AHTUMUKPOOHBIX METAOOIHMTOB C Pa3IAYHOM
XMUMHUYECKOH CTPYKTYPOil M pa3HOOOpa3HeM, TakuX Kak OMOMENTHIbI U TUAPOIMTAYECKUE
(DCpMEHTBI, KOTOpbIE MOIYT J(PQPEKTUBHO TMOAABISITH MATOICHHBIE JUIS PACTCHUI
MUKPOOPraHu3Mbl U CIIOCOOCTBOBATH POCTY pacteHuid (Senol et al., 2014; lesewalter et al.,
2021; Yang et al., 2023a). Bacillus spp. MOTYT 3(PEKTUBHO Pa3pyLIarh KJICTOUHBIE CTCHKU
NAaTOreHHBIX TPUOOB M OAKTEPHIA, CEKPETAPYS LICTTEONA3b], JIMMA3bl, XUTHHA3bI, NTFOKAHA3EI 1
npoTeasbl, TEM CaMbiM MOAABIsAsE POCT maroreHoB (Yang et al., 2023; Ma et al., 2020). K
npumepy, B. subtilis TV-125A, npoayuupyrommidi XuTHHA3y, 3PQPEKTHBHO MOAABISIT
aKTUBHOCTH F. culmorum (Tran et al., 2022). B. cereus CDHWZ7, nemoHcTpHupyrommii
AKTUBHOCTB MO IErPAAALMH LEIUTIONA3bl M HECYILMIA T€Hbl CUHTE3a LEIUTFONA3kl U XUTHHA3HI,
MTPOSIBIISUT MHTUOUPYIOLIYO0 aKTUBHOCTh B OTHOWICHUW F. graminearum, I acuminatum v F.
oxysporum (Yang et al., 2023a). In-vitro SKCIEPUMEHTHI ¢ HCNIOJIB30BaHUEM Yatiek [lerpu ¢
cpenoii PDA mokazanu, uro B. subtilis 10-4 MOXET 3HAUMTENILHO MHTAOWPOBATH POCT
(uTonaroreHHeIx rpuboB Fusarium spp. (F. graminearum, F. culmorum, F. oxysporum),
B. sorokiniana w oomuuera Ph. infestans (puc. S1-S3) (Lastochkina et al., 2020; 2020c;
2021b), cHwkarb 3a0oneBacMOCTh KiyOHel Kaprodens ¢urodTopozom u (y3aprozom

(Lastochkina et al., 2020), pacteHuii caxapHOW CBEKJIbI aJIBTEPHAPUO30M IMOCPEACTBOM
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PEryisili B HUX AKTUBHOCTH TUAPOJIMTHYECKUX (DEPMEHTOB aMuWiia3bl M NPOTEA3bI
(Jlacroukuna u ap., 2018). JIeHCTBUTENBHO, TPOBEACHHBI TEHOMHBIN aHAIN3 MMOKA3aJ1, YTO
B. subtilis 10-4 obnamaet reHamu, KOJUPYrOUWMMHU [-mmtokaHazy (bglS), 3HIOIIOKaHA3Y
(eglS), nporeassl (clpX, lon, ydcPF, yraA, gpr, gluP, prsW, hipX, wprA, bepA, aprX) (puc. 9.2).
['mokaHasbl THAPONM3YIOT IMKO3WAHBIC CBS3M B IIFOKAHAX, KOTOPBIE SIBIISIFOTCSl BAYKHBIM
KOMITOHEHTOM KJIETOUYHBIX CTEHOK MATOIC€HHBIX TPUOOB M YYACTBYIOT B X POCTE U JIEJICHAN
KJIEeTOK. KIIETOUHBIE CTEHKH IPUOOB TAKXKE CONEPKAT XUTHH, LEIUIFON03Y, JIMMHAIB! U OCIIKH.
BakrepuanbHbie (PepMEHTBI, TAKME KaK LEIUTHONA3bL, JTMMA3bl U MPOTEA3bl UTPAOT BAKHYIO
POJTb B JIM3UCE TPUOHBIX KIICTOYHBIX CTEHOK NMPH B3aMMOJCHCTBHAM MATOTCHOB M OalviL, a
BBICOKAsl aanTUBHOCTh (PEPMEHTOB CHOCOOCTBYET APPEKTUBHOMY OHOKOHTPOIIO B
HecTaOWTbHBIX yenoBusix (Iesewalter et al., 2021; Yan et al., 2011). Coobwmanock, 4to
OONBIIYI0 POJIb B MPOSIBJICHUM MPOTUBOIPHUOKOBBIX CBOMCTB PA3IMYHBIMK IITAMMAaMHU
Bacillus spp. WrparOT BTOPUYHBIE METAOOIMTHl C AHTUOMOTHYECKAMHU CBOWCTBAMM,
CHHTE3UPYEMBIE PUOOCOMAIBHBIM (OaKTEPUOLMHBI, AHTUOAKTEPUAIBHBIE OCITKH, XUTHHA3A,
B-1,3-nmrokaHaza) W HEPUOOCOMATBGHBIM MyTAMH  (Cyp(aKTUHBL, WTYpWH, (DEHTHULMH,
oammien) (Malfanova et al., 2012; Wang et al., 2021). Cpeau merabonutoB B. subtilis
HauOONlee BAKHBIMU CUHTAKOTCS LMKIMYECKHAE JIMMONENTHABl Cyp(akTuH, UTYPUH W
(PCHIMIMH, KOTOPbIE OKAa3bIBAOT MEMOPAHOTPOMHOE JACHCTBME HA KJIICTKU-MUILCHH
¢uronaroreHoB. Kaxxaoe ceMeiicTBO ymnonentuaoB (CyphakTuHbI, UTYPHHBL, (PEHTULIAHBI)
MMEET XapaKTEPHbIC CTPYKTYPHBIE OCOOCHHOCTH, OCHOBAHHBIE HA TIPUPOAC W OPraHu3aliu
NENTHIHOTO (PparMeHTa UM KUPHOKUCIIOTHOIO XBOCTA. Ha CeropHsmHmii AeHb OMMCcaHo 1o
MeHbLIEH Mepe 8 PeHTMIMHOB, 13 cyp(hakTHHOB U 14 BapUaHTOB UTYPUHOB, TPOLY LIMPYEMBIX
B. subtilis (Malfanova et al., 2012; Iesewalter et al., 2021; Stein, 2005; Maksimoyv et al., 2020).
CeMelcTBO Cyp(haKTHHOB, BKITFOUAIOLIEE TAKAE COCIMHEHUS, KaK CYP(AKTHH, JIMXCHU3WH,
OyMWIAOUIWH, rajno0anuimH W OaMWJIONMH, TMPEACTAaBIsIeT COOOW renTanenTujbl,
BBIJICTICHHBIE U3 OakTepuii B. subtilis, B. amyloliquefaciens, B. licheniformis, B. pumilus n B.
coagulans (Miljakovi¢ et al., 2020). Lluknuueckue JMnonenTuapl, 0COOCHHO Cyp(aKTUHBIL,
NPOAyLMPYEMbIE OaKTEpUsIMUA pona Bacillus, ATparOT KIKOYEBYIO pPOjib B 0Opa3oBaHUMU
OWOIUICHOK M KOJIOHM3AlMK KOPHEH pacTeHWH, a TakoKe UMEIOT PEIIAKOIIEEe 3HAYCHHUE IS

OonokonTponbHOM akTuBHOCTH U UCY (Alvarez et al., 2011; Aleti et al., 2016). CypdaxTiunst
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HE TOJIBKO OOJIAIAr0T CIIOCOOHOCTBI0 HHIMOMPOBATH POCT MULIETMATIBHBIX TPUOOB, HO TaKKE
NPOSIBJISIIOT CBOMCTBO CUHEPIU3Ma C IPYTUMHU ITPOTUBOIPUOKOBBIMY JIATIONIENTUIAMMU, 4 TAKKE
OpOSIBJISIOT ~ TakWe  CBOMCTBA,  KAaK  aHTHOAKTEpUabHBIE,  MPOTUBOBUPYCHBIC,
NPOTHBOIPHOKOBBIE, AaHTUMUKOIJIA3MATHYECKOE U TEMOJIMTHYECKYHO akTUBHOCTH (Alvarez et
al., 2011). Beisienennas crniocoOHOCT B. subtilis 10-4 3(PEKTHBHO KOIOHU3UPOBATH TKAHU
pactenuii (m1aBa 3.5), MOAARIATH pa3BUTHE Oosie3Hel pactenwii (Tabm. 3.9, puc. 3.180),
YIy4Ilark JOCTYIMHOCTb MUTATENIbHBIX BellecTB (puc. S10, Tabn. S2), O4eBHIHO, BO MHOTOM
peaymsyeTcst Onaromapsi CUHTE3y JunonenTuaoB cemeiictea cypdaktuHoB (C13—C15), uro
ObLII0 HAMH MOKA3aHO PaHEE ¢ UCNOIb30BaHMEM cpeabl MOLP 1 Macc-CEKTpOMETPUYECKOTO
merona aHammza (Lastochkina et al., 2021b). /n silico ananu3 nonHoro reHoma B. subtilis 10-4
TaKOKe MOATBEPAWII HATMYME TEHOB (StfAA, srfAB, srfAC, srfAD) (puc. 9.2), KOmUpyrommx
NPOAYKLMIO CyObenmHuL] cypdakTiH-cuHTasbl 1, 2, 3 (Iesewalter et al., 2021).

Ha cnenyrouiem srarne padoThl ObUT MPOBEICH MOMCK FEHHBIX KJIACTEPOB, BOBJICYEHHBIX
B CHUHTE3 BTOPHYHBIX META0OIUTOB B reHoMe B. subtilis 10-4 ¢ MCNONB30BaHUEM OHJIAHH-
NPOrPaMMHOIO o0ecnieycHust antiSMASH bacterial v.7.1.0.
(https://antismash.secondarymetabolites.org) (Blin et al., 2019; 2023). CrienyeT 0TMETUTB, 4TO
AHHOTALWMsI 'eHOMOB Bacillus spp. o0ecneunBacT 00mmid 0030p OMOCHHTETUUYECKHX KITACTEPOB
T€HOB, OTBEYAIOIIMX 33 CHHTE3 BTOPUYHBIX METAOOJMTOB ¢ aHTUMUKPOOHOH AKTHMBHOCTBIO,
BKJIFOUAst JnonenTuapl. OOHapy»KeHo, 4To TeHoM mramma 10-4 COnepKUT Takue T'€HHbIC
Kiacrepel Kak nonukeruacuHaTasbl tuna 11 (T3I1KC), HepuOocomMHbIE TENTHA CUHTETAa3bl
(HPIIC), OcranakroHbl, CAKTUNEOTUIbL, PAHTHNCOTHABI (DIMLMH-OOrarble MENTHBI),
HEpUOOCOMHBIE TienTHIHbIE MeTauTo(oHb! (HI I-MeTamiodonsl), TpaHe amiTpaHcgepasHbie
nomkeTracuHTeTasbl (TpaHcAT-T11KC) u tepnensl (Tabn. 9.4). B wacTHOCTH, BBIIBICHO 6
peruonoB HPIIC, komupyrommix KiacTepel T€HOB CUHTE3a CypdakThHa, (DEeHruimHa,
mmnactatiaa, mo 1 peruony TpaHcAT-IIKC, TIKC (OamwsuieH), pantunentuaoB ((paxrop
nozaBieHus ciopysisiimn ), HI I-metannodonor (Oarmuio0akTiH ), OeTanakToHOB ((DEHIHIIH )
1 IpyTrX MeTabommToB (OaumumsuH), o 2 peruona T3 IKC (1-kapOaneH-2-3M-3-kapOoHOBast
KUCJIO0Ta, OAIWIUIEH), CAaKTUIENTUAOB (CyOTUNIO3MH A, (PakTop MOMaBICHUS CHOPYIISIIN).
OOHapyX€HO, YTO OCHOBHBIMH AHTUMHUKPOOHBIMHM COEHNUHEHUsIMUA B. subtilis 10-4,

JIEMOHCTPUPYIOIMMHU ~ BbICOKO€  cxoicTBO (ot 80 g0  100%) ¢ WM3BECTHBIMH
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OMOCUHTETUUECKAMH  KJTACTEPAMHM TE€HOB, MPEANOIOKUTENBHO cuHTe3upyeMbiMu HPIIC,
SBISIIOTCS.  JnonenTaapl cyppaktna u (QenrmmH (cxonctBo 82 u 80%), a Taxke
OaumbdakTiH (cxonctBo 100%); TpancAT-TTKC, T3IIKC u INKC-nomoOHbie: OarmiicH
(cxonctBo 100%); cakrunentun; cyorwioduH A (cxonctBo 100%), a Tarke OalMaM3uH
(cxometBo 100%) (Tadm. 9.3). CxoacTBO Apyrux OMOCUHTETUYECKUX KITACTEPOB BAPbUPOBAIIO
ot 46% nns mmnactaruHa 10 13% anst 1-xkapOaneH-2-5M-3-kapOOHOBOM KMCIOTHL. BaykHO
OTMETUTH, YTO AQHAIN3 BBIIBAI VHUKAIBHBIA W TOTCHIUAIBHO HOBBIA TEPIICHOBBIA
OMOCUHTETUYECKUIN KITACTEP TEHOB B PETHOHE 9, HE MMEIOUIMI CXOACTBA HU C OJHUM

W3BECTHBIM KJTACTEPOM B 0a3€ MaHHBIX (Tadm. 9.3).

Tabmuia 9.3 — BeIsIBIICHHBIE PETMOHBI BTOPUYHBIX META0OMTOB B FEHOME ITamma B. subtilis
10-4 ¢ nomoutesro anti-SMASH bacterial v.7.1.0

Peruon Tun KoopauHaTsl Haubosee moxoskuii CxokecTp,
KJjlacrepa oT 1o W3BECTHBIN Ki1acTep OMOCHHTE32 %
BTOPUYHBIX META0OJIHITOB C
AHTUMHUKPOOHBIMU CBOMCTBAMU
1 T3IIKC 858.006 | 899.103 | 1-kapbanen-2-3m-3-kapOoHOBas 16
KHCJIOTa
2 HPIIC, 1 27.612 denrunun 80
OeTanakToH
3 TpaHcAT-TTKC, 93.522 | 208.312 baunnien 100
T3IIKC, IIKC-
nofoOHbIe
4 Caktunentua 412.249 | 433.860 CyOtuno3un A 100
5 Hpyrue 436.845 | 478.263 banunusun 100
6 CaxrunenTun, 27.747 50.700 | daxTop NOAABIEHUS CHOPYJIALUN 100
PAHTHIIETITUA
7 HPIIC 181.512 | 246.903 Cypdakrun 82
8 HII- 82.202 133.979 Barnunnobaxrun 100
MeTaJIO(OHBI,
HPIIC
9 Tepriensl 67.005 88.903 He OOHAPYIKEHO -
10 HPTIC 1 14.356 ITnumacratus, 23
(dheHrumH 20
11 HPIIC 1 9.446 ITnumacraTus, 15
(beHruH 13
12 HPTIC 1 7.967 ITnunmacraTus, 46
(beHruH 20

IMpumeuanue: HPIIC — nepubocomuast nenrun cunterasa (NRPS, non-ribosomal peptide synthetase),
IIKC — nmomukerun cuntetasa (PKS, polyketide synthetase), T3IIKC — nonukerun cunterasa tuna 111
(T3PKS, type III polyketide synthetase).
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Bonee neranbHblii aHanu3 mokazan, yrto B. subtilis 10-4 comnepskuT KIIacTepsl T€HOB,
KOTOPBIE BKJIFOYAKOT TE€HBI, KOAUPYIOIIME ()ePMEHTHI, HEOOXOAMMBIC TSl CUHTE3a (PEHIMIMHA U
nymnacratuba (ppsD, ppsk, Idel, IdeJ, IdeHA, Idel, Idek, galU, ppsA, ppsC) (puc. 9.4a),
OawwuieHa (pksB, pksD, pkssS, pksR, pksH, pksL, pksN, pksM, pksL, pks.J, pksG, pksF, fabD, aprX,
acpK, miaB, kbl, tdh, pbpX) (puc. 9.30), cyorunosuna A (sboA, narG, albA, albE, albF) (puc. 4B),
OawmnmsuHa (bacD, bacC, bacG, back, ywhC, rocC, pruA, spsL, rfbD, rfbB, spsl, spsG, spsC) (puc.
9.4r); caktunenTiaa v paHTAnenThaA (paKrop NONARNECHUS CIOPYISILWMN ) (skfA, skfB, skfC, ybd()
(puc. 9.4n), cypaxruna (srfAA, srfAB, srfAC, srfAD, nasB, zinU, yckB, yexD, tcyA, ubiX, yclF)
(puc. 9.4e), barmmodakruna (dhbA, dhbB, dhbC, dhbE, dhbF, pncA, bznD, ald, mbtH, besA, yumb,
yumC, yut.J) (puc. 9.4x), TepricHoB (sqhC, dhaS) (puc. 9.43).

[onmyueHHbIE aHHBIE CBUAETENBCTBYIOT O TOM, YTO BKHBIA BKJIad B BbI3BIBACMYIO
sHpodurom B. subtilis 10-4 ycTOHUMBOCTE pacTeHmMii K (DPUTOMATOrCHHBIM MHUKPOOPraHW3MaM
MOMUMO CHHTE3a Cy P(hakTHHOB (Ta0n. 9.3, puc. 9.4¢), Taroke BHOCHT MOTEHIMATTBHAS CTIOCOOHOCTD
K CUHTE3y (DeHTVILMHA W Tvnactarusa (ppsA, ppsC, ppsD, ppsk, ldel, ldeJ, IdeHA, IdeF; IdekF,
gall)) (tadn. 9.3, puc. 9.4a). OEHTUIUHBL, CUHTE3UPYEMBIE B. subtilis HEpuOOCOMATEHBIM Ty TEM,
SBISIFOTCS. CTPYKTYPHO CTAOMJIBHBIMM M B2KHBIMHM AHTMOAKTEpHAIbHBIMUA BeIecTBaMH. Kak
A PEKTUBHBIE WHIYKTOPbl YCTOHYMBOCTA PACTCHUH NPOTUB MHOTMX TPUOHBIX MATOICHOB,
(DCHTULIMHBLI JICACTBYIOT JIByMsI CMOCOOAMM: CTHMYJMPYIOT 3allMTHBIC PEAKIMUA PACTCHWIA,
HAMPsIMYEO aTaKyroT TPUOHBIE KIIETKH, paspyiuas ux memOpanbl. K npumepy, B. amyloliquefaciens
FZB42, npoaytmpyrommii (DeHTUIH, HEMOCPEICTBEHHO pa3pyliai LEIOCTHOCTh KIIETOUHBIX
MEeMOpaH rpuOOB, YTO MPUBOIMIO K PQUIHOKCY (OTTOKY) BHYTPHKJIETOYHOIO CONEPYKUMOIO M
rubenm naroreHa (Hanif et al., 2019). Oenrvuumn, nponyumpyemslii B. subtilis 7-14, BbI3bIBaI
pa3pylieHUe BHYTPEHHEW CTPYKTYpPhl KJIETOK MaroreHa W MPUBOAMI K TMOMABICHUIO POCTa U
nepopmaipn mMunierms  (Xiao et al., 2021). 'V B, velezensis BA-26, TpOSRISIONICTO
AHTUMUKPOOHBIC CBOWCTBA B OTHOLICHWUM Bofrylis cinerea, ObIIO BBISBICHO HATMYKE TEHOB
cuHTe3a (enrmimpa u wurypuHa (Wang et al, 2021). CemeilcTBO WTYpHHOB (MTYpHH,
OarpioMuiHbL D, F, L., MUKOCYOTHTMH M MOXABEHCHH ) TAKKE 0ONIAIAr0T MPOTUBOMUKPOOHOM
AKTUBHOCTBIO. O/THAKO, B TeHOME 1ramMa 10-4 reHOB CHHTE3a UTYpUHA HE ObUTO OOHAPYKEHO,
KaK M JPYyIMX HEPUOOCOMHBIX JIMIONECOTUIOB (BKJFOYAs KYPCTAKWHBL, OalUTpalMHBL,

NOJTAMHAKCUHBL, TPAMULIMIMHBI K TAPOKUIMHBI ), TPOAYLMpPYeMbIX Bacillus spp. (Wangetal., 2021).
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Bwmecte ¢ teMm, BbIsiBIIEHO, 4TO B. subtilis 10-4 xoaupyeT HEOOBIUHYIO THUOPUIHYIO
NOJIMKETUAHO-HEPUOOCOMATIBHY O MIENTUACHHTA3y, KOTOpas CBs3aHa C NPOAYKIMEH
aHTOMoTHKA OanminieHa. B yactHocTH, y mwraMma 10-4 BBISIBICHBI TaKME T€HBI CMHTE3a
OalMIIeHa, KaK pksB, pksS, pksD, pksJ, pksl, pksG, pksR, pksN, pksL, pksM, pksk, pksH, fabD,
aprX, acpK, miaB, kbl, tdh v pbpX (puc. 9.40). IlepBoHauabHO GauMIuIeH ObLT OTKPBIT KaK
OaKTepHOCTATUYCCKUI arcHT, TPOAYLMPYEMbliA B. subtilis, nHruOMpyrommidi cuHTe3 Oelka
NPOKAPUOT, HO HE JYKApHOT, IO Henm3BeCTHOMY Mexanmsmy (Patel et al., 1995). Xors
OMONOrMYeCcKas akTMBHOCTb OAlMIIIEHA €11E IO KOHLA HE PACKPBITA, aHATIM3 TEHETHYECKUX U
METa0OTMYECKHX PECYPCOB, HEOOXOMMMBIX ISl €T0 CHHTE3a, YKA3bIBAET HA BAKHYIO POIIb
3TOT0 COCAMHEHUS B SKMBBIX OpraHm3Max. Kiactep TeHOB phks KOOMPYET (PEpMEHTHI
NOJIMKETUHOTO CHHTA3HOTO KOMIUIEKCA M BKIIFOYAECT TEHBI PA3IMUHBIX JOMEHOB U
CyOBEIMHHLL, HEOOXOMMMBIX ISl COOPKH M MOAM(DMKALMK MTOMUKETUIOB. [ eH pks/ komupyer
3HOMN-KOA wu30Mepady, KOTOpas Karalu3upyeT H3oMepu3anmio SHoun-KoA B Oonee
CTa0WTBbHYIO (POpMY, U4TO HEOOXOAMMO sl TATBHEHIINX CTaaAui CUHTE3a MOJIMKETUIOB. [ €H
pksF xomipyeT (EPMEHT, KOTOPBI MIpacT KIIHOYEBYHO POJIb B TOJMKETHIHOM CHHTE3C,
Karanmsupys AckapOokcmmpoanre MaToHMT-ACP ¢ 00pa3oBaHMEM aKTMBHOTO MaJIOHHJIA-
ACP, xotopblii ucnonb3yercs uis nocienyromeid coopkrn nomketuaHoi nenu. HPTIC u
[TKC sBIsttoTCsl MOAYJBHBIMA (DEPMEHTHBIMH KOMIUTEKCAMH, COCTOSIIMMHU W3 HECKOIBKUX
(P)YHKLIMOHAJTLHBIX JOMEHOB, & TEHBI, KOTUPYIOIIME 3TH (PEPMEHTHI, YaCTO PACHOJIOKEHbI B
TEHOME B TOH K€ MOCICAOBATEILHOCTH, YTO M MOPSAAOK JOMEHOB B OCJIKOBOM MPOAYKTE.
Bbraromaps 3tumMm 0COOEHHOCTSIM, MHOTIA BO3MOYKHO HMCIIONB30BAThE OMOMH(POPMATHYECKUIN
aQHAIN3 Ul MPEACKA3aHUsl CTPYKTYPbl KOHEYHOIO MPOAYKTA, CHHTE3MPYEMOIO 3TUMH
(depmenTHBIME KOMIUTIEKcamH (Lautru et al., 2005; McAlpine et al., 2005). banmieHcuHTaza
coctout 13 13 monyneit IIKC u 3 monyneit HPLIC. Tockomnbky B ommume oT Tunr4HbIX [ TKC
B CTPYKType OallMjUICHCHHTAa3bl OTCYTCTBYIOT JIOMEHBI armmiarpaHcdepassl (AT), oHa
CTaHOBUTCS ele oaHuM rnpeacraputenieM kinacca [TIKC, B KOTOpbIX MOHOMEDBI BBOAATCS B
PACTYIIYIO MOJIMKETHHYIO [T MOCPEACTBOM aBTOHOMHBIX AT-nomenoB (Wenzel, Muller,
2005). bamwmnneHcMHTa3a yHHMKajdbHA AaKe cpeau TpaHC-AT-CMHTa3, TMOCKOJBKY OHA
KOIMPYET TPU aBTOHOMHBIX AT-fomMeHa (pksCDE), OMH 13 KOTOPBIX CIHT € PEICKA3aHHON

(PTaBUHMOHOHYKJIEOTHI-3aBUCUMOI OKCUAOPENYKTa3oi (pksk). Kogmpyemas renom pksC
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mManoHu-KoA-cnenmpuunas AT HCHONB3yeT almi-NepeHoCsumid OenoK  (KOIUpyeMbIi
reHoM acpK) B kauecTBe cyOcTpara s foMmeHa tuonmposanust (T-momena) (Calderone et al.,
2006). OnHako, HEM3BECTHO, B3auMoAcHCTBYET Jin (pepMeHT pksC ¢ apyrumu T-nomMmeHaMu B
cocraee [IKC, komupyemoii reHom pksX. Kpome Toro, rensl pksD w pksE enie He ObUH
JOCTATOYHO MCCIIEN0OBAHBI K MX TOUHAs POJTb MOKa HesicHa. Kactep reHoB pksl, oTBeUacT 3a
xomupoBaHue (epmenTa PksL, KOTOpBIA SIBISIETCS YACTHIO MOJMMKETUAHOTO CHHTA3HOIO
KOMITJIEKCA W WIPACT POJIb B CHHTE3€C MNOJMKETUIOB, KaTATM3UPYS MMOCICIOBATEIBHYIO
KOHJIEHCALIMIO K MOM(PUKALIMIO MAJTBIX OPraHMYECKUX MOJIEKY (MOHOMEPOB). [ lonmmkeTH b,
CHHTE3UPYEMBIC B PACTEHUSIX, MOTYT UMETh PA3HOOOPAa3HbIC (PYHKIIMM, BKITFOYAS 3ALIUATY OT
BPCAWTENCH, MPUBIICUYCHUE ONBUTUTENCH, y4YacTHE B CUTHAJIBHBIX MyTIX W JIPYTUX
Ononornueckux npoueccax. KoHKpeTHbIE MPOAYKThl CHHTE3A MOTMKETUIOB 3aBUCAT OT THITA
pacTeHus U yCIoBHiA ero BeipainuBanus (lesewalter et al., 2021).

Y mramma 10-4 oOHapy>keHbI T€HBI, ACCOLMUPOBAHHBIE C CHHTE30M OalMIM3HHA
(bacC, bacD, bacF, bacG) (Tabn. 9.3, puc. 9.4r). baiwnmuzun, qunentua maccoi 270 Jla [L-
anaHus-(2,3-3MoKCUIMKIIOreKcaHoH-4 )-L-amanmu],  cocroutr w3 L-amanmHa  m
HEMTPOTEMHOTCHHONW aMUHOKKCIIOTHI L-aHTHKancuHa. OHAKO, HECMOTPS HA CBOKO MPOCTYIO
CTPYKTYPY, OH XapakTepH3yeTCsl LIMPOKUM CHEKTPOM AHTArOHUCTUYECKOH AKTUBHOCTH
NPOTUB rpuOOB U OAKTEpHid. balmn3ne HHAYIMPYET JIM3KUC MUKPOOHOH KIIETOYHOW CTEHKU
NyTeEM MHIMOMPOBAHMS MIIFOKO3aMUH-6-(hocdarcuHTasbl W, CIIEAOBATENBHO, OMOCHHTE3A
MAHHOMPOTEHHA WJIM TNENTUAONIMKAHA B Ipubax M OakTepUsx COOTBETCTBEHHO. Taroke
W3BECTHO, YTO OALMIM3HH TEPMOCTAOMIIEH M OCTAETCS AKTMBHBIM B IIMPOKOM Auanazone pH
(ot 1.4 o 12.0) (Nannan et al., 2021). I'en bacC komapyeT PepMEHT, KOTOPBII KaTaIU3UPyeT
NpEBpaLlCHAE Nped)eHara B AHTHKANICUH — KJTFOUEBOM MPEIIIECTBEHHUK OAlUIM3HHA, B TO
BpEMs Kak TeH bacl) KogMpyeT Jurasy L-aMWHOKMCIIOT, KaTalu3upyroIyr0 00pa3oBaHHE
AMUHOW CBSI3W MEXKIy OCTATKaMU aJlaHWHA W AHTUKAIICHHA, 3aBEPIIas CUHTE3 MOJICKYJIbI
OarpinmmzuHa. HecmMoTps Ha 10, uTo Oaumamn3uH ObUT OTKPBIT eme B 1946 . 1 BOBMOKHOCTH
€10 Pa3IMYHOrO0 MPUMEHEHWS, MaJ0 YTO W3BECTHO O PACHPEACICHUHA TCHETHUYECKHUX
JECTEPMUHAHT BHYTpH rpymiel B. subtilis (Iesewalter et al., 2021; Nannan et al., 2021).

Kpome Ttoro, BeisiBiieHO, uto B. subtilis 10-4 MOXET MPOXYLMPOBATH MEMTHAHBIA

(hakTOp MONMABIIEHHS CHOPYJISILIUAN (skfA ), KOTOPBIA MHAYIIMPYET JIM3UC U PA3PYLICHUE KIIETOK
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MAaroreHOB Ha cTaguu pocta munenus v crnopyisiwn (Iesewalter et al., 2021), a Takxe
MPEICKa3aHa COCOOHOCTh CHHTE3UPOBATh CYOTWNIO3UH A (shoA, narG, albA, albk, albF)
(tabn. 9.3, puc. 9.4). IleproHauaibHO CyOTWSIO3MH ObLT BbLACIEH W3 B. subtilis B 1985 .
(Babasaki et al., 1985). Ten shoAd xomupyer MPEANIECTBEHHUK CYyOTHIM3UH-MOAOOHOIO
OaKTEpUAIbHOTO OHTOICHETHYECKOTO Oeska (SboA), KoTophbIid COCTOUT U3 43 aMUHOKHUCIIOT,
HNOCTTPAHCIISIMOHHO MOAMGPUIMPYIOIIUXCS € O00pa3oBaHMEM IMKJIMYECKOTO MENTHUA.
Mexanu3Mm aeicTBUs CyOTHI03MHA ObUT MPOAEMOHCTpUpPOBaH in vitro (Thennarasu et al.,
2005). Uz-3a ceoeii rupooOHO Mprupo/bl CYOTHI03WH B3aMMOACHCTBYET ¢ rAPO(POOHBIM
sapoM (ocoMmUIHOrO OUCIOs KIETOYHOM MEMOpaHbl KIETKU-MULICHU. OTpUIATETEHO
3apsHKEHHAsl 4YacTh MENTHIA, TMOABEPraloulascs BO3ACHCTBUIO OKPYKAIOIIEH —Cpelbl,
B3aMMOJICHCTBYET ¢ MEMOpaHHBIMU penentopamu. Ocrarok TpunTodaHa B MOJOKEHUH 34
BHEAPSIETCS B KIJIETOYHYIO MEMOpaHy, 4TO MPUBOAMT K W3MEHEHHIO KOH(popMaluu
(ochommnmos n k ux Aecradbumuzanmu. [ lonoOHO GakTepuonHaM CyOTHIIAHY, STHICPMUAHY
U TQUMICPMHHY, CyOTWJIO3MH 00pa3yer Mopbl MOCPEACTBOM  CHEHM(PUUECKUX
B3aUMOJICHCTBHI ¢ KiIeTouHON MeMmOpaHo# (Thennarasu et al., 2005). B renome mramma 10-
4 Ttakke BbIIBICHBI TeHbl dhbA, dhbB, dhbC, dhbE w dhbF, xomapyrolme CHHTE3
OaruobaxTuaa (Tad. 9.3, puc. 9.4x) — cunepodopa, KoTopeiii xenarupyer Fe™* B mouse n
puzocdepe, uliias NaroreHHbIe OaKTEPUN BO3MOYKHOCTH MOJTyYaTh JOCTATOUHOE KOJTMYECTBO
MOHOB >KEJIE3a W, TAaKUM 00pa3oM, MOJABRJIsAs X pPocT U pasMHokeHue (Dimopoulou et al.,
2021). O6Hapy>xeHHbIE B reHoMe 1ramMmMa 10-4 renbl sghC' v dhasS, OTBETCTBEHHBIE 33 CUHTES
TEpHEHOB (puUc. 9.43), HE MPOSBUIIM CXOACTBA C M3BECTHBIMU KJtactepamu (Tadim. 9.3). Xorts
AQHTUMUKPOOHBIA MEXaHW3M JCHCTBUS TEPIEHOB OCTACTCs B 3HAYMTEIIBHOM CTETCHU
HEM3BECTHBIM, OOJIBITMHCTBO M3 HUX CMOCOOHBI MHHTMOMPOBATH JBA BAKHEHUIMX MPOIECca,
HEOOXOMMMBIX Ul BBDKMBAHWST MUKPOOOB: MOMIOIICHHE KHCIOPOAA W OKUCIUTEIBLHOE
dochopunmmuporanue (Griffin et al., 1999; Zengin, Baysal, 2014).

Takum 0Opazom, pe3ynbrarkl aHaKu3a CBUICTENLCTBYIOT O TOM, YTO B MPOSIBIICHUU
3aumTHOrO 3pdexra B. subtilis 10-4 mpoTMB (PUTOMATONCHHBIX MHKPOOPTaHU3MOB,
OCHOBHY0 POJTb MTPAKOT TAKAE BTOPUYHBIC METAOOIUTHI ¢ AHTUMUKPOOHBIMU CBOHCTBAMU
KaKk cypdaxktuH, (peHruiuH, Oanmto0akTuH, OaluyuieH, CyOTHIo3uH A W OalWTu3uH, a

TAKOKC BHOCAT BKJIAA IUIMIIACTATHH, PAHTHUIICIITAABI W TCPIICHLI. Baxxno OTMCTUTB, YTO
263



OaKkTepHaIbHBIE TEPIEHBI, TOMUMO AHTA(YHTAIBHONH AKTUBHOCTH, MIPAKOT POJb (PAMO U
KOCBEHHO) B PETYJISIMK POCTA U YCTOMUMBOCTH PacTeHuil. Harmpumep, HEKOTOPBIE TEPIIEHBI
B3aMMOJICHCTBYIOT C PELENTOPAMH PACTEHWI, 3alyCKas CUTHAJBHBIC MYTH, CBSI3AHHBIE C
JETICHUEM KJIETOK; YCUITMBAKOT CEKPELIMIO OPraHNYECKUX KACIIOT OAKTEPHSMH, YTO MOBBIIIACT
JOCTYIHOCTH pocopa B MOUBE; CBI3bIBAHKE MOHOB KENE3a U IIMHKA TEPIEHAMHU 00Ieryact
UX YCBOCHHE KOPHSIMU. TEpHEHBbI CIy»KaT XEMOArTpaKTaHTaMy IS MOJIE3HBIX OaKTepuii u
rpu0OB (HaMpUMEP, MHUKOPH3bI), (POPMHPYsl 3AUIMTHBIA MUKPOOMOM BOKPYr KOPHEH;
YYacTBYIOT B (POPMUPOBAHUM OAKTEPUATLHBIX OHOMJIEHOK HA KOPHSX, YTO TMOBBIMIAECT
YCTOHUMBOCTh PACTEHUI K aOMOTHMYECKMM CTpeccaMm. bakTepHalbHBIE TEPIEHBI WUIPAFOT
MHOTOTPaHHYK0 POJb B CTHUMYJISIIMM POCTA PACTEHWH, COUYeTass MPSIMYKO PEryJLU0
MeTabO0M3Ma, 3aIIMTY OT CTPECCOB M YITYUIIEHHE MOYBEHHBIX YCIIOBHIA.

AHanu3z ycmouuueocmi K nponUeOMUKPOOHBIM NPenapamam ¢ VCTIOIb30BaHUEM
KOMITIEKCHO#H 0a3bl qaHHbIX CARD mokazan, uro y mramma B. subtilis 10-4 mprcyTCTBYIOT
T€HBI, ACCOLIMMPOBAHHBIE C MEXaHU3MAMH YCTOWYMBOCTH K aHTHOHOTHKAM. Cpei HUX ObUT!
OoOHapy>eHbl ~ TeHbl,  Komupyroume  (dochomumaTHONTpaHCchepasy  (FosBxl),
AMHUHOMIMKO3UIHYIO HyKieotuauirpancepazy (aadK) w makponuapochorpaHchepasy
(mphK). 2t (QepMeHThl 00€CnEeUrBalOT YCTOMUMBOCTE K AHTHOMOTUKAM TPYTIbI
NPOU3BOAHBIX (POC(HOHOBOM KHCIOTHI, aMAHONIMKO3UIAM W MaKpOIHIaM COOTBETCTBEHHO,
MyTeM WX MHaKTHBaMK (Tadmn. 9.4). Hamuume cemeiicTa reHOB f-akramasbl y B. cereus Be
kinacca A (Bclll), OTBETCTBEHHBIX 3a YCTOHYMBOCTH K LEQaTOCHIOpPUHY M TEHEMY
(HEHACBHIILICHHBIM [3-TAKTAMHBIM aHTUOMOTHKAM ) YEPE3 MEXAHW3M MHAKTHBALIMH, TAKKE OBLITO
MPEACKA3aHo B reHoMme mramMmMa 10-4. BeisiBIeHO pUCyTCTBUE TeHOB vanl, vanY, vanly,
KOIMPYOLIMX [NTMKOTIENTUAHBIE OCIIKHA yCTOHYMBOCTH K QHTUOMOTHKAM, IEHCTBYFOLLIUE YEPE3
MEXAHU3M U3MECHEHMS] MUILIEHH aHTUOMOTHKA. [ €H fmrB, kKogupyeT OENOK, KOTOPBIHA CHIYKACT
NPOHUIAEMOCTh KIIETKHA Ul TYHHMKAMHIIMHA, TaM CaMbIM OOccreurBasl yCTOHYMBOCTh K
ATOMY AHTUOMOTHUKY. Benku, komupyembie TeHOM vim/R, 00eCeurBarOT MHOYKECTBEHHYIO
YCTOHUMBOCTh IMyTEM 3aIUTHl PUOOCOMHONW MHINEHM OT CBS3bIBAHMS C PA3IMYHBIMA
KJIaCCaMM AHTHOMOTUKOB, BKJIFOYAs JIMHKO3AMUJbI, CTPENTOTPAMHHBI, TJICYPOMYTHIHHBI,

HYKJIe03uaHbIe aHTHOMOTHKH (Alcock et al., 2023).
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Tabmia 94 — CemeiictBa reHOB aHTUMHMKPOOHOM ycroifunBocti (AMR, Antimicrobial
¢/ICKa3aHHbIC Y rramma B. subtilis 10-4

Resistance), i

Tepmun CewmelicTBa reHOB Knacc nexapcts Mexanusm
ARO AMR YCTOMYHUBOCTH
aadK ANT(6) AMUHOTIIUKO3UHBIN AB Wnakrusauus Ab

FosBx1 DochomunuHTHONTPAHCH Ab dochoHOBOIT KHCTOTBI HUnakrusauus Ab

pasa
vanT ren B vanl, knactep reHoB I'muxonentunsbiii Ab HsmeneHne

KJjlacrepe YCTOHYUBOCTH K mumeHu Ab
vanG DJIMKOIIETITHAAM
qacl SMR JACA Oddmokc Ab
qact SMR JACA Dddmaroxc Ab
ykkD SMR AMUHOIIIUKO3U/HBIH, Oppmroxc Ab

TETPALUKIMHOBBIN, (EHUKOIOBBIH
Ab
ykkC SMR AMHHOIIIUKO3U/HBIH, Opdmroxc Ab
TETPALUKIMHOBBIN, (EHUKOIOBBIH
Ab
qacG SMR JACA Oddmokc Ab
qacl SMR JACA Oddmokc Ab
mphK Makpomuadocdorpanchep Maxkponunueiii Ab HUnakrusauus Ab
asa
tmrB Y cTOMYMBBIN K Hyxneosuansiit Ab CHuxeHHas
TYHUKaMHULIHY O€JIOK MPOHULIAEMOCTD
s Ab
vanT ren B van{, Kxnactep reHoB I'nmuxonentunsbiii Ab Hsmenenne

KJjlacrepe YCTOHYUBOCTHU K mumeHu Ab
vanG DJIMKOIIETITHAAM
vmlR Paznoob6pasubie ATO- CrtpentorpaMuHOBbIE 3amuTa MuLIeHen

CBSI3BIBAIOIINE KACCETHBIC aHTUOMOTHKHU A u B, ot Ab
6enku nmoncemeiicrea ABC- CTPENTOrPAMUHOBBIH,
F, obecrnieunBaroinue JIMHKO3aMUJIHBIN, HY KJI€O3UHBIH,
3amuTy pudbocoM TUIEBPOMYTHIIMHOBBIH AB

tet(45) MFS TerpanuknuHoBblit Ab Oddmokc Ab

vanyY reH B vanY, kiactep reHoB I'muxonentunsbiii Ab Hsmenenne

KJjiacrepe YCTOHYUBOCTH K mumeHu Ab
vanM [JIMKOHNENTUAAM

Bcl Oera-makramasa kjacca A HedanocnopuH, nerem Hnakrusanus Ab
Bacillus cereus Bc
vanW reH B vanW, xnactep reHoB I'nmuxonentunsbiii Ab Hsmenenne

KJjlacrepe YCTOHYUBOCTHU K mumeHu Ab

vanl [JIMKOHNENTHUAAM

ITpumeuanne: JICA — nesunduimpyromme cpeacrsa u antucentuk, Ab — antubnorux, SMR — small
multidrug resistance antibiotic efflux pump; MFS — major facilitator superfamily antibiotic efflux pump.

[Tpenckazano Haymuue reHoB (qac/, gacG, ykkD, YKKCC, tet(45)), oOecrneunBaronmx

YCTOWYMBOCTH OakTepuii K JE3UH(DULAPY FOLLIM CPEICTBAM/aHTHCETITUKAM,

AMHWHOITITMKO3U IHBIM,, TCTPAUKIIMHOBLIM, (1)GHI/IKOJ'IOBBIM u TCTPAUKIIMHOBbIM
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anTuOnoTukam (AbB) mocpencTBoM akTUBHOTO WX BhiBeneHUs (3(duirokca) u3 kinetku (Tad.
9.4). bakTepru HCNONB3YKOT CIIEHUATBHBIE TPAHCTIOPTHBIE CUCTEMBI (3(PQITFOKCHBIE HACOCHI)
JUIA BBIKQUMBAaHUS Ab W3 CBOCA BHYTPEHHEH Cpenpl, TEM CaMbIM CHIDKas WX
BHYTPHKJIETOUHBIE KOHIICHTpaIMu A0 Oe3omacHoro jyis Oakrepun ypoBHs (Alcock et al.,
2023).

COBOKYIHOCTb MOJTYYEHHBIX PE3YJIBTATOB YKA3bIBACT HA CIOCOOHOCTH B. subtilis 10-4
NOJABIIATH POCT (PUTOMATOTEHHBIX MUKPOOPraHu3MoOB in vitro (puc. 3.1, puc. S1-S3) u in
planta (puc. 3.18, Tabn. 3.9) u oOka3bIBaTh MPOJIOHTMPOBAHHOE 3AITHOE BO3ACHCTBUE HA
pacTeHHs IMyTEM CHHTE3a BTOPHYHBIX META0OMUTOB C AHTUMUKPOOHOH AKTHBHOCTHIO
(monmviketuabl TUna Il1, HeprOOCOMHBIE MENTHI-CUHTETA3bl, OETATAKTOHBI, CAKTUICITHIbI,
PaHTUNENTHIBI, HEPUOOCOMHBIE NeNTUAHBIE METANO(OoHbl, TPAaHCAT-IIKC u TepneHsr).
Cpem METabOJIMTOB ¢ AHTUMHMKPOOHOW aKTMBHOCTBEO CIEAYET OTMETUTH JIAMIONEHTHIbI
cypakTiH, (peHruImH, OalmiuieH, CyOTWIO3MH A W OalMyuTO0aKTUH, B TaKKe MIMPOKUI
CIIEKTP T€HOB, OTBEHYAOIIMX 34 AHTUMUKPOOHYIO YCTOHUMBOCTD C Pa3HBIMA MEXAHU3MAMU
JICUCTBHSI, BKJIIOYAs WHAKTHBALWIO, AS(Q(IIOKC, W3MEHCHUE MHUIICHU aHTUOMOTHUKOB.
BbIsiBiieHHOE pa3HOOOpa3re MEXaHU3MOB YCTOHUMBOCTH Y B. subtilis 10-4, a Taxke HaTMUne
T€HOB PE3UCTEHTHOCTH K PA3JIMYHBIM Kilaccam AB M 1e3MH()EKTAHTOB, CBUIETEIBCTBYET O
MOIIIHOM apCEHAJIE CPEACTB, KOTOPBIE TOT IITAMM MOKET 33CHCTBOBATH ISl IMOIABJICHUS
NaTOreHOB Y MOBBIIIEHHS YCTOHYMBOCTH PACTEHUI K OONE3HSIM.

B umenom, pesyneratel aHaguza reHoma B.  subtilis  10-4, TPOSIBISIOMICTO
POCTCTUMYJIMPYIOILEE M AHTUCTPECCOBOE JICHCTBUE HA PACTEHUSI B CTPECCOBBIX YCIOBHSIX
Cpelibl, IO3BOJIMIA YCTAHOBUTH MOJIEKYJISIPHO-TEHETHYECKHAE OCHOBBI 3TUX CBOKMCTB. B TO
BpeMsl KaK TECThI in Vitro W in planta MO3BOJNSIOT BBISBIATH 00UMEe MexaHuambl PGP-
OakTepHid, TO CEKBEHUPOBAHHUE MX TEHOMA B COYETAHUH ¢ OMOMH(OPMATUYECKIM AHATA30M —
ObICTPO MACHTH(ULMPOBATH TOPA3I0 OOMNee MMPOKUIA CIIEKTP MOJIEKYIISIPHBIX MEXaHH3MOB
OMOCPEAOBAHHON UMH CTUMYJISILIMKA POCTA U CTPECC-YCTOMUMBOCTH PACTCHUIA. BhISBICHHBIE
TCHETUYECKUE JETEPMUHAHTHI OOBSCHSIOT HE TOJIBKO JIAOOPATOPHO JOKYMEHTHPOBAHHBIC
(pU3HONOro-OMOXMMHYECKHE CIBUTM, HO W MNPHUKIAAHBIE 3(P(EKTBl — TMOBBILICHUE

YPO:KaHHOCTH M KQYE€CTBA 3€PHA U B MOJIEBBIX YCIIOBUSX (ITIAaBbI 3—8).
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3AKJIIOYEHHUE

B ectectBeHHO# cpeie 00UTaHUS PACTUTENTHHBIE OPraHU3MbI MOBEPrakOTCsl PA3TMUHBIM
aOMOTUYECKUM CTpeccaMm, B OOJIBIITMHCTBE CTyYacB BbI3BIBAOIIAM JC(PUIMT BJard U HErATHBHO
BIMSIIOLIMM HA POCT M PA3BUTUE arpOKYJIBTYp TO BCEMY MUPY, MPUBOIS K 3HAUMTEIBLHBIM
notepsiM ypoxkast/kadectsa nponykiin (FAO, 2022; Asseng et al., 2019; Zandalinas et al., 2022).
Pactenusi pa3BuBaOT MIMPOKUHA CHEKTP 3alUTHO-MPUCIOCOOMTENBHBIX MEXaHU3MOB, HO WX
OKa3bIBACTCSl HEOCTATOYHO [UIsl TPOTHBONCHCTBUSI CTpEccaM B YCJIOBMSIX IIOOAIBHOTO
w3MeHeHns: knumara (Ahmad et al., 2018; Farooqi et al., 2020). BHOMHOKYIISIHTBI HA OCHOBE
sHo(uTHBIX PGP-0aktepuii B. subtilis NpeacTapsOT NEPCICKTUBHBIN MPUPOIHBINA PeCype st
MOBBIIIEHHS cTpecc-ycroiumBocty pactenuid (Velloso et al., 2021; Chukwudi et al., 2025).
OnmHako WX MPUMEHEHWE OrPAHUYMBACTCS HECTAOWIBHOCTBHIO JCHCTBUS, OOYCITOBIECHHOM
npodeiaMd B TIOHMMAHMM MEXAHM3MOB  B3aUMOJCHCTBUST B CHCTEME  «PACTCHHUE-
MHKPOOPraHU3M» B CTPECCOBBIX YCIIOBUSX, BKITHOUAs! BUAO- U COPTOCTICLM(PUUHOCTD, BIUSHIE
Ha MPOJIOHTMPOBAHHYIO aaNTAlMIO K KOMOMHUPOBAHHBIM CTPECcaM U (POPMUPOBAHHIE KaueCcTBa
NPOIYKLIMK, & TAKOKe Pa3pbiB MEKIY (PEHOTUMUUECKUMHU TPOSBICHUSMUA W T€HETUUECKUM
noteHimajaoM Oaktepuid. lo3HaHME €CTECTBEHHBIX MEXAHW3MOB 3alIUTHI K CTPECCOBBIM
BO3JICHCTBUSIM, JISKAIMX B OCHOBE ONOCPeAOBaHHON 5SHAO(UTHEIMM PGP-OakTepusiMu
YCTOHUMBOCTH PACTEHUI, SIBJISIETCS] OJIHON W3 MHTPUTYIOLIMX ITPOOeM (pUTO(hH3UOIIOTOB.

Kak mokazaim pe3yasrarbl AMCCEPTALMOHHOTO MCCIICA0BaHMS, SHAO(PUTHBIE OaKTepun
B. subtilis 10-4 oOnanasi KOMIUIEKCOM POCTCTUMYJIMPYIOIIMX M AHTHCTPECCOBBIX CBOKMCTB
(Brmrovast mponykipiro MUYK, cunepodopo, azordukcanmro, cuate3 CK, ABK, TonepantHOCTh
K OCMOTHYECKOMY CTPECCY, 3aCOTICHUIO, TSHKENBIM METAIIIaM, IECTULIUIAM, /71 Vilro aHTarOHW3M
NPOTUB (PUTOMATOTEHOB) MPH MPEATIOCEBHON MHOKYJISILIMH TIOBBIIIAIOT POCTOBBIE MPOLIECCH U
YCTOWUMBOCTh arpoOKYJIBTYP K Pa3HOOOpasHbIM [0 TPUPOAE CTpecc-pakropaM M UX
koMOMHaImsM. OOuwe (YHUBEPCATIBHBIE) 3alIMTHBIC PEAKIMKA WHOKYJIMPOBAHHBIX PACTCHHUH B
CTPECCOBBIX YCIIOBUSX OOYCIOBICHBI A(PHEKTUBHOM KOIOHU3AMEH PACTCHUA, CHIKEHUEM
ypoas [IOJI, perymsumeld ypoBHS TNpOIMHA W MOMJACPKAHUEM  TOBBIIICHHON
(POTOCHHTETHYECKOM aKTUBHOCTH, YTO OTPKACTCS B YITyULICHAM B YITYUIICHAA MHTETPATBLHBIX

TIOKa3aresiei pocTa v MPOIYKIIMOHHBIX TAPaMETPOB.
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Xots B Juteparype cooOImanoch o conocrasieHun dpdekroB PGP-6akTepuii Ha pazHbIX
COpTax KyJIBTYPHBIX PaCTEHUH, B T.U. IpH abnoTHueckux crpeccax (Aldesuquy, Ghanem, 2015;
Kypamumna u ip., 2019; Mapkoa u ap., 2023), cBEIeHHsI IO CXOACTBAM U PA3ITHUKSIM JICHCTBHS
SHAO(PUTOB HA pACTEHMs TILICHUILI C PA3IMYHBIMU CTPATETMsMU aanTallid K 3acyxe
OTCYTCTBOBAJIM K MOMEHTY Hauaja Hauield padoThl, a JaHHBIE O CHIHAJIBHBIX MYTSIX,
3ayCKAEMbIX UMH TPU CTpEccax (M WX KOMOWHALMSX), HOCHIA (hparMEHTapHBIM XapakTep.
YeTaHoBIEHO, 4T0 3P(PEKTUBHOCTh MHOKYJSIIMKA BAapbUPYET B 3aBUCUMOCTH OT CTPArervv
3aCyXOyCTOMUMBOCTA PACTEHWIA TILEHULIBL. HAUOOJIEe BBIPOKCHHBIA 3alMTHBIA S(PQeKr B
YCJIOBHSIX BOMHOIO JE(MIMTA MPOSIBISETCS HA YCTOMUMBBIX COpPTaX CTEMHOINO 3KOTWMNA (B
CPaBHEHUH C YyBCTBUTEILHBIMU COPTAMU JIECOCTEITHOTO SKOTUTIA), 00y CIOBIICHHBIN Pa3INUHbIM
YPOBHEM HAKOIUICHWS TMPOJIMHA, CIBUIAMUM B COCTOSHMM TOPMOHAJIBHOM — CHUCTEMBI,
onrumvuzaipeit padotel OCII (HOTOCHHTETMYECKOTO armapara, BOAHOIO OajiaHca, PEmIOKC-
romeocraza. Pocrcrumymupyrommii ekt oOycioBneH ObICTpbIM  HakorieHuem MVYK;
AHTUCTPECCOBBII — C TIPSAOTBPAILICHUEM CTPECC-MHAYLIMPOBAHHOTO cHkeHns WYK wu
YMEHBIIEHUEM aMITTUTYbI caBUToB B Oanance ABK/LIK, a Taroke yCuileHueM CHHTE3a JIMTHAHA
¥ CyOeprHa B KOPHSIX ¢ MAKCUMAJIBHBIMM 3HAYEHUSIMU Y PACTEHHMIA YCTOMUYMBOIO SKOTHIIA.

WM3eectHo, uro CK SABISETCS KITFOYEBBIM CUTHAJIOM JUISl 3aIUTHI PACTCHUM OT
OMOTpOo(HBIX MATOreHoB, OnHako, MHorue PGP-Oakrepumn, konmoHmsupys pusocdepy,
HE3HAUUTEJTHHO MOBPEXKIAIOT KOPEHb M BBIIEIISIFOT 0COObIe MONEKYIbl (MAMPS — MUKpPOOHO-
ACCOLMUPOBAHHBIE MOJICKY/ISIPHBIC TATTEPHBI), PAClO3HABAEMBIE PACTCHUSMU KaK «CHTHAJ
TPEBOTWY», YTO MPUBOIUT K JIOKAILHOMY BCILIECKY cuHTe3a CK B KOPHSIX U K 3aMyCKy Kackazaa
3AUATHBIX PEAKIWN, BEAYIIMX K CUCTEMHON ycToMunBOCTH. Kpome Toro, CK MOKET HanpsiMyto
BIIMSATh HA COCTaB KOPHEBOTO MHUKPOOMOMA, PETY/Mpys KOJOHHU3ALMIO OMpPEeNCTICHHBIMU
OakTepuambHbIMU TakcoHaMu (Lebeis et al., 2015). Pazmiunbie mrraMmbl OakTepyid HCMOMB3Y FOT
CK mo-pa3HoMy: Kak CHTHAJT pocTa WK kKak ucrounuk ymiepona (Lebeis et al., 2015). Omnnaxo
HesICHO, Kakyto posib CK Wrpaer B OMOCPEIOBAHHOW SHAO(PUTAMU 3acyXOyCTOHYMBOCTH
NieHUIpl.  Vicrmonb3oBaHMe ~ WMHTMOMTOPHOTO — aHaM3a  MO3BOJIJIO  MOJYYUTh
AKCIIEPUMEHTAITLHBIE JIOBOIBI B MOJB3Y BhIMOHEHHs 3HaoreHHoi CK poru uHTepmenumara B
NPOSIBJICHAN MTPEIaJANTUPYIOLIETO W MPOTEKTOPHOIO AeHCTBHS SHao(ura B. subtilis 10-4 Ha

PacTEHHs MIIEHULBI ¢ KOHTPACTHBIMU CTPATETUSAMU 3aCY X0y CTOMUMBOCTH.
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banaHc MeXIy OKUCIUTENTbHBIMU M BOCCTAHOBUTEIIBHBIMU TPOLECCAMHU B KJIETKE
(PENOKC-TOMEOCTA3) MMEET BAKHOE 3HAYCHWE Il HOPMAJBHOIO (PYHKIMOHMPOBAHUS W
BbDKMBAGMOCTH pacTeHunii pu crpecce (Hasanuzzaman et al., 2014; 2020). [Tony4yeHHbIe HamK
NPUOPUTETHBIE JAHHBIC YKA3bIBAIOT HA TO, YTO KJIIOUEBYIO POJIb B PeaM3ald SHIODUT-
WHIYLMPOBAHHOTO CHIKEHMS] OKUCITUTESIbHBIX OBPEKICHUH 1 CTaOMIM3AlIN PEIOKC-CTaTyca
pacTeHuit YyBCTBUTEILHOTO M YCTOHUMBOTO COPTOB B PaHHKE CTA[UK OHTOTEHE3a UTPatoT ASA
u GSH, coorBeTcTBEHHO, B Oonee mo3mHue cramu — GR s obomx coproB. Pe3ynbrarsi
BETETALIMOHHBIX SKCIIEPUMEHTOB CBUETEILCTBYIOT O MPOJIOHTMPOBAHHOM 3alIMTHOM 3(hdeKTe
sHAoQUTHBIX B. subtilis (10-4, 26]1) npu npeanoceBHON 00pabOTKE HA POCT U OMOXMMHUUYECKUE
nokazaren  (noaepkanue  (POTOCHHTE3a, CHIDKEHHUE OKUCIUTENIBHBIX, OCMOTHYECKUX
MOBPSKICHUIA) Y KOHTPACTHBIX IO CTPareruyd 3aCyXOYCTOWUMBOCTM pAacTCHWA MpU
KOMOMHHPOBAHHOM CTpecce (repOrMIpI3acyxa) U YCKOPEHHOM BOCCTAHOBJIEHHM WX POCTa U
(dorocuHTE3a (10 KOHTPOJIGHBIX 3HAYEHWH) B TOCT-CTPECCOBBIM MEPUON, MPUBOS
(hOPMUPOBAHUIO MOBBIICHHOTO YpOoykast 3¢pHa (0COOEHHO Y YCTOWYHUBOTO COPTA) C YTy YIIIEHHBIM
AMUHOKKCIIOTHBIM, MUHEPAIBLHBIM COCTABOM U XJIEOONEKAPHBIMU MOKA3ATENSIMU. BhISBICHHOE
noBbieHre AMK B MHOKYJIMPOBAHHBIX PACTEHUSIX (10 CTpecca) U ObICTPOE HAKOTUIEHUE TTPH
crpecce (repOuImI+3acyxa) CBUIETENLCTBYET O BOMOKHOM yyactun [AMK B peammzaiyin
3a0MTHOTO (heKTa SHI0(PUTOB HA KOHTPACTHBIEC TIO CTPATETMH 3aCy X0y CTOMUMBOCTH PACTECHUSI.
Panee cooOmanock, uro ObicTpoe HakomieHne [AMK B TKaHSX pacTeHWiA, OABEP>KEHHBIX
cTpeccam, CocoOCTBYET MOBBILLICHUIO UX YCTOMUMBOCTH, 00ECTIEUNBAs KPUTHUYECKYIO CBSI3b B
LEnu COOBITHIA, BEIYLIMX OT BOCIPUSTHS CTPECCOB OKPY>KAIOIIEH Cpebl K CBOEBPEMEHHBIM
dmzunonornyeckum peakumsim (Kinnersle, Turano, 2000; Seifikalhor et al., 2019). TTomumo
curHaibHON (pyHKIK [AMK MOXXET NpUHUMATE yYacTHE B IOMIEPYKAHUA OCMOTHYECKOTO U
OKMCJIMTENILHOTO CTaTyca PacTeHUil Yepe3 KOOPAMHALMIO HAKOIIEHUS] OCMOJIMTOB (TIPOJIMH)
(Kolupaev et al., 2023) u perynsigro padotsl yerouil (Mekonnen et al., 2016; Hasan et al., 2021).

Hrax, BeIsIBICHHAS e COOBITHI BKITFOUACT CIIEAYIOLIEES: MHOKYIISILMS SHAO(PUTHBIMH B.
subtilis «cencnOmmBupye™» pactenust (noebilieHue Oazoeoro ypoeHss UYK, CK, TAMK,
AHTHOKCUJIAHTHBIX PE3EPBOB) ¢ MAKCUMAJIbHBIMU 3HAYCHUSIMM JUISl YCTOMUMBBIX pPACTCHUIA
CTETTHOTO SKOTHIIA; MPH BOZHUKHOBEHHUM CTPECCa MPUBOIUT K ObIcTpoMy HakorieHuio [ AMK u

YCKOPCHHOW TEPECTPOMKE PACTUTENIBHOIO METadonm3Ma, Beaylieli K - (pOpMHPOBAHHIO
269



JIOJITOBPEMCHHON YCTOMYMBOCTY, BKJIFOUAasi TOPMOHAIIBHBIC TEPECTPOiKM, HakorieHne CK,
OMOXMMHUYECKUX KOMIIOHEHTOB JIMTHWHA M CyOEpHHA, 4TO OTpakacTcs B 3(P(EKTUBHON
perynsiun paboThl YCTHHLI, BOJHOTO M PEIOKC-CTATYCOB, MOMIEPKaHK (POTOCHHTETHYECKOM
AKTMBHOCTH, YTO OTPAKACTCS B YAYUIICHUM POCTa U MPOMYKIMOHHBIX mapameTpoB. [Tpuuem, y
YCTOWYMBOTO 3KOTHUIA MHOKYJISLMS YCUIMBAET 3AIMTHBIE MEXAHU3MbL, Y YyBCTBUTEIILHOTO —
KOMTIEHCUPYET HEIOCTALOLLIKE.

3a nocrneaHee AECATUIIETHE CEKBEHUPOBAHUE MEHOMA CTajI0 LIMPOKO MPUMEHSTHCS ISl
W3YUYCHUS YCTOMUMBOCTM OAKTEPHIA, OIHAKO, B OTHOLLICHWHM PACKphITHs (PyHIAMEHTAIBHBIX
0CHOB 3(D(heKTUBHOTO B3auMOCHCTBIS pacTeHuii 1 PGP-0akTepuii pu cTpeccax UCCiea0BaHUs
(dparmentapubl (Rodriguez et al., 2022; Afordoanyi et al., 2023; Narayanasamy et al., 2023).
[TpoBencHHbli Hamu aHanmm3 TeHoma B. subtilis 10-4 1O3BOMMI BOEPBBIC BBISBUTH
(YHKIMOHATLHO-BAKHBIE CBOWCTBA U KITHOUEBBIEC TeHBI, BKJTFOYAs! YHUKATBHBIE, OTBETCTBEHHBIE
3a MPOSIBJICHUE 3TON OakTepueill Ha ypoBHE ()CHOTHIIA PACTEHWI-XO35€B aHTU(DYHTATLHOM,
POCTPErYJMPYIOLLIEA U QHTUCTPECCOBOM aKTUBHOCTEM. [ loiyYeHHBIEC TaHHBIE CBUACTEIILCTBYOT
O WMpOKOM MeTabommueckoM noteHumane B. subtilis 10-4 m cnocoObHOCTH 3(DEKTUBHOTO
B3AUMOJICHCTBIS C PACTEHUSIMU B ONITUMAITBHBIX U CTPECCOBBIX YCIIOBUSIX, UTO MOATBEPIKAACTCS
JaHHBIMU O BIIMSHUM 3TOTO IITAMMA HAa POCT M YCTOMUYMBOCTH arpoOKYJIBTYP HA KJIETOYHOM M
OpraHM3MEHHOM YpoBHsIX. CIENOBATENbHO, JAHHBIC O MOJMHBIX TeHOMaX OaKTepuil SBISIOTCS
3(MPEKTUBHBIM TIPEICKA3ATEIBHBIM UHCTPYMEHTOM JUIsSE MTOAOOpAa HAMOOJEE MOMXOMSIIX
olOnactell MX MPUMEHEHUS! U IPOrHO3UPOBaHUs Y(PHEKTUBHOCTH B PAKTUKE B SKOJIOTHMYECKH-
OPUEHTUPOBAHHBIX TEXHOJIOTUSIX BO3ICIIBIBAHUS arPOKYIIETYP.

BBISIBJICHHBIE MEXaHW3MbI MOTYT CJIy>KUTh OCHOBOW Uil pa3padOoTKu OHOMpenaparos,
3((HEKTUBHBIX HE TOTBKO B MOJIETSX «PACTEHUE-MOHOU3OJISTY, HO U B YCIIOBUSX KOMILIEKCHBIX
MHKPOOHBIX cO0OIIECTB. JlanbHeiliee n3ydeHne 3HI0(DUTHBIX IITaMMOB B. subtilis B KOHTEKCTE
XOJIOOMOHTA, BKJTFOYAs UX B3aMMOZIEHCTBHUE C pU30CHEPHBIMI MUKPOKOHCOPLIMYMAMH U BITUSIHIE

Ha METareHOMHBII MPO(HITL, TPEACTABIISET 3HAYUTENBHBINA UHTEPEC.
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BbIBO/IbI

1. Beuseneno, uro B. subtilis 10-4 00MagacT KOMIUIEKCOM CBOKMCTB, MPHUCYLIMX
pocrctumMymmpyroim  OakrepusiM: (a) mpoaykimss UYK, CK, ABK u cunepodopos; (0)
(Gukcaims armoc(epHoro azora;, (B) TOJNEPAHTHOCTL K HMMUTHPYIOIIEMY — 3acyXy
OCMOTHYECKOMY CTPECCY, 3aCOJICHHIO, TSDKEIBIM METailiaM, nectuupaaMm; (r) OTCYTCTBHE
(PUTOTOKCUYHOCTHU B OTHOILIIEHWH OTHOMOJBHBIX U JIBYAOBHBIX PACTEHUI; (1) THTHOMPOBAHUE
pocTa (puronaroreHoB-BO30YAMTENEH SKOHOMUYECKH OMACHBIX 3a007I€BAHUH pacTeHui in vitro,
BKItOUast Fusarium spp., A. alternata, Ph. infestans, (€) POCTCTUMYJIMPYIOIIMHA W
NPOTEKTOPHBIN APPEKT HA arpoKyJIETYphI (MIICHUIIA, caXxapHas CBEKIA, KapTo(esb, ropox,
(hacosb) Ha KJIETOYHOM M OPTAHU3MEHHOM YPOBHSIX B CTPECCOBBIX YCIIOBHSIX.

2. YCTaHORIEHO, 4TO OOUME (YHMBEPCAIGHBIE) 3alUTHBIC PEAKIMH PACTCHUMN,
WHIYLIPYEMBIE SHIOPUTHBIMU B. subtilis B yCIOBHIX Pa3HbIX IO MPUPOJIE CTPECCOB (BOTHOTO
neduimra, 3aconenusi, Cd crpecca, komOuHaiwv (py3apuosz+3acyxa, TrepOMIMI+3acyXa)
BKJTFOYAKOT B Ce0s1 A(PPEKTUBHYIO KOJIOHM3ALMIO BHYTPCHHUX TKAHEH PACTEHWi, CHIDKCHHE
YPOBHSI MEPEKUCHOTO OKUCJICHUS JIMITUJIOB, PETYJISLMIO YPOBHS MPOJMHA U MOAJICPKAHUE
MOBBILIEHHONW (DPOTOCUHTETUYECKONW AKTMBHOCTH, YTO MPOSBISETCS B CHWKEHUM CTETICHU
NOBPEKAAOIErO 3(P(REeKTa CTPECCOB HA PACTUTENBHBIE OPraHW3MBbI, U, B KOHEYHOM HMTOIE
NPEOTBPALLIAET MOTEPU yPOKas.

3. BBISBICHO pPa3HOHANPABICHHOE BIMSIHUE B. subtilis HA YCTOWYMBOCTb PACTCHHI
NIIEHUIB! ABYX KOHTPACTHBIX MO CTPATErvy aJanTalliKi K 3acyXe SKOTUTIOB (JIECOCTEMHOTO
3aMaJHOCUOMPCKOTO U CTEMHOIO BOJDKCKOIO) B YCIIOBUSIX BOJHOIO Je(PUIMTAa HA HAYAJTbHBIX
aranax oHTorenesa. Hanbosee BoIpakeHHbIH 3aUTHBIN A(D(EKT HA YPOBHE KIIETOK U 1IEI0T0
OpraHu3Ma TPOSIBJISUICS MPU MPUMEHEHUU B. subtilis Ha YCTOWYMBBIX COpTax CTEMHOIO
sKoTUNa. Pasnuus B HAKOTJICHUH IMPOJIMHA MO BIMSIHUEM SHAO(PUTOB B Pa3HBIX SKOTHIAX
CBHACTENBCTBYIOT O CTIOCOOHOCTH B. subtilis 3aAeHCTBOBATH PA3HBIC ITyTH 3alLUTHL.

4. YCTaHOBNEHO, YTO OnocpenoBaHHas sHaoguToMm B. subtilis 10-4 yCTORUMBOCTB
Pa3TMYAONIMXCS IO QIANTUBHBIM CTPAaTErUsiM PACTEHUI MIIEHUIBI B YCIOBUSX Aehuiura
BIIArM HA PAHHUX CTAIMSIX OHTOTEHE3A CBA3aHAa C MPEIOTBPALLIEHHEM PE3KOTO C/IBUTra B OajiaHce
HNYK/ABK, BbI3bIBAEMOIO CTPECCOM W TOMJCPKAHUEM TMOBBIIEHHOTO YpoBHsS [IK: (a)

POCTCTUMYIAPYIOLIKi S(PPEKT 00YCIORIEH OBICTPBIM 1,5—2-KparHbiM HakorienneM YK Ha
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(one orcyrcTBusi m3MeHenwid B koHueHTpammn K w1 ABK; (6) antHcTpeccoBelii — C
NPEIOTBPALICHUEM BbI3BIBAEMOrO cTpeccoM maacHus MYK M yMEHbIICHHEM aMIUIUTYIbI
cneuroB B Oanance ABK/LIK, a Takke ¢ yCHICHUEM CUHTE3a JIMTHUHA U CyOSpHHA B KOPHSIX C
MaKCHUMAJTbHBIMHU 3HAYEHHUSIMU JIJIs YCTOHYMBOIO COPTa MILIEHULIBI.

5. BriepBeie B MUpe MPOAEMOHCTPUPOBAHA KITFOUEBAS POJTb BBI3BIBAEMOTO SHAOPUTOM 5.
subtilis 10-4 Hakoruienust 3HoreHHON CK B paCTEHUSX KaK TOPMOHAIBHOIO MHTEPMEHATA B
peanu3aiid  aHTHCTPECCOBOrO 3(dekra 3TMx Oakrepuil HaA PacTeHMsl TMIIEHUIBI C
KOHTPACTHBIMH CTPATETMSIMU QIANTALIMH K 3aCyXE B HAYAIBHBIX CTAIUSX BETCTALMH.

6. BriepBbie NOKa3aHO, 4TO 3HAO(PUTHEIE B. subtilis OKa3bIBAKOT CTPECC-MPOTEKTOPHBIN
3(p(PEKT Ha MHTErPaJIbHBIC POCTOBBIC MOKa3areau U (POToXuMHUUYECKyt0 akTMBHOCTH DCII
NIIEHUIBI ¢ KOHTPACTHBIMM CTPATervisiMM  aianTalMi K 3acyxe. 3audTHOE AcicTBHE
3HAO(MUTOB MPH BOIHOM JC(UIMTE MPOSBISETCS B MOBBILIEHUN MakcUMaibHOro (Fv/Fm) u
a¢dextrBHOro Y(II) KBAHTOBBIX BBIXOJIOB, M CHUYKEHMHM KBAHTOBOTO BBIXOA HEPETYIIMPYEMOMA
maccunanyn sHeprur (Y(NO)) OCII, 4to B KOHEUHOM HTOre CHOCOOCTBYET MOAJICPYKAHUIO
MOBBIEHHONW (POTOCUHTETHUYECKOH AKTUBHOCTH B CTPECCOBBIX YCJOBUSIX, 4 B TOCT-
CTPECCOBBII IEPHOA — OBICTPOMY BOCCTAHOBJICHHUEO 0 KOHTPOJIBHBIX 3HAYCHUIA.

7. BriepBble YCTaHOBJICHO, 4YTO KIIFOYEBYK) pOJib B PeaM3alMd  BbI3BIBAEMOIO
sHaopuTOM B. subtilis CHUKEHUSI OKUCITMTEIBHBIX MOBPEXKICHUN KIETOK W CTAOWIM3AK
PEIOKC-CTaryca PACTCHUIA MIICHALBI HA PAHHMX 3Talax OHTOTNeHE3a (MPOPacTaHME-BCXOIbI)
UTPAKOT acKopOar yist yCTOMYMBOTO COPTA M ITyTATUOH TSl YyBCTBUTEIBHOIO COPTa; Ha Ooree
MO3/IHUX CTAAMSX Pa3BUTUS (KYIICHUE) — IIyTaTUOH PeayKTaza Ajisi 000X COPTOB.

8. BBISIBIICHO, 4TO MPEANOCEBHAS MHOKYISILMS ceMstH B. subtilis (10-4, 26/1) okassiBact
NPOJIOHTMPOBAHHBIN 3aIATHBINA S(PPEKT HA POCT M OMOXMMUYECKHE MTOKA3ATENH (COAEPKAHAE
XJIOPO(MILIOB, MPOJIMHA, PEIOKC-CTATYC) KOHTPACTHBIX MO CTPATETMH 3aCyXO0yCTOWYMBOCTH
SKOTUTIBI TIICHUIBI TP KOMOMHUPOBAHHOM CTpecce (repOMImat3acyxa) U CoCcOOCTBYET
YCKOPEHHOMY MX BOCCTAHOBJICHHIO B ITOCT-CTPECCOBBII TIEPHO.

9. BriepBbie BbISIBIIEHO yyacTue SHAOreHHoi [ AMK B onocpenoBaHHoi SHA0PUTHEIMA
B. subtilis ananraimi W yCTOWYMBOCTM K KOMOWHHUPOBAHHOMY BO3ACHCTBHIO 3aCyXH H
repOMIMIHOTO TPECCUHIA PACTCHUMA TMIICHULBI, Pa3IMYAOUIMXCS  (KOHTPACTHBIX) TIO

cTpareruu agantaimy K 00e3BokrBaHnr0. KonoHuzauws pacrennii s3HI0QuTHbIMU B. subtilis
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CIOCOOCTBYET MOBBILEHUIO 0a30Boro ypoBHst [AMK (110 cTpecca) u ObICTpOMY HAKOTUIEHUEO
NP1 BO3HUKHOBEHUM CTPECCA B CPABHEHUH C KOHTPOJIEM.

10. YCTaHOBNEHO, YTO Y YCTOMUMBOIO SKOTHIIA IMIIECHULBI MHOKYJISLMS YCUIIMBACT
TCHETUYECKU 3AJIO0KCHHBIEC 3aUIUTHBIE MEXAHU3MBI, Y YYBCTBUTEJIBHOIO — KOMIEHCHUPYET
HEJOCTAIOUIME, YTO OTPAKAeTCs B TOBBILCHUM YPOXKAMHOCTH 3€pHA C YIyYLICHHEM
AMUHOKUCTIOTHOTO mpoduiist (BKIHOYAsS YBEJIMUYECHHUE JAOJM HE3aAMEHMMBIX aMUHOKHCIIOT
BaJIMHA, JIN3WHA, TPEOHUHA, (PeHWNIATIaHWHA, TUCTUIMHA, TpunTodana, JeHIMHa HU30ICHIMHA),
muHepaibHoro kommiekca (N, P, K, Fe, Cu, Zn) u xiebonekapubix nokazareneit (U1K, uucmo
NaJICHNS ).

11. BrepBbie ¢ MOMOIIBI MOJHONEHOMHOIO CEKBEHMPOBAHUS M (PYHKIIMOHATBLHOM
aHHOTaLWK reHoMa B. subtilis 10-4 BbISIBIEHBI (DY HKIIMOHATBHO-BAYKHBIE CBOMCTBA M KITFOUEBBIE
I€HbI, ACCOLIMMPOBAHHBIE C TIPOSIBIICHUEM POCTCTUMYJIMPYIOLIMX U AHTUCTPECCOBBIX CBOHCTB
SHJ0(UTA HA PA3TMYHBIE PACTEHUS U ITPU PA3HBIX CTPECCAX, UTO MOATBEPIKAACTCS JAHHBIMU O
BITMSIHMM OAKTEPUU HA PACTEHHS-X035€Ba HA KJIIETOYHOM M OPraHU3MEHHOM YPOBHSIX. JTH FeHbI
CBsi3aHbl C. (4) KOJOHM3ALWEH (NMONBMXKHOCTh, XEMOTAKCHC, aaresus, (popMuUpOBaHHUE
ouoreHok, cunte3 OlIC); (0) ycBoennem murarenbHbix neMeHToB (N, P, K, S, Fe); (B)
CHHTE30M cuaepodopoB, puroropmoHoB (aykcuHbl, CK) 1 Tpyrix OMOAKTUBHBIX COSTUHEHUIA
(ButamuH B6, neryume BeiectBa anetowH, 2,3-Oytanamon), (r) Omoxontpoiem (NRPS-
KJIacTepbl OamwimsuHa, OamuuiacHa, cyOTwinosuHa A, OauwmOakTuHa, cypdakThHa,
(eHrviIHa, MIMNACTaTuHA, YHUKATBHBIA TEPIECHOBbIA KJIAcTep, CakTU- W PAHTUICHOTUIIBL,
NpoTeasbl, NIFOKaHa3bl), (1) YCTOMUMBOCTBIO K aOMOTHMUYECKMM CTPECCaM, BKITHOUYAs TEHBI
CHHTE3a OCMOIPOTEKTOPOB (MposmH, mmimH OctanH, [AMK), momamuHa cnepmuanHa,
neroxcukaipn ADK (CO/L, mmyTariuon); (€) peryasimei 00Immx CTpeCC-PEaKimii U KIIETOYHOM

CUTHAJIN3allun, YCTOMBOCTH K arpCCCUBHLIM YCJIOBHAM CPCAbL U MH.P..
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