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BBEJIEHUE

AKTYaJlbHOCTh TeMbl. AOHOTHYECKHE CTPECCHI, SBISIOMMNECS OCHOBHBIMH
OTPaHUYMBAIOIIUMU (DAKTOpaMH B CEIbCKOM XO3SMCTBE, BBI3BIBAIOTCS TaKUMU
YCJIOBUSIMM, KaK 3acyxXa, 3aCOJICHHE, BBICOKHE WJIM HU3KHE TEMIEpaTyphl, CBET,
HEJIOCTAaTOK WM M30BITOK MHUTATENbHBIX BELIECTB, TsDKENble MeTauibl. Bee atu
(GbakTopel OTPULIATEILHO BIUAIOT Ha POCT, pPa3BUTHE U NPOJYKTUBHOCTH
cenbckoxo3siicTBeHHBIX pactennil (Madhava Rao et al., 2006). [TosTomy co3nanue
U UCIOJIb30BAHUE COPTOB PACTEHHH, YCTOMYMBBIX K aOMOTHYECKUM CTPECCOBBIM
BO3JICHCTBHUSIM UMEET OOJIBIIIOE YKOHOMUYECKOE 3HAYCHHE.

Pactenusi, monaBepKEHHBIE PA3TMYHBIM A0MOTHUYECKHM CTpecc-pakTopam,
MPOSIBJISIIOT  MHOKECTBEHHBIE MOP(HO(DU3MOIOTUYECKHE H3MEHEHHUs, KOTOpbIE
4YacTO  SIBISIFOTCS  PE3yJIbTaTOM  PECTPYKTYpU3allMM  KIJIETOYHOM  CTEHKHU
pacTuTenbHOro opraHusma. KietouHas cTeHKa pacTeHUH MOCTPOEHA Ha OCHOBE
LEJUTIOJIO3bl M CBSI3YIOUIUMX TIJIMKAHOB, COXPAHSET T'OMEOCTa3 PacCTUTEIbHOIO
OpraHu3Ma W 3alUIIaeT ero OT HEeOJIarompusATHBIX YCJIOBUN BHEIIHEW Cpeipbl
(Cosgrove, 2000). BaxxHyto poib B PEryJsllUU >KECTKOCTH KIETOUYHBIX CTEHOK
pactenuit urpator Oenku dkcmancuHbl (EXPs) (Chen et al., 2018), kotopsie
pa3phIXyisis KJIETOYHYIO CTEHKY, HEMOCPEJACTBEHHO BIMSIOT HAa POCT PACTEHH,
IpOLIECCHl Pa3BUTHS, a TaKXkKe peakluui0 Ha a0uOTHYEeCKue crpecc-(aKkTophbl
(Cosgrove, 2005; Liu et al, 2019). EXPs - wnedepmeHntatuBHbIC OCNKH,
CIOCOOCTBYIOIIIME pPa3pbhiBy BOJOPOIHBIX CBSI3eH MexAy MUKpoduOpuiaMu
LEJUTIONIO3bI U CBS3YIOUIMMH TJIMKAHAMU KJIETOYHOW CTEHKH, MPUBOJAIIEMY K €€
OCJIa0JICHUIO, TTOCIICIYIONIEMY TMOCTYIUICHUIO BOJBI B IIEHTPAIBLHYIO BaKyOJb, YTO
MPUBOJUT K POCTY KJIETKU W opraHa B 1einoM (McQueen-Mason, Cosgrove, 1995;
Lee, Kende, 2001; Cosgrove, 2000, 2015). [lannas rpymnma OeJIKOB aCCOIMUPOBAHA
¢ poctoMm kak opranoB nobera (Kuluev et al., 2013, 2017), Tak u xopHe#t (Lin et
al., 2011; Kynyes u np., 2018).

[Tomumo EXPs B perymsiiiuu pocTa KJIETOK PaCTSHKEHHUEM Y4acTBYET OOJIbILOE
KOJIMYECTBO JIPYTUX T€HOB, KOJAUPYIOMINX (PEPMEHTHI, U HanboJiee BaKHbIE U3 HUX,

KcwnormokansHaoTpancriuko3unasel (XTHs) (Nishikubo et al., 2007), koTopslie
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OCYILIECTBIISIET PEAKIMIO0 TPAHCTIIMKO3WIMPOBAHUS KCUJIOTIIOKAHOB, KOTrJa OJlHA
LEMoYKa  KCWJIOTJIIOKaHA  pacIIeIUIsieTCss U CHOBAa  NPUCOEAMHSAETCS K
HEpEAYLUPYIOUIEMY KOHIy Apyroro kcwioriatokaHa (Smith, Fry, 1991). XTHs
YYaCTBYIOT NP YUIMHEHUU TUIOKOTHUIIEH, MHUIIMAIIMUA POCTa KOPHEBBIX BOJIOCKOB
U JIpYTuX Mpolieccax, TPEOYIOIUX PeCTPYKTYpHU3aluu Kietounoi crenku (Miedes
etal., 2011).

CBsi3b MEXAy TE€HETHYECKH JEeTEPMUHHUPOBAHHBIMHU TMPU3HAKAMU POCTa
KOpPHS M YpPOXXaHHOCTBIO CEIbCKOXO3SMCTBEHHBIX KYJIBTYp XOpOILO H3BECTHA
(Kell, 2011; Hufnagel et al., 2014; Narayanan et al., 2014), B ocobeHHOCTH B
YCIIOBUSIX BJIUSHUS aOMOTHYECKUX CTpecc-pakTOpoB, TaKWX Kak 3acyxa,
3aconenue, runorepmus u apyrue (Uga et al.,, 2013). [na npanpHewiiero
MOBBIIIEHUS YPOKAUHOCTH CEIbCKOXO35IMCTBEHHBIX KYJIbTYp, & TAKXKE YIYUIICHUS
UX YCTOMYMBOCTH K aOMOTUYECKUM cTpecc-(hakTopaM HE0OXOAUMO MPOJIOJKEHNE
UCCJIEIOBAHUM T€HETUYECKUX JIETEPMUHAHT KOPHEBOW CHUCTEMBbI, KOTOPHIE MOTYT
OBITH MCTIOJIH30BAHBI B KAYECTBE MUIIICHEH JJIs1 TCHHO-WHKEHEPHBIX MAHUITYJISIIAN
(Tikhonovich, Provorov, 2011; Pawlowski, Demchenko, 2012; Bao et al., 2014).
KopHeBas cucrema pacTeHHil cmocoOHa aganTUPOBATHCS B OTBET HA W3MEHEHUS
COJIepKaHUsl BJIard U KOJMYECTBA MUTATEIbHBIX BEIIECTB B TOUYBEHHBIX CJIOSIX, YTO
MO3BOJISIET OLIEHUBATh MPUPOJIHYIO IUJIACTUYHOCTh KOPHEBOM CHCTEMBbl MJis
BBISIBJICHUST MOJICKYJIIPHBIX MEXaHU3MOB, KOTOPBIE CIIOCOOCTBYIOT ITOBBIIIICHUIO
ypoxaiHocT u cTpeccoycrorunBoctd (Lynch, 1995; Kano et al., 2011;
Grossman, Rice, 2012). VYcToWYMBOCTh pACTEHUM K BIUSHUIO Pa3IUYHBIX
abMOTHYECKNX CTpecc-(PaKTOpOB BO MHOTOM TakK K€ OMPEISISIETCS CUCTEMaMu
00e3BpeKMBaHUs aKTUBHBIX ¢GopMm kuciopoga (ADK). 3ammra oT BpeaHOTO
Bo3aeiicTBust ADK cBsizaHa ¢ (QyHKUMOHHMpPOBAHHMEM B KIETKAX pa3iIHMYHBIX
KOMITIOHEHTOB aHTHOKCcHAaHTHOU cucTteMbl (AOC), OCHOBY KOTOPOH COCTaBIISIIOT
KaK BBICOKOMOJIEKYJISIPHbIC, TaK W HU3KOMOJIEKYJSIpHble aHTUOKCHIAHTHI (AQO),
pOJIb KOTOPBIX B HACTOsIIEE BpeMs Jydile Bcero mzyuena B moOere (Ilomecckas,
2007; Mittler et al., 2011; Pucciariello et al., 2012). IIpu sTOM CyliecTByeT

MEHBIIE HCCIEAOBaHUI HAINpaBIEHHBIX Ha H3ydyeHHe KomnoHeHToB AOC B

9



KOPHEBOM CHCTEME pACTUTEILHOTO OpraHu3Ma, OCOOCHHO B CBSI3KE C
KOMIIOHEHTAaMU KJIETOYHON CTEHKH, KaK MPU HOPMAJbHBIX YCIOBHUSIX, TaK U MPHU
BIUSHUUA Pa3IMYHbIX aOMOTHYECKUX CTpecc-pakTopoB. Takke mpencTaBliseT
MHTEPEC BBISICHCHUE MEXAHU3MOB MOBBILICHUS YPOKaUHOCTH u
CTPECCOYCTOMYMBOCTH IIyTEM BIUSHUS HA OTU MUILICHHU B KOPHSX.

Nmerorcst cBeneHust 0 TOM, YTO IMOBBILMIEHHAs] 3KCIpeccust reHoB EXPs u
XTHs acconuupoBaHa ¢ yJlIydllleHHEM MapaMeTpoB pocTa KopHei (Ren et al., 2018;
Zhang et al, 2022). YBenuueHHbIE pa3Mepbl KOPHEU U MOBBIIICHUE CKOPOCTU UX
poOCTa, KaKk IPU HOPMAIBHBIX YCIOBUAX, TaAK M NOpPU ACUCTBUHU CTPECCOBBIX
(GakTOpOB MOTYT CIIOCOOCTBOBATh TMOBBINICHHIO YCTOWYMBOCTA PACTEHUU K
cTpeccaMm, BbI3bIBAIONIUM AE(UIUT BIArd, TaKk Kak 3TO OyJIeT crnocoOCTBOBATH
JOCTIDKCHUIO KOPHSMHU TIyOOKO 3aJieraloniuX BOJOHOCHBIX ciioeB. OgHAKo Ha
CErOJIHALIHUN J€Hb MEXAaHW3Mbl MO3UTUBHOTO BiuAHUA EXPs u XTHs Ha poct
KOpPHEW U CTPECCOYCTOMYHUBOCTh PACTEHUN OCTAIOTCS MAaJOU3yYEHHBIMU. TaKk Kak
cBepxakcnpeccusi EXPs u XTHs NOBOJBHO YacTO CIOCOOCTBYET IOBBIIIEHUIO
YCTOMYMBOCTU K a0MOTHUYECKUM cTpecc-(haKkTopaM, MHTEPECHO BBISICHUTD, KaK Mpu
3TOM MEHSETCS COCTOSTHUE aHTUOKCUIAHTOW CUCTEMBI PACTEHUN B KOPHsX. Bee 310
MO3BOJIUT MPUOIU3UTHCA K MOHUMAHUIO MOJIEKYJISIPHBIX MEXaHU3MOB TOBBILIEHUS
CTPECCOYCTOMYMBOCTH Y PACTEHUM C MOBBILIEHHOW dKcnipeccuent EXPs u XTHS.

Hear  pabGorbl:  ompenenuTh  BKJIaJ ~ TEHOB  JKCIAHCMHOB U
KCWJIOTJIFOKAHAHAOTPAHCTIIUKO3WIa3 B PEryJsiUi0 W oOecleueHue pocta,
CTPECCOYCTOMYMBOCTH U OLIEHUTH UX BIIMSIHUE HA KOMIIOHEHThl aHTUOKCUIAHTHOU
CHUCTEMbI KOpHEW TpaHCTeHHBIX pacTeHui Nicotiana tabacum L. npu Bo3aeicTBUM
a0MOTHYECKUX cTpecc-(DaKTOPOB.

3amauu ucclie10BaHNS:

1) OrobpaTh NMHUM TPAHCTEHHBIX pAacTEHUN Tabaka C BBICOKUM COJEpKAHUEM
TPAHCKPUNTOB TE€HOB JSKCIIAHCMHOB M KCWJIOINIFOKAHAHAOTPAHCTIIMKO3UJIA3 B
KOPHSIX ¥ MTPOBECTH WX MOP(POMETPUUECKUN aHATU3 TTPU HOPMAJIBHBIX YCIIOBUSAX U

IpU IeUCTBUM a0UOTUYECKUX CTpecc-(PaKTOPOB;
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2) Ha OCHOBE JAaHHBIX MO0 MOP(HOMETPUIECKOMY aHAIHM3y TPAHCTEHHBIX PAaCTEHUMN
tTabaka, oToOpaTh HamboJiee MEpPCIEKTUBHBIC JIMHUH, WMEIONINE CYIIECTBEHHOE
yYBEJIMYEHHE pa3MepoB KOpPHEH B YCIOBUAX CTpecca, W OLEHUTh pa3Mep
MapEHXUMHBIX KJIETOK KOPHEH;

3) OLEHUTH COCTOSIHUE KOMIIOHEHTOB aHTHMOKCUIAHTHOW CUCTEMBI U COJAEpIKAHUE
Oelika B KOPHSX TPAHCT€HHBIX PACTEHHSIX Tabaka, CBEPXIKCIPECCUPYIOUIUX T€HbI
HKCHAHCUHOB, MPYU HOPMAJbHBIX YCIOBUSIX U MPU KAJMUEBOM CTPECCE;

4) OLIEHUTHh COCTOSIHHME KOMIIOHEHTOB aHTMOKCHUJIAHTHON CHUCTEMBI U COJEpKaHUE
Oenka B KOPHSAX TPAHCTCHHBIX PACTCHHSIX Tabaka, CBEPXIKCIPECCUPYIONTUX TCHBI
KCWJIOTJTIOKAHAHIOTPAHCTIIMKO3UJIa3, MpU HOPMaJIbHBIX YCIOBUAX U MpHU
KaJIMUEBOM CTpECCE.

OO0beKkTHl HCCIeA0BAHMA: TpPAHCTEHHbIE pacTeHus Tabaka Nicotiana
tabacum L. copra Petit Havana nuaumm SR1 co cBepxskcnpeccueid T'€HOB
skcniancuHOB NtEXPAI, NtEXPAS5 (xnonupoBanbl u3 N. tabacum), PnEXPA3
(xnmonupoBan u3 Populus nigra L.), AtEXPAIO (xionupoBan u3 Arabidopsis
thaliana L.) u co cBepXdKCIpeCCUen KCUIOTIIIOKAH3HAOTpaHcrinukosuna3z NtEXGT
(xnmonupoBan u3 N. tabacum), PtrXTHI (xnouupoBan u3 Populus tremula L.)
(Kynyer u ap., 2013; 2014; 2017; 2018). Bce TpaHcreHHble pacTeHus Tabaka,
UCIIOJBb30BaHHbIE B pabote, mnoiydeHsl panee B Wb YOUI[ PAH n.6.H.
KynyeBsim b.P. coBmectHo ¢ KusazeBbim A.B. u bepexneBoit 3.A. B kauectse
KOHTpPOJISI MCHOJB30BAIMCh pacTeHust Tabaka aukoro tuma ([T) copra Petit
Havana nunuu SR1.

IIpeamMeTroMm  wWccreOoBaHUS  SBJISUIMCh  OCOOCHHOCTH  WM3MEHEHUS
MOPQOJIOTUYECKUX, MUKPOCKOMMYECKUX M OMOXMMHMUYECKUX MapaMeTpoB KOpHEU
TabaKa TUKOTO TUIA U TPAHCTEHHBIX PACTEHUHN CO CBepXdKcmpeccueit reHoB EXPs
u XTHs npy HOPMaJIbHBIX YCJIOBHSIX U IPH BIMSHUM 3aCOJIEHUS, TUIIOTEPMHUU U
areraTa KaJaMusl.

IHon0xeHus1, BLIHOCUMbIE HA 3ALIUTY:

1. TpaHcreHHble pacTeHUs Tabaka CO CBEPXIKCIPECCUEN TeHOB DKCIIAaHCUHOB

N KCWIOIIIOKAHOHAOTPAHCIIIMKO3WJIa3 HMMCHOT YIYYIOCHHBIC IIapaMCTPbl pPOCTa
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KOpHEH II0 CPAaBHEHUIO C PACTEHUSMHU JHMKOIO THUIIA, KAaK INPHU HOPMAaJbHBIX
YCIIOBUSIX, TaK U IIPU BO3JEHCTBUN a0MOTUYECKUX CTpECC-(PaKTOPOB.

2. Cepxakcrnpeccus T€HOB AKCIAaHCHUHOB U
KCUJIOTJTIOKaHAH/I0TPAHCTIIMKO3WIa3 CHOCOOCTBYET MOBBIIMICHUIO YCTOWYHBOCTHU
pPacTEeHM K KaJMHUIO.

3. CBepxdkcopeccusi T€HOB HKCIIAHCMHOB B KOpHSAX CIOCOOCTBYET
YBEJIIMYEHUIO OOIIe aHTHOKCHIAHTHOW CHOCOOHOCTH, aKTUBHOCTH TIIyTaTHOH-S-
TpaHcdepasbl U acKOpOaTIEpOKCUIa3bl B YCIOBUSAX KaJMUEBOIO CTPECCA.

4. CBepxdKcrpeccHs T'€HOB KCHJIOIIIOKAHIHIOTPAHCIJIMKO3MIa3 B KOPHSX
CIOCOOCTBYET YBETMUCHHIO OOIIeH aHTHOKCUAAHTHON CIIOCOOHOCTH M aKTUBHOCTHU
ackopOaTnepoKCUIa3bl B yCIOBUAX KaIMUEBOTO CTpecca.

Hayynass HoBM3HA. BnepBble mnpoBeneHbl KOMIUIEKCHBIE HCCIIEIOBAHUSA
BIIMSIHUA CBepXdKcnpeccuu reHoB EXPs u XTHSs Ha poCT KOpHEW NpU JACHCTBUU
abMOTHYECKHUX cTpecc-(haKTOPOB U Ha Pa3IMYHbIe KOMIIOHEHTHl aHTUOKCHUIAaHTHOMN
cucTeMsbl. B akcnepruMeHTax ¢ KOpHSIMU TPAHCT€HHBIX PACTEHHI Tabaka JoKa3aHo,
yTO TIpU CBepxdkcnpeccun TreHoB EXPs u XTHs TPOUCXOAUT YBEIUYCHUE
pa3MepPOB KIETOK, Kak IPH HOPMAJIBHBIX YCJIOBUAX, TaK W IpU JEUCTBHUH
cTpeccoBbIX (hakTopoB. Takke B X0Jle IKCIEPUMEHTOB y TPAHCTE€HHBIX pAaCTEHUN
BBISIBJICHBI HW3MEHEHUS! B AHTUOKCHUJAHTHOM CHUCTEME: TMOBBIIIEHUE O0O0Ien
AHTHOKCUJAHTHOW CIOCOOHOCTH, TEPOKCHUIA3HOM aKTUBHOCTH, KOJIMYECTBA
INIyTaTUOHA KaK IIPU HOPMAJbHBIX YCIIOBHSIX, TaK U HPHU ACHCTBUH CTPECCOBBIX
bakTopoB.

JJocTOBEpHOCTh HAYYHBIX IOJIOKEHHH, PEKOMEHJAaluMid U BbIBOJOB
MOATBEPKJEHA MCIOJb30BAHUEM COBPEMEHHBIX METOJIOB  (DU3UOJIOTHUH U
OMOXUMHUU pacTeHuid. [[ns HHTeprpeTanuu pe3yibTaToB, MOJYYEHHBIX B XOJ€
MPOBEICHHBIX AKCIEPUMEHTOB, Oblja MpOaHAIM3UPOBAHA JUTEpATypa MO TEMe
JMCCEPTALIMOHHOTO HcciienoBanus. [lomydeHHbIe pe3yabTaThl COOTBETCTBYIOT YK€
UMEIOLIUMCST JaHHBIM U3 OTEYECTBEHHON U 3apyOexHoi mnuteparypbl. llpu
aHaJau3€ JAHHBIX IPOBOAWJICA CTATUCTUYECKUN aHaNIU3, MOJYYEHHBIX B XOJIE€

9KCIICPUMCHTOB, PC3YJIbTATOB. I[JI?I CpaBHCHH:A PC3YJIbTATOB JOCTOBCPHBIX
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pa3Iuuuidi MEXJy AUKUM TUIOM M TPAHCTEHHBIMU JIMHUSIMH UCIIOJB30BAJICS TECT
Duncan st He3aBUCHMBIX BRIOOPOK B Tiporpamme Statistica 10.

Anpobauusi padorbl. OCHOBHBIE MaTepHalbl JIHUCCEPTAIMOHHOW pPadOThHI
ObLTM  JOJIOKEHBI Ha HAy4dHbIX KoH(pepeHnusx: Bcepoccwiickas HaydHas
KoH(epeHIUs «AKTyallbHble BONMPOCHl (PYHIAMEHTAILHON U 3KCIEPUMEHTATBHON
ouonorun» 27-28 anpens 2016 roma, Yda; VI Bcepoccuiickuii cummnoznym
«TPAHCI'EHHBIE PACTEHUS: texHomorum co3maHusdg, OHOJOTMYECKUE
CBOMCTBa, MpUMEHEHne, OM00e30MmacHOCTh», 16-21 Hos0ps 2016 roga, Mocksa; |
Bceepoccuiickast  mkona-KOHQEpEeHIUsT MOJIOABIX  Y4YEHBIX  «MonekymspHas
ouorexnonorusi»  28-30 mapra 2017 roma, MockBa; KOH(pepeHUus
«DKCcIepUMEeHTalbHasE OMOJIOTUS pPACTeHHM: (PyHIaMEHTaJbHblE W MPUKIAIHbBIE
acniekTbl», 18-24 centsops 2017 roma, Kpeim, Cynak; XVIII Bcepoccuiickas
KOH(EpEHIIUs MOJIOAbIX y4eHbIX «buoTexHoJOTUST B  pacTEHUEBOJICTBE,
JKUBOTHOBOJICTBE, BeTepuHapum», 19-20 amnpens 2018 roma, Mocksa;
Mexnynaponnass HayuHas  koHbepenmus PLAMIC2018  «Pactenuss wu
MUKPOOPTraHU3Mbl: OMOTeXHOJOTHS Oyayiero», 13-17 wutons 2018 roma, Va;
Bcepoccuiickas Hay4yHO-TIpakTHuecKass KoH(epeHIus «l eHeTHYecKHe pecypcehl
pacTeHuM nans  TeHeThueckux TexHojorui: kK 100-meruro  [lymikumHCKUX
naboparopuii  BUP» 22-23 wuwons 2022 roma, Caunkrt-lIletepOypr; 3-a
Mexnynaponnass HayuHas koHbepenius PLAMIC2022  «Pactenuss wu
MUKPOOPTraHU3MbI: OUOTEeXHOJOTH Oyayiiero», 3-8 okTsaops 2022 roma, CaHKT-
[letepbypr; 22-s1  Bceepoccwiickas  KOH(PEpEHIHMsSI  MOJOABIX  YYEHBIX
«bHOTEXHOJIOTHSI B PACTEHUEBOJICTBE, ’KUBOTHOBOJCTBE U CEIIbCKOXO3SIMCTBEHHOU
MUKpoOuosorun», 7-9 HosO6ps 2022 roma, MockBa; Bcepoccuiickas Hay4Has
KOH(EpeHIIUsS ¢ MEXITyHAPOIHBIM ydacTueM, nocBsmieHHas 60-nmeruro MaCTHTYTA
OMOXUMHUU U TeHETUKU Y PUMCKOro (penepaibHOro MCCie0BaTeIbCKOro LIEHTpa
PAH «I'eHoMHKka ¥ OMOTEXHOJIOTHS IJI MEIUIMHEBI U CEILCKOro Xo3giicTBa», 30
HOs10ps — 1 nexabps 2022 roxa, Yda; VI Beepoccuiickas Haydnast KoHGEpPEHIUS ¢
MEXIYHAPOJHBIM YYacCTHEM «YCTOMYMBOCTh PACTEHUH W MHUKPOOPIaHU3MOB K

HeOmaronpusITHBIM (pakTopam cpenbl», 3—7 uronsa 2023 roga, Upkyrck — bonbioe
13



[NonmoyctHoe; X Cwesn obmiectBa (usuosnioroB pacrenmii Poccum «buomnorus
pacTeHuil B 3MOXY INI0O0ATBHBIX U3MEHEHUN KinMata», 18-23 centabps 2023 rona,
Ya.

Teopernyeckasi M MpaKTHYeCKas 3HAYMMOCTDb. 3HaAHUS O B3aUMOJEHCTBUN
I€HOB, IPOAYKTHI KOTOPBIX YYacTBYIOT B PEryJSIHUU U OCYILECTBIECHUM pOCTa
PacTUTENBHBIX OPraHMW3MOB, a TAaKXK€ JAHHbIE 00 WX pEeUeniUH, OCOOEHHOCTSX
CUTHAJMHTa M PEryJalUd 3KCIOPECCHH MOTYT CIOCOOCTBOBAaTh pa3paboTKe
CTpaTeruy CO3/IaHUsl XO35AHUCTBEHHO-LIEHHBIX PACTEHUN C YBEJIMYEHHON KOPHEBOU
CHUCTEMOM, CIIOCOOHBIX PACTH JyYIlle MPU JEUCTBUU CTPECCOBBIX (PaKTOPOB, TAKHX
KaK 3aCOJIEHUE, TUIIOTEPMHUSI U 3arps3HEHUe KaaMmueM. McciaenoBaHHbIEe TeHbl U X
OpTOJIOTK MOTYT OBITh MCIOJb30BaHbl B KAaue€CTBE MHUUIEHM JJIsI TEHHO-
WHKEHEPHBIX ~MAHUNY/SILMA C LEJbI0 CO3JaHHS  BBICOKOYPOXAWHBIX U
CTPECCOYCTOMUMBBIX CEJIbCKOXO3SIMCTBEHHBIX KyJbTyp. I[lokazana B3auMoCBS3b
OEJIKOB KJIETOYHOM CTEHKH ¢ KOMIIOHEHTaMHU aHTUOKCUAAHTHOM CHCTEMBI, OJJHAKO
MOJICKYJISIPHbIE MEXaHU3Mbl TAaKOTO B3aMMOJAEWUCTBUA TPEeOYIOT AallbHEHIINX
(yHIaMEHTaJIbHBIX UccieloBaHui. VcnbITaHHbIE B padOTE TPAHCTE€HHBIE PACTEHUS
Tabaka MOTYT OBITh MPEAJIOKEHBl B KaueCTBE MOJEIBHBIX [JISl MCCIEIOBAHHIMA
(YHKIUI  9KCIIAHCMHOB UM KCWJIOTJIIOKAHAHJOTPAaHIJIMKO3WIa3. Pe3ynbratsl
UCCIIEJOBaHMs JTOKA3bIBAIOT NEPCHEKTUBHOCTh NPUMEHEHHS IOJTYYEHHBIX paHee
T€HHO-WHXEHEPHBIX KOHCTpYKIMH ¢ reHamu EXPs u XTHs pns co3naHust
TPAHCTEHHBIX PACTEHMH C YIYYIIEHHbIM pPOCTOM KOPHEH M IOBBIILIEHHON
CTPECCOYCTOMUYUBOCTBIO.

JInyHbIi BKJIAaA aBTOpa B IpOBeleHHbIe HcciaegoBanus. Hanpasnenue
UCCIIEOBAaHUM B JUCCEPTALMOHHON paboTe, LEeauM U 3aJadyd  OINpeAeICHBI
COBMECTHO C HAy4YHbIM PYKOBOAMTENIEM. ABTOPOM CAMOCTOSITENBHO H3Yy4Y€Ha
JauTepaTypa Mo TEME JUCCEPTAlMOHHON paboThl, a TAaKKE HamucaHa PYKOIHCH
auccepTaui. ABTOPOM BBINOJHEHBl IKCHEPUMEHTHI IO OLIEHKE COJAEPIKAHUSA
TPAHCKPUIITOB M3y4aeMbIX I'€HOB, IO MOP(POMETpUH KOpPHEH, 0 MUKPOCKOMHH U
cOOpy pe3yJbTaTOB M0 OLEHKE aHTUOKCUJAAHTHOM CHCTEMbl KOPHEH TPaHCTE€HHBIX

pacTeHuit Tabaka c IKCTIpecCcHen T'CHOB OKCIIAHCUHOB u
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KCHJIOTJIFOKAHAHAOTPAHCIIIMKO3MWIa3.  ABTOPOM  CaMOCTOSITENIbHO — IPOBEJIEHA
cratucTuyeckas oOpaboTka. Takke aBTOp cama TOTOBWJIA MaTepuajbl s
nyOJuKaIuil Mo TeMe AUCCEPTALMOHHON pabOTHI.

CooTBeTcTBHE AUCCEPTALIMU NACTIOPTY HAY4YHOIl cneunuajbHocTu. PaboTa
BBITIOJTHEHA B paMKax crenuaibHocTd 1.5.21. dusnonorus 1 OMOXUMUs pacTeHUN
(Ouonorumyeckue Hayku). OnpesesneHo cojepKaHue TPaHCKPUNTOB reHoB EXPs u
XTHs B KOpHAX pacTeHuil Tabaka, TpPAaHCTEHHBIX [0 JaHHBIM TI'e€HaM
(COOTBETCTBYET MNYHKTY «['€HOM pacTeHMil, peryisius SKCIPECCUH T€HOMA,;
TPAHCKPUNLMSA, TPAHCILALUSA, MMOCT-TPAHCKPUIIMOHHBIE W MOCTTPAHCILUOHHBIE
MEXaHU3MbI»). Takke B DOKCHEPUMEHTAaX II0Ka3aHbl pE3yJIbTaThl IPUPOCTA
KOpPHEBOM CHCTEMBbl TPAHCT€HHBIX pacTeHUW Tabaka CcO CBEpXIKCIpeccuen
U3y4aeMbIX T€HOB MPH HOPMAJIBbHBIX YCIOBHAX (COOTBETCTBYET ITYHKTY
«OHTOreHeTHYEeCKME MporpaMmbl pocTa U MOpGOreHe3a paCTeHHM, BKIIOYas
AMOpPUOTeHE3, BEreTaTUBHBIA POCT, T€HEPATUBHOE PA3BUTHE, IUIOJOHOILIECHUE U
cTapeHue»). M3ydeHo BiMsiHME aOMOTHUECKHX CTpecc-(DakTOpoB, TaKUX Kak
3acOJIeHUE, TUMIOTEpMHsI U BO3JEHCTBUE KaaMus Ha Mop(hodU3MOIOTHYECKHE U
OMOXMMHMYECKHUE TOKAa3aTeIH POCTa, CTPECCOYCTOWYMBOCTA M HA KOMIIOHEHTHI
AHTUOKCUJAHTHOM CHCTEMBI KOpHEW Tabaka JHMKOr0 TUNA U TPAHCTEHHBIX
pacTeHurd co cBepxdkcnpeccued reHoB EXPs u XTHS W npu CpaBHEHUH C
IIOKA3aTeIs MM IIPU  HOPMAJIBHBIX  YCIOBUAX  (COOTBETCTBYET  ITYHKTY
«Jkonoruyeckas (usnonorus pacrenuit. Pactrenwe u crpecc. ApanTanus u
YCTOMYMBOCTh PACTEHUH K aOMOreHHbIM M OHMOTEHHBIM (paKTOpaM BHEUIHEH
cpenpl»). B pesynbprare 3KCIIEpMMEHTOB ITOKA3aHO, YTO CBEPXIKCIPECCUS I'€HOB
EXPs u XTHs B KOpHSX TpPAaHCT€HHBIX PACTEHUM CHOCOOCTBYET POCTY
NAapeHXUMHBIX KJIETOK (COOTBETCTBYET NYHKTY «BTopuuHbli MeTaboam3m
pacTeHui, CTPYKTypa U OMOCHHTE3 KJIETOYHOM CTEeHKH»). Takxke MOoKazaHo U
00CYXKJIEHO BIMSIHUE CBepxdKcnpeccuu reHoB EXPs m XTHS Ha KOMIIOHEHTBI
AHTUOKCUJIAHTHOM CHUCTEMBI KOPHEM TPAHCIE€HHBIX PACTEHUU INPHU HOPMAIBHBIX

YCIJIOBUSIX U MPHU KaIMUEBOM CcTpecce (COOTBETCTBYET MYHKTY «I €HHast HHXKeHepus
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pacTeHul, (U3MOJIOTHS TPAHCTCHHBIX pacTeHuid. [lomydeHue XO3sICTBEHHO-
LICHHBIX TEHOTUIIOB» ).

Crpykrypa M o00beM JaMcCePTALIMOHHOM padoThl. JluccepraimoHHas
paboTa COCTOMT W3 BBEACHHUA, 0030pa JUTEPATypbl, MATEPUAIOB U METOOB,
pe3yJbTaTOB U OOCYXXJICHHWH, 3aKJIFOYEHUS W BBIBOJOB, OMOIMOTrpaduyecKoro
CIIMCKa U CTHCKa cokpaieHuid. PaboTa uznoxxena Ha 167 cTpanuiiax u coaepxur 4
Tabnuiel, 33 pucynka. Coucok JUTEepaTypsl BKIOYaeT 322 UCTOYHHUKA, CPEIU HUX
94 — oTeuecTBEHHBIX, 228 — 3apyOeKHBIX.

Iy6aukanuu. [lo MaTepuanam quccepTalioHHON paboThl omyOnnkoBana 21

nevyaTHas paboTa, U3 HUX 5 cTaTeil B )xypHanax Web of Science.
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['JTABA 1. OB30P JIUTEPATYPhHI
1.1. Mopdodusnonoruyeckue 0COO0eHHOCTH KOPHEBOIl CHCTEMbI PacTeHUil

KopeHb — OMH W3 OCHOBHBIX BETE€TaTUBHBIX OPraHOB MOKPHITOCEMEHHBIX,
TOJIOCEMEHHBIX U BBICIIUX CIIOPOBBIX PACTEHUN (32 HCKIIOUEHHEM OTJena
Bryophyta), BeinoaHstoniuil paznooopasHbie GyHKIUU:

1) onopHast — 3aKpeIuieHue PacTeHUs B IOYBE;

2) abcopOuroHHast — o0ecreunBaeT MOYBEHHOE MUTAHUE;

3) 3amacaroias;

4) cuHTEeTUYeCKasi — CHHTE3 aMUHOKHUCIIOT, aJIKAJIONI0B, (PUTOrOpMOHOB (00JIBIIIOE
KOJIMYECTBO LIMTOKUHUHOB);

5) cumMOM03 ¢ APYTUMU KOPHIMU, OaKTepUsIMU, TpudaMu;

6) BeretatuBHOE pasmHoxxeHue (Koposkun, 2016).

KopHu pactenuii oTIm4aroTCs Apyr OT Apyra Mo MPOUCXOKICHHIO, XapaKTepy
BETBJIEHU, popMe U 1iuHe. B 3aBUCHMOCTH OT Cpeibl 0OUTaHUsl PaCTEHUN, KOPHU
MOTYyT TpuoOperaTh OONBIION psAn cheuuuyeckux MOpP(HONIOTHUECKUX U
(¢u3nonornyeckux OcoOEeHHOCTEH. B 3aBHCHUMOCTH OT NPOUCXOKIEHUS KOpPHU
MOKHO pa3JeNuTh Ha TJIaBHBIM, OOKOBBIE W MpuaaTouyHble. Pa3BuTue riaBHOro
KOpPHSI IPOUCXOIUT U3 3apOJIBIILIEBOT0O KOPHA. B TeueHne Bcero »U3HEHHOr 0 LIUKIIA
IJIaBHBIM KOpEHb COXpaHsieTcsl y npeacraBureneil kiaacca Dicotyledones otnena
Magnoliophyta n nHanotnena Gymnospérmae, B TO BpeMs Kak Yy Kiacca
Monocotyledones ¥ BBICHIMX CHOPOBBIX PAcCTEHMH IPOUCXOOUT ObICTpOE
OTMHpaHUE TJIaBHOTO KOpHSA. COBOKYMHOCTb BC€X KOPHEW OJHOTO pPacTEeHUs
HA3bIBAaCTCsl KOPHEBOHM cHucTeMoil, Gopma M XapakTep KOTOPOW OMpeaensercs
COOTHOILLEHUEM B POCTE IJIABHOIO M OOKOBBIX KOPHEW, BBIIEISS IMPU ITOM
CTEP>)KHEBYIO, MOYKOBATYIO U CMEIIAHHYI0 KOpHEBYIO cucteMbl (KopoBkuH, 2016).

B KOpHAX OOBIYHO BBLAEIAIOT YETHIPE 30HBI: JIEJICHUS, PACTSKEHUS,
BCAChIBaHWsI W  IPOBEJIEHUSA. 30HA [J€JEHHUA IMpEACTaBiIeHa  KJIETKAMH,
HaXOSIIMMUCA 32 KOPHEBBIM YEXJIMKOM, pa3Mep JAaHHOW 30HBI COCTABIISIET OKOJIO
1 mm. [InuHa 30HBI pacTsDKEHHUS MOXKET JOCTUraTh 15 MM, HO 4alle BCEro OHa

Bappupyer B Auana3zone 1,2-10 mm. 30Ha BcacblBaHMSI XapaKTEpU3YyeTCs HATNYUEM
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KOPHEBBIX BOJIOCKOB, JIJIMHA JaHHOM 30HBI BapbHpyeT B auamnazone 1-2 cm. 3a
30HOW BCAChIBaHUSA HAXOAUTCS 30HAa MPOBEIACHHUS, KOTOpas MpeAcTaBlcHa
OOKOBBIMU KOPHSIMHU, KOTOPbIE B 3aBUCUMOCTHU OT BO3pacTa MOTYT ObITh O€Joro,
KOPUYHEBOro Win yepHoro 1seta (Poxkos u ap., 2008).

Mopdosoro-anaToMmuueckue 0COOEHHOCTH KOPHEH:

1) HamuyWe CIOXHOTO paguajIbHOrO MPOBOAAIIETO IyyKa  OIpeAeliseT
pauaIbHYI0 CHMMETPHUIO CTPOCHHUS KOPHSI;

2) B KM3HEHHOM LIMKJIE POCT KOpPHA B JUIMHY OCYILECTBISAECTCS C IMOMOIIbIO
npoiudepauy KIETOK B BEPXYIIEYHOW TOYKE POCTA;

3) To4YKa pocTa MOKPHITA KOPHEBBIM YEXJIUKOM;

4) cnoCOOHOCTH BETBUTHCH,

5) PHAOTEHHOE 3aKJIaIbIBaHNEe OOKOBBIX KOPHEH;

6) /Uil MUTaHUs Ha KOpHE 00pa3yeT KOPHEBbIE BOJOCKH, MPEICTABIIAIONINE COOOM
BBIPOCTHI dIUIEpMANIbHBIX KiIeToK (KopoOko, Kacatkun, 2014).

KoHuUMK KOpHSI 4Yalle BCEro MNPUKPHIT KOPHEBBIM YEXJIMKOM, KOTOPBIA
npeacTaBiser coOOM MHOTOKJIETOYHYH0 MapeHXMMAaTUYeCKyl0 CTPYKTypy. B
MPOIECCEe OTMUPAHUS U Pa3pyLICHUS] TOBEPXHOCTHBIX KJIETOK KOPHEBOTO UEXJIUKA,
IPOUCXOJUT BO30OHOBJIEHHUE JIAaHHBIX KJIETOK B MPOIECCE NEATENbHOCTH TOYKU
pocTa, HaxOoAIIENHCs O/l YEXJIMKOM. 3a CYET 3TOT0 Mmpoluecca o0pa3yroTcs HOBbIE
CJIOM KJIETOK KOPHEBOI'O YEXJIMKA B3aMEH pa3pylIAIOIIUXCS BHEIIHUX KIIETOK,
Oylarogapst AToMy Mpoucxoaut poct KopHs B jaiauHy (KopoBkuh, 2016). Takum
o0pa3oM, pOCT KOpHEH peryIupyercsi JAByMS OCHOBHBIMH IIPOIIECCAMH,
MPOUCXOMSINUMHA B O0JAaCTH KOPHEBOTO YEXJIMKA (JEeHHE KIETOK) U B 30HE
pacTsbkeHus: (pOCT KIETOK pacTsikeHnem) (Beemster, Baskin, 1998; Casamitjana-
Martinez et al., 2003; Dello Ioio et al., 2007).

JlnvHa KOpHEW M KOPHEBOM CHCTEMBI B II€JIOM, a TAKXKE €€ apXUTEKTypa
HaIpPSIMYIO 3aBUCAT OT JIENICHUSI U PACTSDKEHHS KIeTOK. [Ipy yBenmuyeHuu JJIMHBI
KOpHEU paCTSXKEHHE KIIETOK SIBISICTCS LIEHTPAIbHBIM MPOLIECCOM M HIPaet
peIaIy0 pojb, T.K. KJIETKH KOpHS BbIpacTaroT B JiauHy B 30-40 pa3 Oosbiie

UCXOJHBIX MEPHUCTEMATHYECKUX KJIETOK y 371akoB U B 10-20 pa3 — y pacreHuit
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kiacca Dicotyledones. K Tomy ke pa3BuTHE KOpHEH pacTEHUN XapaKTepU3yeTcs
HE TOJBKO UX JJIMHOW, HO W YHUCIOM OOKOBBIX KOpPHEH M CTENEHBIO BETBIICHUS
KOPHEBBIX CHCTEM, KOTOPBIE B CBOIO OUEPEb 3aBUCST OT JAEJIEHUS KJIETOK, a JUIMHA
Ka)XJ0r0 MOPSAAKa M MJIOTHOCTh BETBICHUS OMpPENESIeTCS PACTSHKEHUEM KIIETOK.
TakuM 00pa3oM, KOpPHU pacTEHUN OXBAThIBAIOT OOJBIION OObEM IOYBBI, YEM U
oOecrnieunBaeTcsl JOCTHKEHHE KOPHSIMH BOJOHOCHBIX CJIOEB. PacTskeHue KIeTok
TaK)K€ UTPaeT BAXKHYIO POJIb HETOCPEICTBEHHO B MOTJIOIIEHUU KOPHAMU BOJBI 32
CYET YJJIMHEHUS KJIETOK KOPHEBBIX BOJOCKOB, MOSBISIOUIUXCSA U3 MHIEPMaAJIbHBIX
KJIETOK KOPHSI B 30HE MU (PEepEeHITNPOBKH U B IECATKU pa3 MPEBHIIIAIOMINX KICTKU
snuaepmrca kopus (O6pyuesa, 2008).

[Tocne nenenus Oa3anpHblE KIETKHM BO BCEX TKAaHAX KOPHS OJHOBPEMEHHO
NEPEXOJAT K PACTSDKEHHUIO M YBEJIMYMBAIOTCS 1O OKOHYATENbHBIX pa3MepOB Ha
IOPOTSKEHUM BCEH 30HBI pacTskeHus. TakuM o0pa3oM, MpoLEecchl AENEHUs U
pacTsDKEHUs KJIETOK KOpHS pasJ/ieleHbl U BO BPEMEHHU, U B IIpocTpaHcTBe. To, 4To
30HBI JEJIEHUSI M PACTSHKEHHMsS HMEIOT HEeOOJbIION pa3Mep, HO OTHOCHTEIHHO
OBICTPYI0 CKOpPOCTb pPOCTa, IIOMOTaeT KOPHIO IPEOJI0JIEBATh MEXAHUYECKOE
COTMPOTHUBIICHUE MOYBHI MIPH pocTe Briryos (MBanos, 1978).

JU1s OpraHu30BaHHOIO POCTa KOPHEBOM CHUCTEMBI PACTEHHM HEOOXOAMMO,
4TOOBI KJIETKH B KOPHEBOM YEXJIMKE ACIWINCH B ONPEACIEHHON IMIOCKOCTU U B
onpenenéHHoe Bpemsa. [IMOCKOCTh [eneHHst KJIETOK KOpHS 00ycCiaBIMBaeTcCs
CTPOCHHEM LMUTOCKENETa W CTPYKTYpOHl MOJSPHOCTH 3TUX KieTok. dopma
KOPHEBOW CHCTEMBI ONpPEEsIeTCs BapHallUsIMA B OTHOCUTENIbHBIX COOTHOIICHHSIX
IUIOCKOCTEH JeNeHus] KJIETOK KOPHEBOTO YeXJHMKa B COYETAHUU C PaACTSHKEHHEM
HOJICIUBIINXCS KJIETOK KOPHsI B ONPEIECIIEHHOM HallpaBleHUU. Paznauuaror Tpu
TUNA JICJICHUSI KIJIETOK OTHOCUTEJIBHO YCIOBHOW OCH KIETKU: TONEPEYHOE
(IIPOMCXOUT POCT KOPHS B JUIMHY), NEPUKIMHAIBHOE (MPUBOAUT K YTOJILEHUIO
KOpPHS) W AHTUKIMHAJIbHOE (yBEJIMUYEHHE IUIOIIAJM IOBEPXHOCTU KOPHS)
(Herpo6og, 2010).

B kopHeBoli cucTeMe pAacTeHUMH MEXaHU3M KJIETOYHOIO JEJEHMs, KaK U B

Ipyrux KieTkax BkiItouaeT (as3pl perumkauuu u cerperanuu JHK, kortopsie
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MPEACTABICHbl YEThIPbMSI OCHOBHBIMM 3TamaMu kjieTtouyHoro mukia: Gl
(npecunTeTnueckuit), S (cuHTetmyeckuii), G2 (moctcuHTeTHYeCcKU) U M
(MuToTHYECKHMI). Jlaiee MpOUCXOAUT pa3/iesieHHe IUTOIIa3Mbl U TIJ1a3MaTHYECKON
MeMOpaHbl, B PE3yJbTaTe JAHHOTO TPOIECCa BO3HHUKAIOT JBE OJIMHAKOBBIC
JOYepHHE KJIETKH. B 11eJ0M, KJIETOYHOE JejeHHE B KOPHSX BKJIOYAET JIBa
BOXHEHIIMX Mpoliecca: naTepdasza, BO BpeMsi KOTOPOM MPOUCXOAUT peayILIuKaIus
JIHK u o0Opa3oBanue ABOWHOrO HAOOpa XpPOMOCOM, M TPOIECC MHUTO3a, TpPH
KOTOPOM  TIPOMCXOJUT PABHOMEpPHOE paclpeielieHue XPOMOCOM  MEXIY
nouepuumu kierkamu (Mensezaes, 2004 ).

[Iporecc neneHus KIETOK KOPHS 3aBUCUT OT (DUTOTOPMOHABHOU PETYJISIINH,
B KOTOpPOM 3aJICCTBOBaHbI, IMPEXKJE BCEro, AayKCHHbBI U ITUTOKUHHUHBI.
[uknuH3aBUCUMBIC MPOTEUHKUHA3BI SIBIISIFOTCS CaMbIMH BaKHBIMU
pacTuTeNbHbIMU (hepMEHTAMH, KOTOPhIC PETYJIHUPYIOT KIETOUHOE JIeJICHHE, a TaKXKe
HEMOCPEACTBEHHO BIIUSIOT HA CMEHY cTaauil kietouHoro uukia (G1-S-G2-muro3).
OUTOrOPMOHBI, PEIENTOPHI, PA3TUYHBIC TPAHCKPUIIIMOHHEIE (aKTOPHI, Ca”,
NpoTerHa3bl, MNpoTerH(ocdaraspl y4acTBYIOT B KJIETOYHOW CHUTHAIM3ALUA B
npoiiecce JeneHus KieTok KopHeBoil cuctembl (Kymyes, 2017). Ilponecc
pPacCTSDKEHUsSI KJIETOK KOPHS CONMPOBOXKIAETCS BaKHEUIIMMHU CTPYKTYPHBIMU H
(U3HUOIOTMYECKUMH HM3MEHEHUSMH B KIETKE, MPUBOMASIIMMU K YBEIMYCHUIO
o0beMa IUTOTUIA3Mbl M IEHTPATHHOM BaKyOJW U CO3JAOIIMMH TYPTOPHOE
JaBJICHME Ha KJIETOYHYIO CTEHKY, YTO KaK pa3 MU CIOCOOCTBYET paCTsHKEHHUIO
KJIETOYHOW CTEeHKH pacteHuss B 30He pactsokeHust (Herpo6os, 2010). B
anyKalabHON 30HE KOPHS pacroJiaraeTcsi MOKOSIIUICA LEHTP, B KOTOPOM KIIETKH
JENSATCA PeXe OCTAIbHBIX, 3a TIOKOSIIMUMCS IIEHTPOM HaXOJIATCS AaKTUBHO
JETSIIUecs KIETKH, KOTOPbIE COCTABIIAIOT 30HY AeieHus. Mexy 30HOU JeNeHus
M 30HOM pacTsDKEHHUs €lle BBIACIAIOT nepexoiaHyro 3oHy (Baluska et al., 2010).
Paznenenvie 30HBI JENeHHS W TEPEXOJHOM 30HBI CBS3aHO C BO3pacTaHUEM
ckopoctu pocta kietok (Ivanov, Dubrovsky, 1997). B 30He pacTsikeHUs! KIETKU
KOpHS NPHOOpPETal0T CBOM MaKCUMaJIbHBIA pa3Mep, IOCIe 30HBI PACTSHKEHUS

pacnoJioKeHa 30Ha KOPHEBBIX BOJIOCKOB U ITpoTokcuiieMbl (dunuH, 2015).
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Poct pactsbkeHreM KIIETOK KOPHS BKIIOYAET CIEAYIONIUE MTPOIIECCHI:

1) pa3spbIxieHue CBA3€H MEXKIYy TAKMMHU KOMIIOHEHTAMH KJIETOYHOM CTEHKH, Kak
LEJUTIOJIO3HbIE MUKPOGUOPWIIIIBI M BOJIOKHA CBSI3YIONIMX TIJIMKAHOB, a TaKKe
YBEJIMYEHHUE TUIACTUYHOCTH KJIETOYHOM CTEHKM u3-3a CHIbKeHuss pH, uyto
CIOCOOCTBYET  pa3pbiBy  BOJOPOJAHBIX W  KOBAJICHTHBIX CBSA3EH  MEXAY
KOMITOHEHTaMH KJIETOYHON 000JIOUKH;

2) YCUJIGHHOE€ MOCTYIUJIEHHWE BOJIbI B LIMTOIUIa3My M BaKyoOllb C MOCIETYIOLIUM
JABJICHUEM Ha KJIETOYHYIO CTEHKY, YTO BBI3BIBAET PACTSIKEHUE U HEOOpaTuMoe
YBEIMYCHHE 00BheMa KIETOK KOPHS;

3) pOCT KIJIETOYHOW CTEHKH OJyiaromapsi OOpa3oBaHUIO HOBBIX COCTABIISIOIIMX
KJIETOK KOpHS.

MexaHu3M pacTsHKEHUS KJIETOK KOPHEBOM CHUCTEMBI  KOHTPOJIHPYETCS
dbuTOrOpMOHaAMHM ayKCMHAMH, B YACTHOCTH AaKTUBHOCTHIO WHAOJUIYKCYCHOM
kucaoTel (MYK). ITokazano, uro konuentpanus 0.1-1.0 HM, BbI3bIBa€T aKTUBALUIO
¢epmenTa mnasmaruyeckoii MemOpansl H'-AT®a3bl ¥ NOAKKUCICHUE aloILIACTa, B
JAJbHEUIIIEM MPUBOASIIEE K MX PA3MSITUCHHUIO U TMOCIEAYIOUIEMY PACTSIKEHUIO
(I'ompg u ap., 2008).

Pacxoxnenne MHUKpOQUOPUIUT LEJUTIOI03bl MPU  KIETOYHOM PACTSKEHUU
KOPHEW JOCTUTAETCA CIAEAYIOIIMMHA MEXaHU3MaMU:

1) rugponu3  CBA3YIOIIMX TJIMKAaHOB  KIJIETOYHOM CTeHKH (epmeHTamu
SHAOTJIMKAHA3aMHU C TMOCJEAYIOIUM O00pa30BaHUEM LIEJJIOOMIOcaxapuioB |
YMEHBIIICHUEM CTETIEHU MOJIMMEPU3ALINU LEIUTIOI03bI;

2) HapyuleHUsS BOJIOPOJHBIX CBSI3€d MEXKIY CBSA3YIOIIUMHU TJIMKAaHAMH H
MUKpOGUOpHILTIaMU LEJUTIONIO3b], UTO 00ecrieunBaeTcs 0elKaMu SKCIIaHCUHAMM;

3) pa3pe3aHue U  TOCIENYIONIEE  CIIMBAaHUWE  CBS3YIOIIMX  TJIMKAHOB
TUAPOIUTUYECKUMU dbepmeHTaMu KCWJIOTJIIOKaHAHAOTPAHCTIIMKO3UIIa3aMu
/runponazamu (XET/XTHs) (I'opmikosa, 2007; Park, Cosgrove, 2012).

Hanuuue TypropHoro [aBjieHUsI UIPaeT CYIIECTBEHHYIO pOjJb B
OCYILIECTBJIEHUU IMpoueccoB pocrta Kietok KopHs (Cosgrove, 1993), oanako

JTAaHHOE JTaBJICHUE HE SBIIACTCS €MMHCTBEHHO HeoOxoaumbiM (aktopom (Iraki et al.,
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1989). K toMy ke mpum neWCcTBUM aOMOTHYECKHX CTpecc-(PaKkTOpOB, MPOIIECC
PaCTsKEHUSI CTEHOK KOPHS MOKET KOHTPOJIHPOBATHCS CBOMCTBOM PACTSKHUMOCTH
KJIETOYHOW CTEHKH, a HE HENOCPEICTBEHHBIM BIMSHUEM TYprOPHOTO JaBJICHMS
(Cosgrove, 1993). YBenuueHnue pasMepoB KIETOK KOPHs PACTEHUI MPOUCXOAMT 32
CUET YBEJIMYECHUS PA3MEPOB BaKyOJU U IMOBEPXHOCTU CAMUX KIJIETOK, HO IPU 3TOM
00BEM LIMUTOIUIA3Mbl CUJIBHO HE MEHSIETCH.

MexaHu3Mbl KIETOYHOTO JEJCHHS M pPOCTa KIETOK DPACTIKEHHUEM HIPAIOT
BAXHEHILYI0 pOJIb B PETYJSILIUM POCTAa U Pa3MEPOB KOPHEBOM CHUCTEMBI, YTO
HEMOCPEACTBEHHO BIMSET HAa MPOAYKTUBHOCTh PACTEHUN B YCIOBHIX BO3JIEHCTBUS
pa3IMyYHBIX A0MOTUYECKUX CTpecc-(aKTOPOB, BBHI3BIBAIOIIUX ACPUIIMT BJIard, Tak
KaK aKTUBaLlUsl pOCTa CIIOCOOCTBYET JTOCTHXKEHNIO KOPHAMHU IITyOOKO 3aj1erarouiux
BOJIOHOCHBIX cJloeB. [103TOMy M3ydeHHe MOJEKYISIPHBIX MEXaHHU3MOB PETyJISALUN
KJIETOYHOTO JEJEHUS U PaCTSKEHHs B KOpPHAX HEOOXOIMMO ISl pa3pabOTKU
METOJOB  TOBBIIIEHHUS  YpOXKAMHOCTM  pacTeHWil, TMpexJae BCEro, Ipu
NPOM3PACTAHUM HUX B HEOJArOMPHUSTHBIX YCIOBUSAX MOYBEHHOTO TPyHTa M TMpHU
BIMSIHUM a0MOTUYECKUX CTpecc-(pakTOpOB, MPEXKIE BCEro TaKUX, Kak 3acyxa,
3aCOJICHHE, TUMIOTEPMUSI U BO3JCHCTBUE TSKENBIX METAIJIOB, KOTOphIe Hambosee

aKTyaJIbHBI JJ1s1 BO3AEIbIBAEMbIX TeppuTOpUil Bcero mupa (Kymyes, 2017).

1.2. MexaHu3Mbl PeryJsiliii pocTa KOPHeil Npu HOPMAJIbHBIX YCJIOBUSAX U
MPH JeCTBUM CTPECCOBLIX (PAKTOPOB

['maBHast oTAMUMTENHbHAE OCOOCHHOCTHh PACTHUTENBHBIX KJIETOK — OTO
CIIOCOOHOCTh K OBICTPOMY VYBENHYCHHIO WX O0BbeMa Ojarojgapss MEXaHU3MY
PacTsDKEHUS KIIETOYHOM CTEHKHU C TIOTJIOIICHWEM BOJBI. B yClIOBHSIX BO3JCHCTBHS
abMOTHYECKHX CcTpecc-(haKTOPOB MAJisi PAaCTeHHs] OCOOCHHO Ba)KHA CIIOCOOHOCTH
MIOJITICPYKUBATH POCT PACTSHKEHUEM ITOCPEICTBOM M3MEHEHHS CBOWCTB KJIETOYHBIX
CTEHOK KOpHEBOU cucteMsl (Serpe, Matthews, 1992; Abozeid et al., 2017).

Kierounasi cteHKa pacTeHUN B CBOEM CTPOCHHHM MMEET OOJIBINYIO CIOXKHYIO
CeTh U3 MHUKPOGUOPUIUT IEIJUTFOJIO3bI, KOTOpas HAaCKBO3b MPOHHM3aHA MOJIEKYJIaMU

CBSI3YIOIIMX IIMKAHOB (paHee Ha3blBAIMCH remuliesuitono3amu) (Scheller, Ulvskov,
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2010; Han et al., 2017). IlepBuuyHas KJI€TOYHAs CTE€HKA IPUCYTCTBYET Y
JESIIUXCA U MOJIOJIBIX PACTyIIMX KJIETOK KOPHS, B €€ COCTaBE€ MPUCYTCTBYET
MHOT'O BOJbl, CBSI3YIOIIUX TJIMKAHOB M MEKTUHA, HO IEJUII0JIO3BI IIPU 3TOM OYEHb
MaJio. Bo BTOpUYHOM KIETOYHOM CTEHKE COJIEP/KAHUE BOJIbI, CBA3YIOIINUX IIIMKAHOB
(KCUJIOTJIFOKaHbI, apaOWHOKCHUIIaHbl, TaJJaKTYpPOHAHBI U JIP.), IEKTUHA MEHbIIE, HO
KOJIMYECTBO IIEJUIKOJIO3bl 3HAYUTEIBHO YBEIWYMBAETCS, & CTEHKU TAaKKE€ MOTYT
obiTh ycwienbl JurHuHOM (Endler, Persson, 2011). Taxxe pactutenbHas
KJIETOYHAs CTEHKa MOJXKET COJEp)XKaTh B CBOEM COCTaBe OOJIBIIOE KOJHUYECTBO
OCNKOB NIl BBITIOJIHEHUS CTPYKTYPHBIX U (EPMEHTATUBHBIX  (PYHKITUN
(Muxaitnona, 2007).

MynbTUMEpHBIE KOMIUIEKCHI, COCTOSIIIUE U3 CYOBEIUHMUIL IIEUTFOI030CUHTA3bI
CUHTE3UPYIOT MUKpOGuOpmwLIbl 1eutosios3bl (Kumar, Turner, 2015), B To Bpems
KaK CBSI3YIOIIUE TJIMKaHbl KJIETOYHBIX CTEHOK MMEIOT B CBOEM COCTABE OCTATKU
MEeHTO3 U TeKco3. [Ipu B3aMMOJEUCTBUM CBS3YIOIIMX TJIMKAHOB, LIEJUIKOJI03bI U
WHOT/Ia JIUTHUHA MPOUCXOAUT YKPEIJIEHUE KJIETOYHBIX CTEHOK KOPHEBBIX CHUCTEM
pactenuii (Endler, Persson, 2011; Pauly et al., 2013).

B cepeaune 30-x rogoB mpoumuioro Beka HeMeukue wucciaeposatenn C.
[ITpyrrep u Y. Pyrre ycTaHOBWIM, YTO PETYJISIMS POCTA KJIETOK OCYIIIECTBIISIETCS
MOCPEJICTBOM HM3MEHEHMSI KOHUEHTpAIlMd MOHOB BOJAOPOJA, KOTOPHIC BIHUSIIOT Ha
HaOyXaHWe TEKTHHOBBIX BEIIECTB KJIETOYHBIX CTEHOK W B PE3yJIbTaTe YEro
MPOMCXOJUT PA3PHIXJICHUE EJUTI0JIO3HOTO KapKaca ¢ MOCIEAYIOIUM BIUSHUEM Ha
pacTSKEHHE KJIETOYHOM CTeHKH. JlaHHas KOHIENIUs MoJy4Yuia Ha3BaHUE
«kucnoro pocta» (Luthen et al., 1990). Cmbici JaHHOW TEOPUU 3aKIIOYAETCS B
TOM, YTO (PUTOrOPMOH ayKCHMH aKTUBUPYET pabOTy MPOTOHHOW TMOMIIBI
IU1a3MaTHYeCKONH MeMOpaHbl KJIETOYHOW CTEHKU, IPOUCXOAUT yMeHbleHue pH, B
CBSI3U C YE€M YCHJIMBAETCS AKTUBHOCThH THUIPOJUTHUYECKUX (PEPMEHTOB, KOTOPHIC
MPOBOIUPYIOT Pa3phIXJICHUE KJICTOYHOW OOOJOUYKH, YTO SIBISETCS BaKHEHITUM
YCIIOBHEM JIJII pOCTa KIJIETOK KOPHS C MOMOIIBI0 MEXaHnW3Ma pacTspkeHus (Xaouaxk,
AOnynnaeBa, 2013). Onnako B 80-90 romax XX Beka ObUIO OMpPENENICHO, YTO

3aBUCUMOCTbh MEXJIY AKTUBALMEW MPOTOHHOM IMOMIIbI, 3aBUCUMON OT ayKCUHOB U
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pPOCTOM KJIETOK PACTSHKEHHEM HaOIIOJaeTCsl HE BO BCEX CIydasX U TMOITOMY
KOHIIEMIINST «KHCIIOTO pocTa» TpedyeT manmpHeimero wusydeHus (Kutschera,
Schopfer, 1985).

B knetkax pacTymmx KOpHEH MeEXaHU3Mbl [IEJIEHUS U PaCTSHKEHUs
OCYULIECTBIISIIOTCST Pa3/IeIbHO U TMOCJEI0BATEIbHO, U MEpUCTEMaTHUecKasi KJIETKa
KOpHS HayMHAET CBOE pAaCTSHKEHUE TOJIBKO TI0C]e OMNpPENENIEHHOTO BpEMEHHU
npeObIBaHMsI B MEpUCTEME, HE 3aBHUCSINEE OT TOTO, OBLIO JIM JIEJICHUE KICTOK WU
Het (MBanoB, 1974; Ivanov, 1997; Che et al., 2016).

[Ipekpailienne pacTsHKEHUs KJIETOUYHBIX CTEHOK KOPHSI CBSI3aHO C HEMOJIHOM
MHaKTUBalMel MemOpannoro Qgepmenra H'-AT®a3bl, B pe3yibraTre KOTOPOH
NpouCXoauT mnoamenadyuBanue oo6onodek (De Cnodder et al.,, 2006). B
JaJbHEUIIIEeM MPOUCXOJUT CHUKEHUE PA3BETBICHHOCTH CBS3YIONIMX TJIMKAHOB C
MOCJIEYIONIUM  YBEIUYEHUEM MONEPEUHbIX  BOJOPOJHBIX  CBSI3€H  MEXAY
rJIMKaHaMU U LEJUII0JI030M KJIETOYHOM CTEHKH, a TaK)Ke MOsiBIIeHUE AU epyIaTHBIX
CLIMBOK M€Ky MOJIEKYJIaMH caMuX CBA3yromux riukaHoB (Ilaposa, 2004; Han et
al., 2017).

JIOTIOTHUTENBHO PACTSHKEHHE KIIETOK CIIOCOOHO MHTHOMPOBATHCS TOPMOHOM
aocrmzoBoit kuciotoit (ABK) (Evans, 1978) u manssIif nporiecc 3amyckaercs npu
neduuuTe BOJbI MOJ JEHCTBUEM PA3IUYHBIX A0UOTHYECKUX CTpecc-(pakTopoB U
P BJIUSIHUM PACTUTEIHHBIX (DUTOTOPMOHOB, TAKUX KaK TMOOEPEIUTMHBI U THIICH
(O6pyueBa, 2008). M3ydyeHue MexaHU3MOB, Oyiarogapsi KOTOPBIM IPOUCXOIUT
pa3phIXJICHUE KJIETOYHBIX CTEHOK KOPHEH, MpeACTaBIsIET OOJBIION MHTEpPEC, Tak
KaK TIOJy4YeHHBbIC 3HAHUS MOTYT OBITh WCIOJIB30BaHBI JI  YBEIWUYCHUS

MPOJYKTUBHOCTU U CTPECCOYCTOMUYMBOCTU PACTEHHM.

1.2.1. ®uToropmMoHaJIbHAsI PeryJasiiiusi POCTa KOPHeii NPU HOPMAJIbLHBIX
YCJIOBUAX U MPHU TEHCTBUH CTPECCOBBIX (GaKTOPOB
K d¢wuroropmonam pacteHuii, mOpexae BCEro, OTHOCATCS CIEAYIOIIHE
OMOJIOTUYECKUE COCTMHEHUS: AyKCUHbBI, IUTOKUHUHBI, THOOEpEITuHbI, a0cln30Bast

KHCJIOTA, 6paCCI/IHOCTepOI/II[bI, 9TUJICH, CTPUIOJIAKTOHBLI, a4 TAKKC IIPOHU3BOIHBLIC
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YKaCMOHOBOW M CaJMLMIIOBOM KHUCIJIOT. Peakiuym pacTUTEIbHBIX KJIETOK-MUILECHEU
HAYMHAIOTCS CO CBSI3bIBAHUS (PUTOTOPMOHA C €r0 PElEeNnTOPOM U TMOCIEAYIomEen
OTBETHOM pEaKIUu KIETOK, 3aBUCAIEH OT HUX CHeuuUUHOCTH, KOTOpas
ompenenseTcss HabOpoM Te€HOB, SKCIPECCHUPYIOMIUXCS BO BpPEMsl BIHMSHHUS 3TOTO
(GbUTOrOPMOHA M OT KOJIMYECTBA JPYTUX CUTHAJIBHBIX MOJIEKYJ, HaXOISAUIUXCS B
pacTUTENbHOM opranu3me B 3ToT MoMeHT (Kynyes, 2017).

@®UTOrOPMOHBI ~ YYaCTBYIOT B  OOJBIIIOM KOJHMYECTBE Pa3HOOOpPa3HBIX
(GU3HONOTUYECKUX TIPOLECCOB B PACTUTEILHOM OpraHU3Me M CBOE Ba)KHOE
BIIMSIHUE OHU OKa3bIBAIOT HA MEXAHU3MbI POCTa W JIEJICHUSI KIETOK KOPHEBOM
CHUCTEMBI, a TaKX€ Ha aJalTalll0 PACTEHHN B YCIOBHUSX BIUSHHUS Pa3TUYHBIX
abuotnyeckux crpecc-pakropos (YainaxsH, 1982; Kynyes, 2017).

AYKCHUHBI PETYJIHUPYIOT MEXaHU3MBbI JICJICHUSI U POCTA KJIETOK KOPHS, a TaK¥kKe
ux IuhPepeHIMpoBKY, HO ayKCHUHBI JIOJDKHBI OBITh MPU ATOM B OYE€Hb MAaJIbIX
koHneHTparusax (Burstrom, 1957; Taiz, Zeiger, 2002; Menpeaes, [1laposa, 2011),
TaKkkKe JEHUCTBUE ayKCHMHOB TMPUBOJUT K 3aMETHOMY BETBJICHUIO KOPHEBOMU
cucrembl. OIHUM H3 TJIABHBIX AyKCHHOB SIBJISIETCS WHAOJUIYKCYCHAasl KHCJIOTa
(MYK), xoTopast HEIOCPEACTBEHHO YYacTBYET B PEryJIsIIMN Mop(doreHe3a KopHs 1
MOJJICPKAHUM ITyJla CTBOJOBBIX KJIeTOK (Sabatini et al., 1999; Vanneste, Firml,
2009; Overvoorde et al., 2010). B kxopHsSX MexaHU3M pacTsiKeHus padboTraer
ObICTpEEe MO CPaBHEHUIO C PACTSHKEHHUEM B JAPYTHX OpraHax pacTeHus, a POCT
KOpPHS 3aBHUCHUT OT CKOPOCTHM NEPEXOJIa HOBBIX MOJIOABIX KIETOK K MPOLECCY
PACTSKEHUS, KOTOpasi B CBOIO OYEPEAb 3aBUCUT OT UHTEHCUBHOCTH JICJICHUS 3TUX
KJIIETOK W OT JIJIMHBI KJIETOK, 3aKOHUMBIIMX CBOMl poct (MBanos, 1974, 2011).
Pazubie (uzmosiornueckue Mmpouecchl, KOTOPhIE HEMOCPEACTBEHHO OTBEYAIOT 32
pOCT KOpHS, TpPHU DSK30T€HHOM 00paboTKe pacTUTENbHBIMU AayKCUHAMU H
CUHTETHYECKUM ayKCHMHOM 2,4-muxjaopPeHOKCUYKCYyCHON KkucioTor (2,4-]1),
HAYMHAIOT M3MEHATHCS HeoauHakoBo (Burstrom, 1942, 1950). Beiio BEISBIICHO,
uto a-HYK B koHuenTpammu 3x1077 M TOPMO3UT POCT KOPHEH M3-3a YMEHbIICHHS
JUIMHBl 3aKOHYMBIIMX POCT KIETOK, MPU OTOM YHUCIO KJIETOK HE MEHSIOCH

(Beemster, Baskin, 2000). ITpu Bausauu 2,4-J B koHuentpauuun 30 HM
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IPOUCXOJIUT 3aMeIJIEHUE pocra KOpHS onmarogaps YIJIMHEHUIO
MNPOJOIKUTEILHOCTA  BPEMEHM  KJIETOYHOrO IMKJIA W  HE3HAYUTEIbHOMY
COKpAIICHUIO JUIMHBI 3aKOHYMBIIMX POCT KJIETOK, HO TMPU ITOM BPEMS KU3HU
KJIETOK B Mmepucrteme ypennuuBaercs (PunuH, WBanos, 2016). Ilpu BausHuuM
HUTPATOB HAa KOPHEBYIO CHUCTEMY HaOJIIOAeTCsl KOPPEJSIUS MEXAY YpPOBHEM
ayKCUHOB B KOPHSIX W BeTBIeHUEM 3Tux kopHel (Walch-Liu et al., 2006; NBaHoB,
2009; Zang et al., 2020).

[{UTOKUHUHBI PETYIUPYIOT pocT U AUd(EepeHIUpPOBKY KOpHEH, a Takxke
UHIYIUPYIOT MEePEeXo] OT JCJICHUS K PACTSIKEHUIO B KIETKaX KOPHEBOW CHUCTEMBI
(Hartig, Beck, 2006). OnHako B TpPaHCTE€HHBIX PACTEHHUSIX C YMEHBIIEHHOU
BbIPAOOTKOM TaHHOTO (PUTOTOPMOHA, HAOJIIOIAETCSI YCUIICHHBIA POCT U BETBIICHUE
KOpHEH, 4TO CBHIETEILCTBYET 00 OTPHUIATEIHPHOM JCUCTBUH ITMTOKUHWHOB Ha
kopHeoOpazoBanue (Ilnomunckas u ap., 2002). Takxke cyiiecTByeT 3aBUCUMOCTD
YPOBHSI IMTOKUHUHOB C MEXaHU3MOM (POpMUPOBaHUS 3a4aTKOB OOKOBBIX KOPHEH.
B kopHeBoMm cucteMe B pasHbIM NEPUOJN KU3HM PACTECHHSI IPOUCXOIMT
HEpAaBHOMEpPHOE pachpezaeneHne HUTOKMHUHOB (Brovko et al., 2007). Jlannas
HEPaBHOMEPHOCTD B PACIPEIECICHUH [IATOKUHUHOB B KOPHEBOW CHCTEME PACTEHUI
MOKa3blBa€T TO, YTO JaHHbIE (UTOTOPMOHBI HEOOXOJUMBI TOJIBKO Ha
omnpeNereHHbIX cTagusix (opmMupoBaHus OOKOBBIX KopHed (Bwicoukas u np.,
2014). LluTokuHuHbl perynupyror kiaerouyHoe neneHue (Romanov, 2009; Kieber,
Schaller, 2014) uepes yuactue B nepexojie ot craauu G1 x S daze u ot ctaguu G2
K MHUTOTHYECKOMY [EJIEeHHUI0. Y MYTaHTHBIX (OpM pacTeHUd, CO BCEMHU
BBIKJIIOYEHHBIMUA  [TUTOKUHUHOBBIMU ~ PELENTOPAMU, alHKajdbHas MepUcTeMa
KOpHEH 3HAYMTENBHO MEHBbLIE [0 CPaBHEHUIO C JUKAM TUIIOM H3-32
npoucxonsien peaykiuu kiaetounoro aenenus (Kieber, Schaller, 2014).

Bo Bpemsi pocta mepBHUYHOrO KOPHS LUTOKWHUHBI MHTUOUPYIOT 3TOT POCT
yTEeM BIMSIHUS Ha JEJIEHUE KJIETOK B MEPUCTEME KOPHS, @ TAKXKe Ha POCT KIJIETOK B
30HE€ paCTsHKEHHS. AYKCHHBI U IIMTOKMHUHBI TPOSBISIIOT CBOE JICCTBUE Ha
peryisliMi0  pa3Mepa  aluKaJIbHOM  MEPHUCTEMbl ~ KOPHEBOM  CHUCTEMBI

IMPOTHUBOIIOJIOKHBIM 06p330M. HI/ITOKI/IHI/IHBI Y4aCTBYIOT B H3MCHCHHUH pPasMcpa
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anuKaJIbHOM  MEPHUCTEMBI  KOPHS  IOCPEJACTBOM  BJIMSIHUSI Ha  CKOPOCTH
nudepeHIIMPOBKU KIETOK, Haxomsaumxcs B 30He pactskeHus (Dello loio et al.,
2012).

Hpyras rpynma (UTOrOpMOHOB — THOOEPEIUIMHBI PEryIUpPYIOT MHOTHE
MPOLIECChl PA3BUTUSI PACTEHUH, BKJIIOYAsl KJIETOUHOE JEJIEHWE M pACTSKEHHUE, a
TaKXe POCT KOpHEBOM cucteMbl (Sun, 2011). UyBCTBUTEILHOCTD K THOOEpEIITUHAM
KOpHEIl BbIpak€Ha CUJIbHEe, 4eM Yy CTeOneil, B CBSI3U C YeM pPOCT KOPHEBOM
CUCTEMbl aKTHUBUpYyETCS Oojee HHM3KMMH KOHIEHTpalusiMu TuOOepesioBoi
KHUCJTIOThI, HEJOCTAaTOYHBIMU [UJIsl pocTa mobera, B TO BpeMs Kak OOJbIIOE
cofiep)kaHre THOOEPEIUTMHOB YIIy4IlIaeT PACTSKEHHE CTeOJeH M TMOJaBiIseT POCT
kopHei. Takum oOpa3zom, ruOOepesUIMHbI YYaCTBYIOT B KOHTPOJIE (POPMBI pacTeHU
MOCPEACTBOM BIIMSIHUS Ha COOTHOIIEHHE pOCTa TMoOera M KOPHEBOM CHUCTEMBI
(Tanimoto, 2012).

ABK sBnsercs BaXHEHIIMM (PUTOTOPMOHOM, OTBEYAIOIIMM 32 TOPMOKEHHE
pocTa pacTeHUW U TJaBHBIM AHTAarOHUCTOM TaKUX POCTCTUMYJIHPYIOIINX
TOPMOHOB, KaK ayKCHHBI, IIUTOKMHUHBI U TuOOepemuubl (KynyeB u ap., 2017,
Kuluev et al., 2018). Takxe ABK TopMO3uT neineHne KIETOK KaMOusl, YTO BIUSET
KaK Ha TMEPBUYHBIM, TaK W HA BTOPUYHBINA POCT, OJJHAKO, B HEKOTOPBIX CIIydasx
ABK wMoxer paeiicTBoBaTh Kak CTUMYIATOP poOcCTa, yOupas HMHrubupytoiiee
BJIMSIHUE HAa POCT KOPHEBOM CUCTEMBbI THOOEPEIIIOBOM KUCIIOTHI, a B IIEPUO]T 3aCyXHU
aKTUBUPOBAaTb MEXaHM3M BcachiBaHUs BoOJbl KopHsAMH (besyrmosa, 2009). ABK
BBICTYIIA€T AHTAaroHUCTOM (PUTOTOpPMOHA ayKCHHA B PETYJSIUA BETBICHUS
kopHeBoil cuctembl (Hooker, Thorpe, 1998). Ha npumepe TpaHCreHHBIX pacTeHU
¢ HapymienueMm cuHTe3a ABK Obl10 BBISIBIEHO, YTO y HHUX OTCYTCTBYET
MO/IABJICHUE YJIMHEHHUsSI OOKOBBIX KOpPHEH B YCJIOBHUSX pPOCTa B TMPUCYTCTBUU
HUTPATOB, 4TO yKa3biBaeT Ha y4yactue ABK B manHom mpomecce (Signora et al.,
2001, Zang et al., 2022).

Bpaccunocreponipl B 04EHb MajbIX KOHILIEHTPAIUSAX aKTUBUPYIOT POCTOBbBIC
IPOLIECChl B PACTEHUSIX, YYACTBYSl B PETYJISIUU JCJIECHUS U PACTSIKEHUS KIIETOK.

Jlanable (PUTOTOPMOHBI AKTUBHO JACWCTBYIOT Ha KOPHEBYIO CHCTEMY, UHTHOHPYS
27



oOpa3zoBanue 00koBbIX KopHei (KymyeB u np., 2017). Perymsmus nporeccoB pocta
pacTeHuid OpacCHHOCTEpPOUIAMH MPOUCXOTUT MOCPEICTBOM OpacCHHOCTEPOUI-
yyBCTBUTENbHBIX reHoB ([Ilakupona, 2001).

@UTOTOPMOH JTUJIEH YYacCTBYET B PEryJSIIUU KJIETOYHOIO PACTKECHMUS,
CIOCOOCTBYET aKTUBHOMY Pa3BUTHIO KOPHEBBIX BOJIOCKOB, a TaKXKe SBISETCA
BOKHEUITUM (DAaKTOPOM B PETYISIMU POCTa KOpHEBOM cucteMbl B 1iesnoM (Pitts et
al., 1998). V Arabidopsis thaliana (L.) Heynh. npu BIussHUM TSXKEIbIX METAILIOB
(B OCOOCHHOCTH KaaMusl) STUJIEH YJIy4dllaeT pa3BUTHE KOPHEW MOCPEICTBOM
MoaynupoBanusi koHueHtpauun O, (Abozeid et al.,, 2017). Tak »xe >TuieH
CIocoOCTBYeT OOpa30BaHUIO A’PEHXMMBI M MPHUAATOYHBIX KOpHEH Yy ceMmeicTBa
Poaceae B ycnoBusix 3aTomieHHs W HemocTaTka kuciopoja. Camas BakHas
GyHKIHUS STUJICHA 3aKJIIOYAaeTCsl B TOPMOXKEHHHM pOCTa TJABHOTO KOPHS C
JaabHeHIe akTuBaluen oopa3zoBanus 60koBbIX kopHel (Kymaesa, 1995).

’KacMoHOBas KUCIOTa U €€ METUIIOBBIN A(Up PeryIupyeT Mpoiecchl pocTa, a
TaK)Ke€ MEXaHU3MbI ((OPMHUPOBAHUS KOPHEH U KOPHEIJIOI0B, HO TAK)KE )KACMOHATHI
MOTYT MHTUOMPOBATh POCT KOPHEBOW CUCTEMBI. A TpHU HK30T€HHON 00paboTKe
METUDKACMOHATOM B KOHIGHTparmu 107 M MIICHHIBI MPOUCXOAUT yBEINUCHHE
AKTUBHOCTU JICJIEHUS KJIETOK AamnMKajJbHOM MEpPUCTEMBbl KOPHEBOM CHCTEMBbI
(CaxabytauHoBa u ap., 2009).

CanuuuioBasi KUCJIOTa B MPUCYTCTBUM BBICOKOW KOHLEHTPALIMM 3€aTHHA
UHTUOMPYET POCT KOpHEW TOMATOB, B TO € BPEMS CTAHOBHUTCS CTUMYJIATOPOM
pocTta KOpHEH TpW HHM3KOW KOHIeHTparuu mnuTokuHuHa (baboma, Komaposa,
2013).

CTpuronakToHsl — (PUTOrOPMOHBI, BEIpAOaThIBAEMbIE KOPHIMU PACTEHHM, OHU
Y4acTBYIOT MPU B3aUMOJICUCTBUU KOPHEW C MUKOPU3HBIMU TpUOaMU, TaKXKe 3TH
(UTOTOPMOHBI PETYJIUPYIOT BETBJIEHUE KOpHEH. B KOpHSIX CTpUroJIaKTOHBI
BbIPa0AaTHIBAIOTCS. B OTBET HAa HU3KHME KOHIEHTpaluu (ochaToB MM Ha OOJBIIOE
KOJIMYECTBO TMoctynatomiero u3 mnoodera aykcuHa (Umehara et al., 2015;
Humphreys, Smith, 2021).

Takum o00pa3omM, B PpErymsiliiM KIETOYHOTO JEJICHHS U KJIETOYHOTO
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pacTsKeHUs] KOpHEH (PUTOrOPMOHBI WTPAIOT BAXKHYIO POJIb, BIHSS HA MPOLECCHI
KOpHEOOpa30BaHUs, BETBICHUS, MEPBUYHOTO M BTOPUYHOTO POCTa KOPHEBOU
CUCTEMBI, Pa3BUTUSI KOPHEBBIX BOJIOCKOB KaK CTUMYJIHUPYs, TAK U UHTUOUPYS 3TU
IIPOLIECCHI B XOH€ KU3HENEATENBHOCTU pacTeHUud. @OUTOrOPMOHBI BMECTE C
MHOTOYHCJIEHHBIMU ~ PETrYJISATOPHBIMM T'€HaMH YYacCTBYIOT B DPEry/sIlMM U
o0eclieueHnn pocTa U PacTsHKEHHUs KOPHEBOHM cucrteMbl pacteHuil. K Tomy ke
(UTOTOPMOHBI  TIOMOTAIOT ~ OBICTPO  pearupoBaTb KOPHSAM  pacTeHHM Ha
abuoTnueckue crpecc-(hakToppl B TedeHHe Bceil ku3HU. Ilomyuaemple B 3TOH
o0nacTy 3HAHUS BAXKHBI IS PELIECHUS 33/1a4 CEIbCKOTO XO3SMCTBAa M IMOJyYEHUs
CTPECCOYCTOWUYMBBIX PACTEHUW, a TAaKKE JUIsl YIYyYIIEHUs CBOWCTB KOPHEBOU

cucremnl (Kymnaesa, 1995).

1.2.2. I'eHeTH4YecKas peryJsiliusi poCcTa KOPHeH MPU HOPMAJIbHBIX
YCJIOBUAX U MPHU TEHCTBUH CTPECCOBBIX (GaKTOPOB

3a mocsenHue rojibl U3y4eHbl JECSITKH CEMENCTB IeHOB, OETTKOBBIE MPOAYKTHI
KOTOPbIX TNPUHUMAIOT Yy4YyacTHE B peaU3alMd MEXaHU3MOB pPEryjsiliud u
oOecrieyeHnsT KIJIETOYHOTO [EJNEHHUS W POCTa KIETOK PAaCTSKEHHEM B KOPHSX.
Bosbiioe KoNMMYecTBO T€HOB YYacTBYET B PETyJALMH JCJNCHUS W PACTKEHUSA
KJIETOK B KOPHSAX MPHU HOPMAIbHBIX YCIOBUAX U NPHU BO3ACHUCTBUU aOMOTUYECKHX
cTpecc-(hakTOpoB, OJAHAKO B PETYJSIIHUIO JAHHBIX MPOLIECCOB TAK)KE BOBJICUEHBI
MOJIEKYJIbI HEOEIKOBON MPUPOJbI U SIUreHEeTHYecKrue (aKkTopbl. DKCIpeccus
TEHOB-PETYJIATOPOB pPOCTa M PA3BUTHUS KOPHEH pPErynupyeTcsi BHYTPEHHUMHU H
BHEIIHUMH (AKTOpaMH, K KOTOPBIM OTHOCSTCS (PUTOTOPMOHBI, caxaposa,
MUHEpaJIbHbIE AJIEMEHThl U TEHbI, COAEpKalIUE MPOMOTOPHI, CHeUUu(UUHBIE U
YyBCTBUTEJIbHBIE K (UTOTOPMOHAM, a TaKXE CBETOBbIE U TeMIIepaTypHBIC
abuotnueckue (Qaxtopbl cpenpl. ['eHbl, AKTUBHOCTH KOTOPBIX 3aBUCUT OT
(UTOTOPMOHANILHON pEryJIslIMM, B COCTaBE CBOMX IPOMOTOPOB HUMEIOT IUC-
pEryJIATOpHBIE  3JEMEHTHI, KOTOpPhIE MOTYT ONPEAENATh TOPMOHAIbHYIO
crnenu@UUHOCTh, TPOLIECCOB pOCTa pacTuTenabHoro opranusma (Mengenes,

[Maposa, 2010). Ilpexne Bcero, B PEryysiiuud pa3BUTHS KOPHS W KOpPHEBOM
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CUCTEMbl  PAaCTEHUW  y4YaCTBYIOT NPEACTABUTENM  PA3JIMYHBIX  CEMEHCTB
TPAHCKPUTIIIMOHHBIX (paKTOpoB: romeomomeHcoaepxamnme Oenku (Hake, Ori,
2002), MADS-6enxku (Menpenes, Illapoa, 2010), MYB-6enku (Chen et al.,
2006), oOenxkm bHLH (Serna, 2007), GRAS (Bolle, 2004). Hampumep,
tpanckpunimonubii paktop SCARECROW wu3 cemeiictBa GRAS npunumaer
ydyactue B 00pa3oBaHMM  OOKOBBIX  KOpPHEH  MOCPEICTBOM  HUHIYKUUU
NEPUKINHANBHBIX JEJICHUA MEPUCTEeMAaTUYECKUX KIETOK B OPraHU3YIOIINX
ueHtpax nepunukia (Goh et al., 2016), a rerepoaumepst LHW-TSL1 bHLH-
OEJIKOB y4acTBYIOT B PETYJISAIHNH KICTOYHBIX JCICHUN MEPHUINKIA B COCYIUCTHIX
KJIIETKaX B 30HE AaluKaJlbHOM MEPUCTEMbl KOPHEBOW CHUCTEMBbI U PEryJIUPYIOT
nuddepenuuanuio kcuaemsl (Katayama et al., 2015).

benox GATA23 u memOpaHo-accouMupoBaHHbIi perynstop kuHaz3 MAKR4
SBJIAIOTCS  BaKHEHWIIUMU  (akTopaMu, HEOOXOJUMBIMU JUIsi  0Opa3oBaHUs
JIOKaJIbHOM KOMIETEHIMU KJIETOK 30HBI MEPUIIMKIIA ¢ MHULMALIMEH 30HBI 3a4aTkKa
o6okoBoro kopHsi (De Rybel et al.,, 2010; Xuan et al., 2015). Taxxe GATA23
SBJIIETCSl BaKHEHIIEW MMILIEHbIO AyKCUHOB IS ONOCPEIOBAHHOTO JACHCTBUS
TpaHCKpUNIIMOHHBIX ¢akTopoB ARF B KkieTkax-ocHOBaTenbHUIIAX OOKOBBIX
kopHelt (Rogg et al., 2001; Brady et al., 2007; De Rybel et al., 2010). Dxcnpeccus
Tpancakropa GATA23 mnpoOUCXOIUT BO BCEX KIETKax IMEPUIIMKIA B 30HE
PACTSKEHUSI KOPHS, a B KJIETKaX-OCHOBATEIbHUIIAX OH 3KCIPECCUPYETCS Mepen
NEPBBIM aCCUMETPUYHBIM JICJICHUEM B MPOLECCE MHUIIMALMKA OOKOBBIX KOpHEH. B
TO k€ Bpems TpaHcKpuniuoHHbI (aktop E2F ctumynupyer mepexon KieTok-
OCHOBATEJIbHUI] K aCHMMETPUYHOMY KiieTouHoMy feneHuto (De Smet et al., 2010).
Perynauus skcnpeccun TpaHckpunimoHHoro (akropa E2Fa mnpoucxomut ¢
nomouipio aumepa tpanchakropoB LBDI18/LBD33, koTopslii accouuupoBaH ¢
ayKCMHAMU W SBJISETCS CBSI3YIOIIMM 3BEHOM MEXKIY MEXaHU3MOM 00pa30BaHUs
OOKOBBIX KOpHEH W aktuBauueil Tpanckpumuuu E2Fa (Berckmans et al., 2011).
CemeiictBo TpaHckpuniuoHHbix (aktopoB GRF, yuacTBytomee B perynsuuu
MPOLIECCOB KJIETOYHOIO JIENIEHUS, aKTUBHO SKCIPECCUPYETCS TaKK€ U B MOJOJBIX

pactymmx TkaHsx kopuei (Kim et al., 2003). Tpaunchakrop ANACO17
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AKCHPECCUPYETCS] MPEUMYIIECTBEHHO B KOpHSIX pacTeHud A. thaliana, HO ero
AKCHOPECCHUSI U HAKOIUICHUE MPOYKTa MOAABISETCS BIUSIHUEM TSIKEIBIX METAJUIOB,
a TaKKe AaIIOMHHHUSA. YMEHBUIEHWE AKTUBHOCTHM JTOTO TPAHCKPHUIIMOHHOTO
(dakTOpa MOBBIIIAET TOJIEPAHTHOCTH K ATFOMUHUIO TT0 CPABHEHHIO C TUKUM THUIIOM
U COMPOBOXKAaeTcsl 0ojiee HU3KUM COJIEp)KaHHEM aIOMUHUS B KOPHAX U CTEHKaX
kietok kKopHs (Che et al., 2016). ¥ myrtantHbix 1o reny ANACOI7 dbopm A.
thaliana TPOUCXOJUT YMEHBIICHUE COJIEPKAHHE CBA3YIOUIMX TJIMKAHOB
(KCUJIOTJIFOKAHOB), YTO MOET YKa3blBaTb HAa BJIMUSHUE TPAHCKPUIILMOHHOTO
daktopa ANACO17 Ha sKcmpeccHro TeHOB OMOCHMHTE3a W MeTabonm3Ma 3THX
coenuHennii. Taxxxke ANACO17 NOJOXUTEIBHO PEryjJupyeT 3KCIPECCHI0 I'€Ha
XTH31 A. thaliana nocpeacTBOM IPSIMOTO CBA3BIBAHUS C IPOMOTOPHOM 00JIaCTHIO
reHa XTH31, 4To BIUsIET HA TOJIEPAHTHOCTb KOpHEH A. thaliana k amomunuio (Tao
et al., 2022).

I'enst KNATI-5 (u3 cemeiictBa KNOX) 3KCHpPECCUPYIOIIMECS B KOPHEBOMU
cucteMe pacteHuit A. thaliana, SBASIOTCS TOMOJIOTaMH TOOETOBBIX TeHOB STM.
I'en KNATI axkTUBHO SKCIPECCUPYETCS B 30HE 3a4aTkKa B OCHOBAHMH OOKOBOTO
KOpHSA, a B 3peJOM KOpHE B 30HaX KOPTEKCa, MEPUIMKIA W HSHIO0JAECPMBbI
HaOIro1aeTcss HauOoJbIIass akTUBHOCTE reHa KNATS3. TloBbllieHHAss aKTUBHOCTD
reHa KNAT4 oOHapyXuBaeTCs B KOPHEBOM CHCTEME B 30HAX paCTSKEHUs,
mudepeHnmupoBkH, BO GiiodMe, KOpTekce, nepunukie u saaoaepme. ['en KNATS
MPOSIBIISIET CBOE JIEWCTBUE B AMUACPMAIBHBIX KJIETKAX, HAXOJALIMXCS HA TPaHULC
30H JIeNieHUsl U pacTsbkeHus KopHeBou cuctembl (Truemit, 2006). I'en kopHeBoM
cucteMbl QHB, sBastonuiics romojiorom reHa WUS B moOerax, oTBedaeT 3a
nojJiep>kaHue HEeoOXOJMMOI0 KOJUYECTBA CTBOJIOBBIX KJIETOK B MEPHUCTEME MpHU
npoiieccax neneHus kietok kopHs (Kamiya et al., 2003). A ren STIMPY/WOX9 y
pacrenuii A. thaliana y4acTByeT B NOJAEPKAaHUU KIETOUYHBIX JECJICHUN B
anukanbHbIX Mepucremax kopHs (Wu et al., 2005). T'en KOR2 xomupyer
JIOKAIN30BaHHbIE B MEeMOpaHe JHJIOTIIOKaHa3bl, U OH DKCIPECCUPYETCS B 30HE
nuddepeHIIUpOBKH KOPHEBBIX BOJOCKOB pa3BHBarommxcs kopHei (Molhoj et al.,

2001). Tennt AIL3 n AIL4 y pactenuii A. thaliana y4acTBYXOT B peryisiiuu
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MEXaHU3MOB KJIETOUHOT'O JEJICHUS B alHMKaJIbHOM MEPUCTEME KOPHEBON CHUCTEMBI
(Aida et al., 2004).

[Tenrrun CLE40 B kopHsix (romosior mooeroporo nentuaa CLV3) ygyactByeT B
pPETYISIMU  KJIETOYHOW Tmponudepanud CTBOJIOBBIX KIETOK B  alMMKaIbHOU
mepucteme, a nentuibl CLE41 u CLE44 oTBedaroT 3a KOHTPOJIb Pa3BUTHS KaMOus
u npokam6usa (lomyeBa u np., 2013). Csepxaskcnpeccusi nentunoB CLE14 u
CLE20 A. thaliana 6noxupyeT KJIETOYHOE JIeJICHUE U UHTHOUPYET pOCT KOPHEBOU
CHCTEMBI, @ BO3BpAILEHUE POCTAa KOPHEW B HOPMAJIbHOE COCTOSHUE IMPOUCXOIUT
npu 100aBICHUM DJK30TeHHBIX IUTOKMHWHOB (Meng, Feldman, 2010). CLE-
MEeNTUABl KOPHEW KOHTPOIUPYIOT 3Kcmpeccuto Oenka U-6okc E3 yOukBuTHH
nuraza PUB4, koTopblii OTBEYAET 3a ACUMMETPUYHOE KJIETOYHOE JICJICHUE B
MEpUCTEME KOpPHEW TMOCPEACTBOM akTHBaUMM dKcnpeccun TreHa CYCD6; 1
(Kinoshita et al., 2010).

[ToMmuMO TENTUIOB, TPAHCKPUIIIMOHHBIX (PAKTOPOB M JPYrUX OEJIKOB B
perymsiiuu  MopdoTeHe3a KOPHEBOW CHCTEMbl PACTEHUH TNPUHUMAIOT ydYacTHe
takxe MUKpoPHK (Chuck et al., 2009).

Takum 00pa3om, y pacTeHUH CYIIECTBYET CUCTEMa KOHTPOJISI pOCTa KOPHEBOU
CHUCTEMBI, B PE3YyJbTaT€ KOTOPOW MPOUCXOAAT CYLIECTBEHHBIE W3MEHEHHUS B
DKCIPECCUU TE€HOB, OTBEYAKOIIMX 33 PETYJIUPOBAHUE MIECIECHUS U PACTSHKEHUS
KJIETOK  KOpHS, 4YTO  TO3BOJIIET  PACTEHUAM  MPOAOJKATH  IPOILIECCHI
KU3HEAEATEIbHOCTH KaK NMPU HOPMAJIbHBIX YCIIOBHSX, TaK M IMPU BO3JCUCTBHUU
pa3TUYHBIX a0MOTUYECKHX CTpecc-PaKkTOpoOB, TaKMX KaK 3acyxXa, THUIIOTEPMHS,
3aCOJICHHE U BIMUSHUE TSKEIbIX METAJIOB, KOTOPbIE CHUXKAIOT MOCTYILJIEHUE BOIbI
Y TIUTATEJIbHBIX BEUIECTB U3 MOYBbl. OAHAKO HE J0 KOHIIA OCTAIOTCS U3YYEHHBIMU
YYaCTHUKHU KJIETOYHOI'O JEJIEHUS U PACTSHKEHUST KOPHEBOW CHUCTEMBI, a TaKXKe
MEXaHHU3MBbI X aKTUBALIMH, TOATOMY MOJIYYEHHBIE 3HAHUS B JAHHOM HalpaBJICHUU
BHECYT CYIIECTBEHHBIN BKJIaJA B (yHAAMEHTAJIbHbIE MCCIEIOBAHUS, TE€HHYIO
WHXEHEPUIO U CEJIEKIMIO PACTEHHN U MOMOTYT B CO3JJaHUM CTPECCOYCTONYMBBIX
pacTeHUil ¢ XO3AMCTBEHHO-LUECHHBIMHU IMPU3HAKAMU M TOJYYEHUU HOBBIX COPTOB

KYJBTYPHBIX PACTCHUM.
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1.3. Buausinue aOMOTHYECKOI0 CTPecca Ha POCT KOPHeil pacTeHui

KopHeBas cucrema oka3bpIBa€T ONPEAEISIONIEE BIMSHUE HA PA3BUTHE U POCT
BCEr0 PaCTUTEIBLHOTO OpraHu3Ma, B TOM YKCJI€ IOMOTaeT COMPOTUBIICHUIO 3aCyXe
Y TUNIOTEpMHUU. B CBOIO ouepenp poCT U pa3BUTHUE KOPHEW HANPSIMYIO 3aBUCUT HE
TOJBKO OT MOCTYIJIEHUS TUTATENIbHBIX BEIIECTB B PACTEHUE, HO U OT BJIAYKHOCTU U
TEMIEpaTypbl TMOYBBI, a TaKXKe OT KOHIEHTpPAlMU MOJIEKYJ KHUCIOpoda B
nouBeHHbIX ciosx (Liu et al., 2019).

B ecrecTBEeHHBIX YCIOBHSX pPACTEHUS MOJBEPrarOTCs BIMSHUIO BHEIIHUX
abMOTHYECKUX CTpecc-(haKTOPOB, TaKUX KaK HU3Kas TeMIeparypa, 3acoJieHUue,
3acyxa, IEMCTBUE PA3IUUYHBIX TsKeNIbIX MeTauioB (Bolinukos, 2013; TutoB u np.,
2014; Takahashi et al., 2020). Bce »5tu ctpecc-pakTopbl OKa3bIBAIOT
OTPUILIATEIBHOE BJIUSHHUE HA POCT, PA3BUTHE U MPOAYKTUBHOCTH PACTUTEIBHBIX
opranuszmoB (Boyer, 1982; Winfield et al., 2010; Clemens et al., 2013; Tiika et al.,
2021), 4YTO TaKXKe CYIIECTBEHHO CKa3blBaeTcs Ha aAuddepeHnnaIbHOM
pacrpeeneHnd BUAOB PACTEHUN B PA3JIMUHBIX YCJIOBHUAX OKPYXKAIOLIEH CpEIbI
(Chaves et al., 2003). B orBeT Ha Bo3zeiicTBHE cTpecc-(haKTOPOB y pacTeHUU
MPOUCXOIUAT aAKTHBALIUS 3aIUTHO-TIPUCTIOCOOUTENbHBIX peakuui U
aJanTalMOHHBIX MEXaHU3MOB, KOTOPbIE ITOMOTal0T PACTEHUSIM BBIKUBATH B PE3KO
M3MEHSIONUXCS HEOIArONMPUATHBIX YCIOBHSIX BHEIIHEH CPEJIbI.

VY pacreHuil BBIIEIAIOT TpW a3kl OTBETHOW pEaKIMU Ha BO3JICUCTBUE
CTpeccoBBIX (HakTOpoB: 1) mepBUYHAs CTpeccoBas peakius; 2) aganTaius; 3)
WCTOIICHUE PECypCOB U THOENh PACTUTEIHLHOTO OpraHu3Ma. Pe3ynbpraTtoM mepBoi
(ba3bl CTAHOBUTCA TOPMOKEHHE MPOILECCOB ACJIECHUS U POCTa KIETOK, BTOPOU (hasbl
— BKJIFOYEHHUE OCHOBHBIX MEXAaHM3MOB aJallTalliM, YTO MPUBOJIUT K 3aMEJJICHUIO
THAPOJIMTUYECKUX peakuid M KaraboiiM3ma, a TaKkKe YCWICHHE IPOLIECCOB
cunre3a (AxmemkaHoB u jap., 2015). Ilocrme oxonyanus ¢as3bl aganTaluu,
pacTeHus! MPOAOHKAIOT pa3BUBaThCs. Ecin jke BIusHUE CTPEeCCOBBIX (haKTOPOB HE
3aKAaHUYMBACTCA WJIM YCWIMBAETCS, TO PACTUTENIbHBIM OPraHu3M IIEPEXOJHUT B

TpeThio (pa3dy, B KOTOPOH NPOUCXOIUT TMOAABJICHUE OOJIBIIMHCTBA (YHKIIHA
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KU3ZHENICATCIIbHOCTH W, B KOHEYHOM WuTOTe, pacteHue mnorubaer. Ecmm xe
MIPOUCXOIUT TPEKPAIICHUE BIUSIHUS CTPECC-(PaKTOPOB M YCIIOBHSI BHEIITHEH CpeIbl
OpPUXOAST B HOPMY, TO y PACTEHHsS BKIIIOYAETCS MEXAHU3M BOCCTAHOBJICHUSA
opranuzMma (Penynos u ap., 2015).

CenbCKOX035MCTBEHHBIE KYJBTYPbl MPU BO3/EIBIBAHUMA B MPOIECCE pOCTa U
Pa3BUTHS TIOCTOSIHHO MCHBITHIBAIOT BIMSHHE HEOIAronpusTHRIX (DaKTOPOB CpPEIibl,
MOATOMY TMOBBIIIEHUE HMX CTPECCOYCTOMYMBOCTHU SIBJISETCSI OYEHb BAXHBIM JIJIsI
CEIbCKOTO XO35MCTBA, TaK Kak CIOCOOCTBYET YBEJIMYECHHUIO YPOKANHOCTH.
MexaHu3MbI aIanTay PACTUTEIHHBIX OPTAHU3MOB K PAa3IMYHBIM a0HMOTUYECKUM
cTpecc-pakTopaM BKIIOYAIOT B €€0sS KOMIUIEKC TE€HOB, JKCIPECCUS KOTOPBIX
aKTUBHPYETCS TMPU BO3JACUCTBUU CTpecca, NMPU ATOM TE€Hbl HMMEIOT CIOKHBIN
MEXaHHU3M peryJsiiuu. J[oBoJIbHO 4acTO 3T MEXaHM3MBbI U3y4YalOTCA C MOMOIIbIO
TPAHCTEHHBIX PACTEHHI, KOTOpbIE SIBJIAIOTCS TOJIEPAHTHBIMH K CTpeccaMm, 4TO B
JNanbHEHIIeM TO3BOJIMT  OMOTEXHOJOTaM M CEJIEKIMOHEpaM,  HCHOJb3ys
MOJYyYECHHbIE 3HAHUS, CO3/laBaTh pACTEHUs, YCTOMYMBBIE K 3aCOJIEHUIO,
TUIIOTEPMUH, 3aCyX€, BIUAHUIO TsKeNIbIX MeTaiuioB (Jadamba et al., 2020).

CaMpIMH  PacIpOCTpPAaHEHHBIMH  a0MOTHUYECKHUMH  CcTpecc-(aKkTopamu,
YCIIOKHSIOIUMHA PACTEHUSIM JOCTHIXKEHUE HX KOPHSAMHU TIyOOKO 3ajierarouiux
BOJIOHOCHBIX CJIOEB, SIBJISIFOTCSI 3aCyXa, SKCTPEMaJIbHbIE TeMIepaTypbl (BHICOKHE U
HU3KHE TEMIIEpaTypbl), 3aCOJICHHUE, CHHUXKEHHUE JOCTYIHOCTH MHUTATEIbHBIX

BCIIICCTB B ITOYBC.

1.3.1. PocT kopHeii npu xeiicTBUM 32COJICHUS
3acoyieHMe — pacHpOCTPAHCHHBIM aOMOTHUYECKHM cTpecc-(pakTop BHENTHEH
cpenpl, KOTOPBIA B TIEPBYIO OYEPENb BBHI3bIBACT NE(PHUIIMT BIarw, MpU ITOM Y
Ka)XJIOTO BHUJA PACTEHUS CBOS YYBCTBUTEIBHOCTh K BJIMSHUIO cojii (CTpOTrOHOB,
1962; Flowers, 2004; Xu et al., 2020). 3acojieHue No4YB HETaTUBHO OTPa)KaeTcsl Ha
KU3ZHEJEATEIbHOCTU PACTUTEIbHBIX OPraHU3MOB, BCJIEJACTBUE YEr0 MPOUCXOAUT
yMeHblieHne ux npoayktuBHoctu (IIuxmypanos, 2009; Tepaeuxas u ap., 2011;

Komikun, 2014; KypkueB u np., 2016). BiusitHue 3acosieHHs] OpOSBISETCSA, B
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MEPBYIO 0YEPEib, B U3MEHEHUAX MOPHOMETPHUECKIX MOKA3aTeNel pacTUTEIbHBIX
OpPraHU3MOB, a TaK)K€ B CYMIECTBCHHBIX M3MEHECHHUSIX OMOXMMHUYECKHUX IMPOIIECCOB.
BricOkne KOHUEHTpaUMH COJIM Ha PACTEHUE OKAa3bIBAIOT TAKKE TOKCHUYECKHI
b (deKT, mpu 3TOM MPOUCXOIAT HAPYIICHHS a30THOTO OOMEHAa W HAKOTUICHHE
npoaykToB pacrana 6enkoB (bemoszepona, Jlykamenko, 2010; benozepora, bome,
2014; Torabi, 2014; XKykoB u ap., 2016; Yan et al., 2019). Takxe 3aconeHue
NPOBOIMPYET HM3MEHEHUS B OCMOTHYECKOM [IaBJICHUM KIIETOK, B pEaKIMsIX
OKHUCJIUTENBHOTO CcTpecca, paboTe KOMIIOHEHTOB AHTMOKCHUIAHTHON CHUCTEMBI,
COJIEp’KaHUU TIPOJIMHA.

B xone Xu3HENEATEIbHOCTH pPACTUTEIbHBIX OpPraHW3MOB HX KOpHEBas
cucrteMa abcopOUpPyeT MHOXKECTBO XMMUYECKHX DJIEMEHTOB, MO3TOMY OHA MMEET
CrieIMagbHbIe MEXaHU3Mbl TIOTJIONMIEHUS HEOOXOIMMBIX BEIIECTB W BBIOpOCa
TOKCUYHBIX, OCHOBBIBAIOLIMECS HA paboTe HOHHBIX NoMi U aHTUnoptepoB (Torabi,
2014; HNBanwmmen, 2019). IloeimienHoe conepxkanue coneit NaCl, Na,SO,,
Na,COj; B mouBe 3aTpyJHSET MOIJIOIIEHUE BOJIbI KOPHEBON CUCTEMOM pacTeHUH, a
TaK)K€ CYIIECTBEHHO BJIMSIET Ha U3MEHEHUE (PU3MOIOTHYECKUX U OMOXMMHYECKUX
xapaktepuctuk kopHeul (EBrpamkuna u ap., 2018, 2019, 2020). Takxe B KOpHSIX
MIPOUCXOJUT MOBPEKIAECHUE IJIa3MaJIEMMBI, UTO BIIUSET HA €€ MMPOHUIAEMOCTb, a B
KOPHSX MOJIOABIX MPOPOCTKOB TOPMO3HUTCS POCT MEPUCTEMATHUECKHUX KIETOK U UX
BCTYIJIECHHE B NPOILIECC MHUTO3a, B 30HAX JICJICHUS U PACTSKEHHUS CYIIECTBEHHO
U3MEHSAIOTCA pPa3Mepbl SAEP U KIETOK. 3aCOJICHUE BBI3BIBAET U yCHIMBACT
ACMHXPOHHOCTh  KJIETOK KOPHEBOW CHCTEMBI, KOTOpbI€ MPUCTYNAIOT K
MutoThueckomy aenenuto (JIynenko, 1979). ¥V msarkoi nineHUIlbl IpU 3aCOJICHUN
B auanaszone koHreHTpaiuid NaCl ot 85 no 200 MM npoucxoauT HHrHOUPOBAHUE
pOCTa KOPHEW, a TaKK€ YMEHBIICHUE CYXOW M CHIPOM MacChl KOPHEBOU CHCTEMBI
(Kypkues u ap., 2017). Tak ke paznuyuHble BUIbI 3aCOJICHUN MPUBOIUIN K TOMY,
YTO y MATKOW SPOBOM MILEHUIIBI IPOUCXOAUIO YMEHBIIEHUE YUCIA 3aPOABIIIEBBIX
KopHei (XycauHoB # ap., 2014), a y MITKo#l 03UMOM MIIIEHULIbI CHUXKAIACh JIJTMHA

kopHer (Omaposa, 2014; Yan et al., 2019). Pactenuss o3uMol TpUTHKAJIE TaKkKe
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CHIDKAIU CBOM pocT u Omomaccy mpu BiaustHuH pacTBOpoB NaCl B KOHIIEHTpaIHsIX

85 u 165 MM (Kypkues u nip., 2016, 2017).

1.3.2. PocTt kopHeii npu AeiicTBUM THNIOTEPMUH

['unorepmusi sBASETCS OJHUM M3 HauOOJEe pacHpOCTPAHEHHBIX CTpecc-
(bakTopoB Il pacTeHUW NPUBOAAIIEE NPEXJIE BCEro K ACPUIUTY BIarud u3-3a
nepexona memopan B 6onee xéctkoe coctostaue (Komkun, 2014). s kopHeBo
CUCTEMbl PpPACTEHHMH, Kak ¢ i1 [O00eroBod 4YacTu, CYIIECTBYIOT TpHU
TEMIIEpaTypHbIE TOYKW: MHHHMMAaJIbHAs, ONTHMaJIbHAs W MakcuMaibHas. KopeHb
Jy4lle BCEro pa3BUBAETCS MPU ONTUMAIBHOW TEMIEPATYPE, KOTOpas IJIs KaXJ10ro
BUJIa pACTEHUH OMpeaeseTcs NHANBUIYAIbHO, OJIHAKO OMKMCAaHbl MPUMEpPHI, KOT1a
KOpHEBasi CCTeMa HauMHAET JIy4llle PacTy MPHU HEOOJIBIIIOM YMEHbIIIEHUH, a T0Oer
— npu HEOOJBIIOM TMOBBIIMIEHMH OTHOCUTEIHLHO ONTUMAJIBHOM TeMIlepaTyphbl
(®enynoB u ap., 2013; Liu et al., 2019).

BnusiHre HU3KUMX TOJIOKUTENBHBIX TEMIIEPATYp (TMIOTEPMHS) B NEPBYIO
ouepellb BbI3BIBAECT Y PACTEHUN TeMIEpaTypHbIA CTPECC, KOTOPbIMA BbIpaKaeTCs B
BUJIC TOBPEXKICHUS KIETOYHBIX MEMOpaH, KJIETOYHBIX OpPraHelslT U TOPMOKEHUS
nporieccoB pochopunpoBanus (Munaubaena, 2003; Takahashi et al., 2020). [Ipu
TUIOTEPMUN MPOoUcXoauT HakoruieHne ADK, pa3zauuHbIX MEeTa0OJIUTOB, a TAKKe
HapyIIaeTCs MOCIEI0BATEIbHOCTh U COTIACOBAHHOCTh MHOTHX OHMOXMMHYECKHX
peakuuii. A MPOJOJDKUTENBHOE JIEWCTBHE TUIIOTEPMHUM TMPUBOIUT PpACTEHUE K
rubenu (TutoB u ap., 2006). Y pacTeHuil MIIEHUIBI IO CPABHEHUIO C KOHTPOJIEM,
IPOUCXOANT CHIKEHUE HAKOIUIEHHS ChIpOHM OMOMAacchl KOpPHEW MpU pa3iHyuHbIX
BapHalUsIX BO3ACHCTBUS HU3KUX MOJIOKUTEIbHBIX Temmeparyp (+4, +8 u +12 °C B
Te4eHHue 7 JTHEH), a COOTHOIIEHUE CYXOW U ChIpOW OMOMAacChl KOPHEBOM CHCTEMBI
HE M3MEHSAETCA npu BozaeucTBuM Tunorepmuu (Bewxuk u np., 2020). Taxxke
YCTOMYMBOCTh KJIETOK KOPHEBOM CHUCTEMBI MILIEHULBI MPU BIUSHUU PA3THUYHBIX
HU3KHUX TOJIO)KHUTENIbHBIX TEMIIEPATYP HENOCPEICTBEHHO HA KOPHEBYIO CHCTEMY HE
TOJIbKO HE YJy4IlaeTcs, a JlaXXe€ BO MHOTMX CIydyasgX CKOpee CHUXKAETCs, YTO

YKa3plBa€T HAa TO, YTO y KOPHEBOM CHUCTEMbl IIIEHULBI CYIIECTBYIOT
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orpaHuYMBaromue (Gusnosornueckue (GakTopbl MPH aNanTalud W 3aKaJIuBaHUN
(Turos, Tamanona, 2011).

Poct kopHEBO# cucTeMbl 0000 pacTeHUs HAUMHAETCS MPU ONpPEIeTICHHOM
TeMIepaType MOYBEHHOTO CJIOS U YCKOPSIETCS 110 Mepe JOCTUKEHHUS ONTUMAaNbHOM,
a 3aTeM POCT 3aMeJUIsieTCsl, U TMOJHOE MPEKpallleHhe pocTa KOPHEBOM CHUCTEMBbI
HaOMIoaeTcsl MpU  JOCTHXKEHUM TeMIeparypHoro Makcumyma. K BIHSHUIO
BBICOKOUW TeMIlepaTypbl KOpHU OOJiee UyBCTBUTEIbHBI, YEM K XOJIOAY, U OHHU
pactyt npu Oosee HU3KUX TeMIIepaTrypax Mo cpaBHEeHMIO ¢ noderamu. Hampumep,
pOCT KOpHEBOM cuctembl Acer platanoides L. HauMHaeTCsi NMpPU MUHUMAIIBHOU
temriepatype +7°C, a npekpamaercs npu +26°C. [l 1epeBbeB TeMnepaTypHbIid
ONTHUMYM pOCTa KOPHEBOM CHCTEMBI HaxXxoAWTcs B auanazoHe +15-19°C. Ecmu
Temneparypa mouBbl gocturaer +50°C, To KopHeBas cucTeMa MOrudaer, 4To
NPUBOAUT K THOENM BCEro pacTUTENbHOro opraHusma. /g Hayama pocra
KOPHEBOM CHCTEMbI IJIOJIOBBIX PACTEHUM JOCTATOYHO, YTOOBI MOYBEHHBIM TPYHT
nporpenica a0 +4-5°C, a onTUManabHOM TeMIepaTypoil Uil pocTa KOpPHEBOM
CHUCTEMBI CUMTAETCS Auarna3oH ot +7 10 +20°C, npu yBeIUYEHUHU TeMIEpPaTyphl 10
+25-30°C pocT KOpHEBOI CHUCTEMBI MOJHOCTHIO Mpekpataetrcs (Uepenaxuu u ap.,
1991). OnpnHako JXM3HECTOCOOHOCTh KOPHEBOM CHUCTEMBbI MHOTHX JIPEBECHBIX
pacTEeHUN MOXKET COXPAHSATHCS M MPU TeMIlepaTypax HIbKe Hyssl. B ymepeHHbIX
HIMPOTaX MPU 3aMEP3aHUM MOYBEHHOIO TPYyHTA B 3UMHHUM MEPHUOJI y JPEBECHBIX
BUJIOB PACTEHHUM MPOUCXOAMUT IOJHOE MpPEKpalleHHe POCTa KOPHEBOM CHUCTEMbI
(Liu et al., 2019). B BeceHHMil mepuoJ MPOUCXOAUT MPOILIECC OTTAUBAHUA U
HarpeBaHMs MOYBbI, KOTOPBIM BEAET K HaYaly pocTa KOPHEH, IPU 3TOM paHbIIIE B
pOCT HJET Ta 4YacTh KOPHEBOM CHCTEMbI, KOTOpas HaxOIUTCAd OJMXKE K
MOBEPXHOCTU TOYBBI, & OCEHBIO, CIIEJIOBATEILHO, HA00OPOT KOpHEBas CHCTEMA,
pacnoyiokeHHass B 0OoJjiee TUIyOOKMX CIOSIX TOYBEHHOTO TpyHTa JIOJbIIE

POJIOJIKAET CBOM POCT.

1.3.3. PocT kopHeii npu 1eliCTBUHU TS:KeIbIX METAJLJIOB
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Tsxkenple MeETaUIbl Yallle BCErO BBI3BIBAIOT Yy PACTEHUM HapyIIEHHUS B
¢dorocunternueckom ammapare (TutoB u ap., 2007), yraHereHue pOCTOBBIX
byukuit (Ceperun, Mpanos, 2001), ycuiieHHME HHTEHCUBHOCTH IEPEKHUCHOTO
okuciienus munuaoB (Zhanq et al., 2007), u3MeHeHus1 B AbIXaTEIbHOM arlapare
(KapasaeB u ap., 2001), BonHOM 0OMeHe U MUHEpaJIbHOM nuTaHuu (TuToB U Ap.,
2014). OnHako, yMEepEeHHBIE J103bl HEKOTOPBIX TSKEJIBIX METAJUIOB MOTYT OKa3aTh
MOJIOKUTEIBHOE BIMSIHHE: OHU CIIOCOOHBI CTUMYIUPOBATh POCT pacteHuil (TuToB
u 1p., 2007), nmoBblIaTh cojep:kaHue NUrMEeHTOB (Stiborova et al., 1986) u
yBeJIUYUBaTh Oromaccy kopHeit (JIu u ap., 2008).

KneTounble cTeHKH pacTeHUN UM UX KAaTHOHOOOMEHHAas! ClIOCOOHOCTh MTPArOT
IJIABHYIO POJIb B IMOIVIOMIEHUH KOPHSMHU TaKHUX TSKEIBIX METAJJIOB, KaK KaaMUN
(Dabin et al., 1978; Khan et al., 1984; Zhang et al., 2018). ¥V xagmus oOmMeHHas
CIIOCOOHOCTh B KJIETOYHBIX CTE€HKaX BhIiIe, yeM y nuHka (Nishizono et al., 1987).
Takke OoHa MOXET pa3InyaThCsl B 3aBUCUMOCTH OT KOHUEHTPALMH COEAUHEHUN
TspKeNbIX MeTauioB (Tutos u np., 2014).

Kanmuii He siBisieTCss HEOOXOIUMBIM ISl pACTE€HUs AJIEMEHTOM, HO, TEM He
MEHEe, OH aKTHBHO TOTJIONIAETCS JHUCThIMU W KOpHeBou cuctemoil (Kabara-
[Tenauac, Ilennmac, 1989). bonbmiasg 4YacTe KaaMusi MOTJIOMIAECTCS KOPHSIMHU
MACCMBHO M MOCPEACTBOM MeTabonnyeckoro nytu (Smeyers-Verbeke et al., 1978;
Han et al., 2017). UoHbl kagMusi JOKaTU3yIOTCS B KOPHSX, B y3Jax cTeOseil, B
yepenikax M riaBHbIX Kwikax JuctheB (Cunningham et al., 1975). Kagmuii u ero
COCMHEHUSI  OKa3bIBAIOT  CYUIECTBEHHOE TOKCHUYECKOE BO3JICUCTBUE  HA
dbusnonornyeckne u Ouoxmmmieckue mporeccel pactenus (Epodeera, Haymona,
2010). B HUBKHMX KOHILIEHTpaUMSIX KaJAMHUHA MOXET OKa3blBaTh CTUMYJIMPYIOIIEE
BIUSHAE Ha POCT MOOETroB, TPOIECCHl KOpHEOOpa3oBaHUs W (HOPMHPOBAHHE
nuctoBoro anmnapara (Ky3sneunona u ap., 2008; Abozeid et al., 2017). Ognako npu
0oJee BBICOKMX KOHIIEHTPALMAX OJIHO3HAUHO SIBJISIETCS CTPECCOPOM.

Kaamuii BbI3bIBa€T peakluMi0 MapaJIeIbHbIX W/WIKW TMOCIEI0BATEIbHBIX
COOBITUM, OBICTPBIX (DUBUOJOTUUECKUX U  MEUICHHBIX MOP(OJIOTrHYECKUX

mpouecCCoB, B KOTOPLIX Ka)KI[BIﬁ MEXaHHU3M MOXKET OBITh OJJHOBPCMCHHO HpH‘-IPIHOﬁ
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U CIICJICTBUEM METAa0OJIMYECKNX M3MEHEHHM, MPSMO WM KOCBEHHO CBSI3aHHBIX C
«yTIpaBJICHUEM» KaJMHUEBBIM CTPECCOM, YTO MPEACTABICHO B BHUAEC MYJIbTH-
KOMITOHEHTHOH MOJCIIM MHTETPATUBHOTO OTBETA, HA3BIBAEMOI'O «BEEPOOOPa3HBIM
otBeToM» (Sanita di Toppi, Gabbrielli, 1999; Zang et al., 2022). Ilpusznaku
M30BITOYHOTO HAKOIUICHHUS TSDKEIIBIX METAJJIOB B KOPHEBOM CHUCTEME MPOSIBIISIOTCS
B 3aMEJICHUM €€ Pa3BUTHSA U POCTa, a TAaK)Ke B HEJOPA3BUTOCTH M YPOIUBOCTH

kopHei ([laBbinoBa, Taracos, 2002).

1.4. PoJib reHOB 3KCIIAHCHHOB B PeryJsillui POCTa KOPHel npu
HOPMAJIbHBIX YCJIOBHAX U MPH JeiiCTBUN CTPECCOBBIX (aKTOPOB

OKCIMaHCUHBI — HehepMEeHTaTUBHbIE OCJIKH, BBI3BIBAIOIIME OOpaTUMOE
pa3pylieHne BOJOPOIHBIX CBSI3EH MEXITy MUKPODUOPWILIAMU IEJUTIONO03bI |
ceszyromumu rrkanamu (Ilaposa, 2007; Cosgrove, 2015; Chen et al., 2018), yto
MPUBOJUT K OCIA0JICHUIO KJIETOUYHBIX CTEHOK U UX MOCIEIYIOMIEMY PACTSHKEHUIO Y
pacTymux KIeToK. Tak Kak ocia0jaeHue KIETOYHBIX CTEHOK OIpEaeIsieT
KJIETOYHOE PACTSHKEHHE KOPHEBOM CHCTEMBI, TO JKCIIAHCHUHBI WIPAIOT BaXKHYIO
poJib B YBEJIMYEHUU JUIMHBI KOPHEM pacTeHUd U peryiasiiud MeXaHU3Ma
pPaCTSDKEHUSI KJIETOUHBIX CTEHOK KOPHEBOM CHUCTEMbl. DKCITAHCUHBI BCTPEYAIOTCS
BO BCceX M3yueHHbIX Buaax pactenuit (Cosgrove, 2000a, 2000b), HO BniepBbIE OHU
Obut OOHapyKeHbl B KojeonTwsix orypua Cucumis sativus L. B 1990-x rogax
(McQueen-Mason et al., 1992).

B pacreHusix 4yacto BBIAENSIOT 4 Kjacca SKCIAHCHUHOB: O-3KCHAHCHUHBI
(EXPA), B-skcnancunwsl (EXPB), skcnmancun-momo6npie Oenku A (EXLA) u
skcnancuH-mogoousle  Oenku B (EXLB) (Sampedro, Cosgrove, 2005).
OUTOrOPMOHBI U A0MOTHYECKHE CTpecC-QaKTOPhI PETYIUPYIOT TPAHCKPUIIUIO U
aKTUBHOCTb JKCITAHCHMHOB, MPHU HTOM O-dKCIAHCHHBI HamOoJiee aKTHBHBI IpHU
KHCJIOW Cpejie KJIETOYHBIX CTEHOK, a [-dKCIaHCHUHBI — MEHE€ 3aBHUCHUMBI OT
kuciotHoctu cpennl (Illaposa, 2007; Jadamba et al., 2020).

Bce »skcmaHCHUHBI  KOAUPYHOTCA  OONBIIMMH — CEMEHCTBaMM TE€HOB, HO

HEOOXOAMMOCTh OOJIBIIOTO YUCIIA Pa3HOOOPA3HBIX SKCIMIAHCHHOB Yy PACTEHUI MOKa
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HEe OOBSCHEHO, XOTS OYEBHIHO, YTO OHHM PA3IMYAIOTCS TO JIOKAJIW3allud U
byHKIIMOHANBHOCTH. JIJIT HEKOTOPHIX OKCIIAHCHMHOB W WX TEHOB IIOKa3aHa
KOpHECHeIM(PUIHOCTh IKCIPECCUU W yYacTUE B PETYISIMU POCTa M PAa3BUTHUA
kopHeil. Hampumep, y pacrennii A. thaliana BBISIBIEHBI TE€Hbl SKCIIAHCUHOB
AtEXPAS n AtEXPA7, koTopbie BIMSIOT Ha MX KOopHeByro cuctemy (Chen et al.,
2018). Tpancrennble pacTeHus ¢ reHoM AtEXPAS5 umenu Oosnee KOPOTKHUE KOPHU
no cpaBHeHuto ¢ kontpoieM (Park et al., 2010), B To Bpems kak PHK-
unTepdepenius rena AtEXPA7 crocoOCTBOBaJIa YMEHBIIEHUIO JJIMHBI KOPHEBBIX
BOJIOCKOB B TPAHCTE€HHBIX PACTEHMSIX MO CpaBHEHHUIO ¢ aukum tunoM (Lin et al.,
2011; Liu et al.,, 2019), uro yka3plBa€T Ha TO, YTO SKCHAHCHUHBI HIPAIOT
CYLIECTBEHHYIO pPOJb B MEXaHU3Max pETYISIMMU POCTa KOPHEBOM CHCTEMBI
pacTeHul, mpu4YeM ATO JEHCTBHUE MOXKET OBITh Pa3HOHAIIPABICHHBIM.

B pacrenusax Oryza sativa L. BBISIBIEHO NATh (-3KCIAHCHUHOB, KOTOPBIE
DKCIIPECCUPYIOTCSL TOJBKO B KOpHEBOW cuctemMe — 310 OsEXPII, OsEXPI2,
OsEXP13, OsEXP15, OsEXP17 (Lee, Kende, 2002; Ren et al., 2018). Dkcnipeccus
MyTaHTHOTO TeHa OSEXPAI7 BbBI3BIBAET YKOPAYMBAHHE KOPHEBBIX BOJOCKOB Y
pactenuii puca (ZhiMing et al., 2011).

VYV pacrenuir Glycine max L. Merr. uzyyeH reH skcnancuHa GmEXPI
OTBECTBEHHBI 32 POCT KIETOK KOPHEBOM CHCTEMBI JKCIPECCUPYIOIIMICA B
KJIETKaX KOPHEBOTO YEXJMKA, SMUIAEPMHUCA U CIOSIX MEPBHUYHOIO W BTOPUYHOTO
KOpHs1, KOTOPBIE OTBEYAIOT 33 POCT KIIETOK KOPHEBOW CHCTEMBI, HO TPAHCKPHUIITHI
JAHHOT'O T'€Ha MOJIHOCTBhIO OTCYTCTBYIOT B 30HE pacTsikeHus (Lee et al., 2003). A B
pacteHusix Rumex palustris Sm. 3KcnpeccHs HEKOTOPBIX T'€HOB 3KCHAHCUHOB
3aBUCUT OT THUNA KOPHA B KODHEBOW CHCTEME H TMOBBILICHHAS SKCIPECCUS
HaOmoganach B KamMOMM TJaBHOTO KOPHS W B AaNHUKalIbHOW MEpUCTEME
NPUAATOYHBIX KOpHEH, B TO BpeMs KakKk B OOKOBBIX KOpHSX aKTHUBHOCTb
sKCcaHCHMHOB Obuta cymectBeHHO HUKe (Colmer et al., 2004; Chen et al., 2018).

B kopneBoil cucreme MopkoBu Daucus carota L. BeisiBaeHa skcnpeccus 30
T€HOB JKCIMAaHCUHOB DcEXP, KOTOphle BO BpEMsS PAa3BUTHUS KOPHSA PA3ICISAIOT

KJIETKHA COCYIHUCTOr0 KamOus, BTOPHUYHON KCHJIEMbl U (DJIOSMBI B Pa3IUYHBIX

40



HaIpPaBJICHUSX, YTO HEMOCPEJACTBEHHO MPUBOJUT K YBEIMUYEHUIO pa3Mepa KOpHEH
MOPKOBH, KOTOPBIC CTAaHOBSITCS KOPHEIUIOAAMH, YIOTPEOISIEMbIMU B IIHIIY,
OJIHAKO HA PA3HBIX 3Tanax CKOPOCTh POCTAa HE MOCTOSHHA, YTO CBA3aHO C
IKCIIPECCUEN pa3IMYHbIX 3KCIIAHCUHOB Ha KaXJ0M ctaguu pazsutus (Wang et al.,
2019).

B pactutensHpIX OpranM3Max CyHmIeCTBYET 3allpOrpaMMHUPOBAHHBIN OTBET Ha
CTpecC, KOTOPBIM NPH BIAUSHUU a0MOTHYECKUX ()aKTOPOB HA PACTECHUE aKTHBUPYET
HKCIPECCUIO0 IKCITAHCHUHOB, YTO CIIOCOOCTBYET U3MEHEHHUIO CTPYKTYpPbl KIETOUHON
crenku (Knox, 2008). B ycnoBusix 3aconieHus u aeduimTa BOJIsl CKOPOCTh pOCTa
KOPHEBOM CHCTEMbl YBEIMYHMBAETCS, B MEPBYIO OUYEpPENlb, 32 CYET PACTSHKEHUS
KJIETOUYHBIX CTEHOK KOPHs 0Jiaroapsi BBICOKOM aKTMBHOCTH O€IKOB 3KCHAaHCHHOB
Y MOBBIIICHHOW YyBCTBUTENIBHOCTH 3TUX CTEHOK K 3KcmaHcuHaM (Wu et al., 1996;
Chen et al., 2018). CepxaKcrpeccus reHOB OCJIKOB AKCIIAHCHHOB YJIYUIIIA€T POCT
KOPHEBOW CHUCTEMBI ITyTEM AKTUBALMH MEXAHU3MA PACTSIKEHHUS KIETOYHBIX CTEHOK
(Lin et al., 2011; Kuluev et al., 2018). Bce 310 n0ka3bIiBaeT y4acTue 3KCIaHCHHOB
B PEryJsiIMM CTPECCOYCTOMYMBOCTA PACTUTEIBHBIX OPraHU3MOB MPH BIHSHUU
abMOTHYECKHUX CTpecc-PaKTOPOB, TAKMX KaK 3acyXa, TUMOTEPMHUS W 3aCOJICHUE 3a
CYET MOJJEep>KaHUs POCTa KIETOK KOPHEBOW CHUCTEMBI B YCIOBUSIX JeUIIMTA BIaru
(Zhao et al., 2011; Xu et al., 2014; Kuluev et al., 2016). Cepxdkcnpeccusi TCHOB
skcriancuHOB NtEXPAI (Kynyes u ap., 2014) u NtEXPAS5 (Kynyes u np., 2013)
MOJIOKUTENBHO BJIMSUIIA HA MApaMeTPhl POCTA 3TUX TPAHCTEHHBIX pacTeHUN Tabaka
M0 CPABHEHUIO C PACTEHUSIMU JUKOTO TUIA B YCIOBUAX TUIIOTEPMHUHU, 3aCOJICHUS U
3acyxu. Takke TpaHCTCHHBIC pAacTeHHs Tabaka CO CBEPXIKCIPECCHEH TeHOB
skcriancuHOB Tonouist PtoEXPA 12 (Zhang et al., 2018) u mmenuust TaEXPA2 (Ren
et al., 2018) Obum Oosee ycTouMBBHIMU K Kaamuio. (CBepx3Kcmpeccusi TeHa
sKcmaHcuHa po3bl RhEXPA4 'y apaOuporicuca 0OECIeYHuBaeT BBICOKYIO
TOJICPAHTHOCTh PACTEHUM K 3acyxe, 3acCOJICHHI0, a TaKXke CIocoOCTByeT
yBenMUeHHI0 unciia O6okoBbix kopHer (Dai et al., 2012; Li et al.,, 2013), a
CBEPXAKCIpPECCUd TIe€Ha OJKCHaHcuHa  mmieHuubl TaEXPB23  moBblIAET

YCTOMYMBOCTh TPAHCTEHHOTO Tabaka K 3TUM XK€ a0MOTHYECKHM CTpecc-(hakTopam
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(Li et al., 2011; Han et al., 2012). B ycnoBusix coneBoro crpecca (150 MM NaCl)
TpaHCTEHHbIE pacTeHus Tabaka c 3kcmnpeccueil rena TaEXPB23 umeror Oonee
JUIMHHBbIE TIEPBUYHBbIE KOPHU, Y€M Yy JUKOrO THUIA, a MPU CHIBHOM COJIEBOM
ctpecce (300 MM NaCl) Monoabie u cTapbie pacTEHUSI JUKOTO THIA MOTHOAIOT, B
TO BpEMs KakK TpPAHCT€HHbIE pacTeHusi ¢ reHom TaEXPB23 NeMOHCTPUPYIOT
»)u3HecrnocooHocTh (Han et al., 2012). Ceepxakcnpeccus TeHa 03UMOM TIIESHUIIbI
TaEXPAS B pacreHusx apaOHWIOICHCa TOBBIIIAET yCTOWYUBOCTh K BIUSHUIO
Hu3kux temneparyp (Peng et al., 2019).

[Ipn BIMSHUM 3aCOJEHUS HA KOPHEBYIO CHUCTEMY PACTEHUU IPOUCXOJIUT
YKOPOYEHUE 30HbI PACTSKEHUSI KOPHS M CHUKEHUE MHTEHCUBHOCTH POCTAa KIIETOK
3a CYET YMEHBIIECHHMS CKOPOCTH pOCTa KJIeTOuHbIX cTeHOK (Bernstein, Kafkafi,
2002). OnHako B COJNEYCTOMUMBOM THOpHAE KYKYPY3bl IIPH 3aCOJICHUU B KOPHEBOU
CUCTEME MPOUCXOIUT HakorieHue ¢GuToropMoHoB aykcuHOB UM ABK, kotopsie
MOBBIIIAIOT IKCIPECCUI0 DKCIHAHCUHOB U MOAJAECPKUBAIOT POCT KOPHEH B 3THUX
ycnoBusix (Zorb et al., 2013). YV wmxoB Physcomitrella patens (Hedw.)
Bruch&Schimp. Ttakke NPUCYTCTBYIOT o U [-DKCMAHCHHBI, Ha HKCIPECCHUIO
KOTOPBIX BIHSIOT (DUTOTOPMOHBI W OKpYXalomas cpeaa, MOdITOMY B OITHX
pacTeHusiX NpH JEUCTBUM CTpecc-PaKkTOpoB MPOUCXOAUT IUPPepeHIIpOBKa
KJIETOYHBIX CTEHOK B OTBET Ha cTpecc Onaromapss OOJIBIIOMY KOJUYECTBY
pa3IMYHBIX 3KCHAHCHMHOB B pacTUTENbHOM opranuszMe (Schipper et al., 2002;
Jadamba et al., 2020). B Bepxylike KOpHEBOM CUCTEMbI KYKYpY3bl MPHU BIUSHUU
HU3KOTO BOJHOTO TMOTEHIMAla TaKXe TMPOUCXOAWIO YBEJIUYEHUE YPOBHSA
TPAHCKPUIITOB 3KCIIaHCUHOB ZmEXP 1, ZmEXPS5, ZmEXPB2 v ZmEXPBS, xotopoe
KOPPEIUPOBAJIO C YITYUIIEHUEM CBOMCTB PACTSXKEHUS KJIETOYHOW CTEHKH, a TAKXKe
C YCWJICHHEM aKTHUBHOCTH SKCHAHCHMHOB. Takum o0pa3oM, MAaTTEpH HKCHpPECCUU
I€HOB IKCIAHCUHOB KOPPETUPYET C MOJOKEHUEM 30HBI POCTA B KOPHSAX KYKYPY3bl,
U PEryjslus SKCIPECCHU TIeHa OHKCINAHCHUHA SIBISIETCS 4YacThbl0 MEXaHU3Ma,
UCITOJIB3YEMOTO JIJISl PETYJSILUM XapakTepa pocTa KoHuuka kopHs (Wu et al., 2001a;
2001b). Cuuraercs, 4To AaHHAs PpEAKIKsI POCTAa KOPHEH SBIISIETCS aJallTUBHOM, TakK

KaK MpPU OrPaHUYEHHOM BOJOCHAOXKEHMH KOPHU MOTYT KOHIIEHTPHUPOBATh CBOE
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WCITOJIb30BAHKUE PECYPCOB M MOTYT YNIMHATHCS ¢ MUHUMAILHBIMU 3aTpaTaMu, JJIs
MOWICKa BOZABI B HOBBIX oObemax mouBkl (Sharp et al., 1990; Voetberg and Sharp,

1991; Liang et al., 1997; Liu et al., 2019).

1.5. PoJb reHoB KCWJIOITHKAHIHIOTPAHCIJIMKO3WJIA3 B PeryJislMu pocTa

KOPHe# NMPU HOPMAJILHBIX YCJI0BUSIX U NMPH AeHCTBUHU CTPECCOBBIX

(paxTopos
Keunormokansngorpancrimkosunasel - (XTHs) —  anomactuyeckue
TUAPOJINTHYECKUE (bepMeHTHI, KOTOPBIE OCYILECTBIISIIOT peakuuu

TPAHCTJIMKO3WIMPOBAHUS U PACIHICTUICHUSI CBS3YIONIUX TJIMKAHOB, MPEXJE BCETO
kcutormokanoB (Van Sandt et al., 2007; Takahashi et al., 2020). Ouu OblIH
OTHMCaHbl W TPOAHATM3WPOBAHBI OJHOBPEMEHHO B NBYX Jabopartopusx: Fry c
kojuieramu B BenukoOputanuu (Smith, Fry, 1991) u Nishitani ¢ xomanmoi
uccienonareneit B AAnonuu (Nishitani, Tominaga, 1991).

DepMEHThl KCWJIOTTIOKAaHAHJOTPAHCTIMKO3UIIa3bl, HAPAly C SKCHAHCUHAMU,
BBIMIOJIHAIOT BaXKHEHINYI0 POJIb B TMPOLIECCE PACTSKEHUS KIETOYHBIX CTEHOK
KOPHEBOM CHCTEMBl PACTCHHIA, COBMEIIash MPU ATOM OJHOBPEMEHHO (YHKIIUU
ruaposia3 u TpaHcriukosmias. Kak runposnasa, hepMeHT paciiernsieT MOJEKYyIbl
KCHJIOTJIFOKAHOB, a KaK TPAHCIJIMKO3WIa3a — MPUCOEAUHSET CUHTE3WPOBAHHbBIC
KCWIOTJIIOKAHBI K OCTOBY KJIETOYHOM CTEHKH, a TaKXke KaTalu3upyer
PEKOHCTPYKIUIO UMEIOIINXCS KCHJIOTJIFOKAHOB MOCPEJICTBOM
TpaHcriuko3wipoBanusa (Catala et al., 2001). ITpu 3ToM BO BpeMsi COEIMHEHUS
JIBYX MOJIEKYJI MEXAy COOOH, MPOUCXOIUT pa3pbiB TIUKO3UAHOU CBS3U Y
MOJIEKYJIbI-IOHOPAa U TMPOUCXOJUT MPHUCOEIWHEHHE K HEBOCCTAaHABIMBAIOIIEMY
KOHILY MOJIEKYJIbI-aKLENTOPa (Rose et al., 2002). v
KCHJIOTJIFOKAHAHAOTPAHCTIIMKO3MIa3 JOBOJIbHO Mpokuid ontumyMm pH (ot 5.0 go
6.5), KOTOpBIM TO3BOJIAET HJTHUM (epMeHTaM OBbITh AKTUBHBIM B OOJIBIIIOM
nuanaszone gusnonornueckux ycnouit (Van Sandt et al., 2006; Tiika et al., 2021).
DHAOTpaHCTIMKo3uIa3Hoe nercteue hepMeHToB XTHS JOKaM30BaHO B KOPHSIX

pas3iIMIHbIX COCYAUCTBIX paCTeHHﬁZ IJIaYHOB, ITAIIOPOTHUKOB, TI'OJIOCCMCHHBIX,
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OJTHOJIOJIGHBIX W JIBYJOJIBHBIX pacTeHuil. Hawmbombimass akTHBHOCTH (PEpMEHTOB
HAOMIOMAeTCsl B KJIETOYHOM CTEHKE OJIHUICPMUCA B 30HE PACTSDKCHHS W B
Tpuxobiacrax B 30He nuddepennupoBku (Vissenberg et al., 2003). ¥V A. thaliana
nevicteue XTHs orpanndeno 3oHoi ynnuaenus: kopHs (Vissenberg et al., 2000) u
MECTOM 3aKJIaJIKu Oy IyIIiero KopueBoro Bojocka (Vissenberg et al., 2001).
Mexanusm geiictBusi ¢epmentoB XTHs wurpaer cymiecTBeHHYH poJib B
mpoieccax — M3MEHEHWsS  JUIMHBI  TOJIMMEPOB,  Ojarojgaps  BKJIIOYEHUIO
KCWJIOTJIIOKAHOB B KJIETOYHYIO CTEHKY C MOCJEAYIOLIEH PETYISALHNEN UX Pa3MEpPOB.
AKTHUBHOCTh  KCWJIOIJIFOKAH3HJIOTPAHCIJIMKO3MIIA3 in  VIvo  OINpEAeNeHa B
IKCTpakTax TKaHe A. thaliana, xoTopas KOppeIUpyeT C JEJICHUEM U
paCTSIKEHHEM KJIETOK B MEpUCTeMaTHuUeCKUX TKaHsax (Xu et al., 1996; Han et al.,
2017). Y pactenuii GepMEHTHI KCUIOTIIOKaHIHAOTPAHCTIIMKO3MIIA3bl KOJUPYIOTCS
MYJIBTUT€HHBIM CEMENCTBOM T'€HOB. B reHome A. thaliana nmerotcst 33 OTKPBITBIX
PaMOK CUMTBIBAHHUS, KOTOpbIE KOAUPYIOT depMeHThl ¢ akThuBHOCTHIO XTHs, B O.
sativa nacuutbiBaetcs 29 ORFs, a B renome Populus trichocarpa Torr. & A.Gray
ex Hook. — 41 ORFs gns XTHs (Yokoyama, Nishitani, 2001; Geisler-Lee et al.,
2004; Yokoyama et al., 2004). B uccnenoBanuu renoB XTHs pacrenust Solanum
lycopersicum L. BbIBIEH pa3nuyHblii ypoBeHb coaepxkanusi MPHK rena LeEXT
(noBeIICHHBIN ypoBeHb) U LeXET2 (NMOHWXEHHBIH YpPOBEHb) MpU OOpabOTKe
ayKCUHOM, 4YTO CBUJIETEIHCTBYET O TOM, YTO ATH JIBa I'€HA BBIMOJHAIOT Pa3JIMYHbIC
GyHKUMM B KIETOYHOM CTEHKE, a TaKXke WHAYUUPYIOTCS Ppa3IMYHbIMU
¢utoropmonamu: LeEXT — aykcunom, a LeXET2 — ruG6epemnunom. I'en LeEXT
Y4acTBYET B PACHICIJIEHUU KCUJIOTJIFOKAHOB TP PACTSDKEHUM TEPBUYHON
KJICTOYHOM CTEHKH, a TeH LeXET2 oTBeyaeT 3a TPAHCTIMKOZWIMPOBAHUE MEKITY
KCWJIOTJIIOKAHAMHM ISl BKJIIOUEHUSI HOBBIX KCHJIOTJIIOKAHOBBIX MOJIMCaXapuioB B
kieTounyro creHky (Catala et al., 2001). KcuioriarokaH3HAOTPaHCTIIMKO3MIIA3bI
aKTUBHBI B 00JACTSIX YJJIMHEHUS KOPHEM W BOJIOCKOBBIX KIIETOK COCYIUCTBIX
pactenuit (Vissenberg et al., 2003). beimo o6HapyxeHO, uTo cemMb reHOB X THs y

pactenuit O. sativa crnelM(PUUYECKH SKCIPECCUPYIOTCS B KOPHSIX MHPOPOCTKOB

(Yokoyama et al., 2004).
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B skcnepumeHTax ¢ TPaHCTEHHBIMU PACTEHUSIMH TOMAaTOB C J3KCIpeccuei
reHa SIXTHI BbisiBIeHa mnpsMas Koppeiasuus Mexay akTUBHOCThO XTH wu
pacTSHDKEHUEM KIIETOYHOM CTEHKHU: IPU TOBBIIMIEHHOW SKCIPECCHHM MOKAa3aTeENH
pPacCTSDKMMOCTH  BBIIIE, & Yy PACTEHUM CO CHUXEHHOW OJKCIPECCHUEW TEHa
pacTshKEHUE KIJIETOK COOTBETCTBEHHO HUXE. JTO CBUAETENCTBYET 00 aKTHBHOM
YYaCTUU KCHWJIOTJIFOKAHIHAOTPAHCTIMKO3WIa3 B PECTPYKTYpU3ALUUUA KIIETOYHBIX
CTEHOK B 30Hax pocta pacteHui (Miedes et al., 2011; Xu et al., 2020). Takxke
CYILIECTBEHHAs] POJIb KCUJIOTJIOKAHOB B PACTSDKEHMM KJIETOYHBIX CTEHOK Oblia
JOKa3aHa Ha TPAHCTEHHBIX MyTaHTax A. thaliana xttl/xtt2 ¢ nedururom
kcwnorntokanoB (Park, Cosgrove, 2011; Yan et al., 2019).

AHanm3 pacTeHui Tabaka, TpaHchopMHUpoBaHHBIX (PparmeHTOM rena NtXET-
1 B aHTUCMBICIIOBOM OPUEHTAIIMU MOKAa3aJl, YTO CHUKEHHUE SKCIPECCUU ITOrO IreHa
MOXET BbI3bIBATh YKPEIUICHUE KJIETOUYHBIX CTEHOK 3a CUET YMEHBILIECHUSI CKOPOCTU
MeTaboau3Ma u ruposn3a kcuioriaokanoB (Herbers et al., 2001).

B xopmsix merpymku Petroselinum crispum (Mill.) Fuss. Obum
UJECHTU(ULIUPOBAHBI JIBE dbopmbl KCUJIOTJIIOKAHAHIOTPAHCTJINKO31JIa3,
OTJIMYAIOIIMECS MOKAa3aTeNsIMU M303JIEKTPUUYECKUX Todyek. Ddopma ¢ nokazareseMm
M303JIeKTpUUeCKOl Touku 4.6 (BbICOKOakTHBHas (opma) Oblia oOHapyXkeHa B
HKCTPAKTE KJIETOYHOW CTEHKH M IIMTO30JIe, TakKe OHa o0iajana CrOCOOHOCTHIO
paclIEIIsATh KCUJIOTJIOKAHbl WM PACTBOPUMBIE MPOU3BOAHBIE IIEJUIIOJIO3bI U
NEePEeBOJUTh MX  YAaCTM B  KCWJIOTJIFOKAHOBBIE  OJIMTOCaxapuabl  WIIA
nesutoomrocaxapuasl. Bropas gopma (Hu3koakTuBHAs popMa) nMesna moka3aTelb
M302JICKTPUYECKON TOYKM paBHbIM 4.75 wm Obuta mpeicTaBieHa B MEHBIIEM
KOJIMYECTBE B KJIETOYHBIX CTEHKAX IO CPABHEHUIO C BBICOKOAKTHUBHOUN (HOPMOM.
OnHaKo aKTUBHOCTH U CTaOMJIBHOCTH 000UX (POpPM HMMena MUpOKuid auana3on pH
C JIByMs ONTUMYyMaMmu: B Kucjoil cpene npu pH 5.8 u B menounoit npu pH 8.8,
opyu 3TOM Kaxknas u3 (opMm TmpeacTaBisuia coboil Tpancriaukosunaszy. [lpu
WCCJIeNOBaHNH (DPAKITMOHUPOBAHUS KOPHEH TETPYIIKUA BBISBIEHO, YTO OCHOBHAS
yacTh akTUBHOCTU XTH (=89%) nokanuzyercs B KJIETOUHbIX cTeHKax. Okoso 10%

OT o0O0IIel akTUBHOCTU OOHapyxkuBaercss B nutTo3osne. OcraBmmiics 1%
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AKTUBHOCTH OOHApYXHUBAJICA B CYOKJIETOUYHBIX (PAKIUAX, KOTOPHIE BKIIIOYAIOT
IUTACTUIbI, MUTOXOHIPUH U MUKpocoManbHbie MeMOpansl (Garajova et al., 2008).

XTHs u uX reHsl UrparoT CYIIECTBEHHYKO POJib IPU OTBETE PACTUTEIBHOTO
opranM3mMa Ha  BO3JeicTBHE  a0OuoThyeckux  crpeccoB. K mpumepy,
ceepxakcnpeccusi reHa CaXTH3 Capsicum annuum L. B TpPAaHCTE€HHBIX PACTEHUSIX
A. thaliana mnoBbllIaa MX YCTOMYMBOCTh K 3aCyXe€ M 3acCOJICHHIO. bbicTpas
uHAyKIMs TpaHckpuntoB CaXTH (xnowsl komupyromume romonorn XTHs:
pCaXTHI, pCaXTH2 w pCaXTH3) Obuta oOHapyxeHa yxe nocie 10-MuHyTHON
00paboTtku Tkaneu kopHs A. thaliana pactBopom 200 MM NaCl (Cho et al., 2006).
A TpaHcrensele pacteHust S. lycopersicum C TIOBBIIIEHHOW S3KCIPECCHEH Te€Ha
CaXTH3 wMenu ynydlleHHbIE mapameTpbl pocta KopHed npu BiausHuu NaCl B
koHneHTpauu 100 MM (Choi et al., 2011; Xu et al., 2020).

BrisiBneno, uro mnoHwkeHHas dkcrnpeccusi reHa AtXTH31 B A. thaliana
YMEHbIIACT COAePKAHME MOMOMEHHBIX HOHOB Al’ M yiIydmaer ycToHIMBOCTD K
anmtoMuHueBoMy ctpeccy (Zhu et al., 2012; Che et al., 2016). B t10o ke Bpewms
cBepxakcnpeccus reHoB AtXTHI7 w AtXTHIS5 yBenu4yuBaeT TOJIEPAHTHOCTH K
AIFOMUHUIO Y TPAHCTEHHBIX pacTeHuil A. thaliana o CpaBHEHHIO C TUKUM THUIIOM
(Zhu et al., 2012; 2013). B myranusx ¢ norepeit ¢yHkuuu reHa AtXTH30
pacTeHHUs] CTAHOBSTCS TOJIEPAHTHBIMHM K 3acOJIeHHIO0. KpoMe Toro, mpoaykT resa
AtXTH30 monynupyer CTPYKTYpY KCHUJIOTJIFOKAHOB, COJIEPXKAHUE IIEJUTIOJIO3bl U
JENOoJIMMEpHU3aIN0 MUKPOTPYOOU€eK B OTBET Ha cosieBoil cTpecc (Yan et al., 2019).
Tpancrennbie pactenusi A. thaliana ¢ noBbIlIeHHOUN 3Kcnpeccuer rena AtXTHI19
MMEIOT ITOHWKEHHYIO YCTOMYMBOCTh K 3aMEP3aHMIO KaK IOCJIE XOJOAOBOU (BBILIE
0 °C), Tak ¥ mocie MHUHYCOBOM akKKJIMMaTH3alluM IO CpaBHEHUIO ¢ A. thaliana
JUKOr0 THUIIA, YTO CBSI3aHO C PAa3IMYMAMH B COCTABE M CTPYKTYpE KJIETOYHOU
CTEHKH. JTO CBSI3aHO C TEM, YTO OJIUTONBl KCUJIOTIIOKaH-CHEU(UIECKOro
antutena LM25 umerorcss B O0OJIBIIIOM KOJUYECTBE B COCYJIMCTOM CETH pacTEHUU
A. thaliana pauKoro THNA MOCAE MHUHYCOBOM aKKIMMaTH3alW{, OJHAKO OHU
OTCYTCTBYIOT Y MyTaHTHBIX pacteHuil ¢ reHom AtXTH19 (Takahashi et al., 2020).

Okcnpeccust reHoB AtXTHI19 u AtXTH23 B pactenusix A. thaliana nossllaercs
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O] ACMCTBUEM COJIEBOTO CTpECcca M BO3JEHCTBUS OPACCHHOCTEPOUAOB, IPU ITOM
P 3aCOJICHUU HAPYIIAETCS POCT OOKOBBIX KOpPHEH, a YBETHMYEHHAas IKCIpPEcCus
JAHHBIX TEHOB TIOBBIIIAET TOJEPAHTHOCTh PACTEHUN K JEHCTBHIO COJIM U
YBEJIIMYMBAET MHHUIMALNIO OOKOBBIX KopHed (Xu et al., 2020). Jlebuuut Oopa
MHIYUHUPYET 3Kcrpeccuto reHa AtXTH22 B TpaHCTE€HHBIX pacTeHUsiX A. thaliana.
Pactenust A. thaliana ¢ noBbIIEHHOW 3Kcripeccuend reHa AtXTHZ22 mposBIsIOT
OO0JBIIYI0 YYBCTBUTEIBHOCTD K AePUIMTY OOpa, ueM pactenus A. thaliana nukoro
THUIIA, B TO BpeMsl KaK pacTeHUs C MOHMKEHHOM 3KCIPECCUEN TaHHOTO TeHa ObLIn
Oonee yCTOWYMBBI K HHU3KOMY cojepkaHuto 6opa (Zhang et al., 2022). ['ensl
AtXTHI17, AtXTHIS8, AtXTHI9 n AtXTH20 A. thaliana IUKOro THIIA HWMEIOT
MOXO0HUE TMOCJIEeI0BATEIbHOCTH HYKJIEOTHIOB MPOMOTOPHBIX M KOJUPYIOIIMX
oOnacteil,  (UIOTEHETHYECKM  TECHO  CBSI3aHBI U JKCIPECCUPYIOTCA
MPEeUMYIIECTBEHHO B KOpHEBOM cucteme (Yokoyama, Nishitani, 2001b). AtXXTH17
nu AtXTHI8 »kcnpeccupyroTcsi BO BCEX THUIMAX TKAHEHW B 30HE YIJIMHEHUS H
g depeHIIMPOBKN KOPHEBOH crUcTeMBI, a skcripeccust AtXTH19 o6HapyXuBaeTcs
BO BCEX THUIIaX TKaHEW BO BCeX 30HaX KopHs. ['eH ArXTH20 skcripeccupyercs B
COCYAMCTBIX TKaHAX B 0Oa3zambHOM 001acTH 30HBI JU(G(EPEHIMPOBKUA KOPHEH.
AtXTHI7 w AtXTHI8 mnapabaThIBalOTCS BO BCE€X THINAX KIETOK B 30HAX
pactspkeHuss U auddepeHunpoBKU KopHs, Torna kak AtXTHI9 — B anukaibHOM
JENAIENHCcs W 30HE pAcTsHKEHHUs, a Takke B 30HE AUPPEpeHUIupOBKH, H
aKTUBUpYyeTCs aykcuHOM. A reH AtXTH20 skcrpeccupyercsi cnenuuyecku B
COCYIHMCTBIX TKaHSIX B 0a3anbHOM 3penoit obmactu kopHs (Vissenberg et al., 2005).
I'en AtXTH21 y A. thaliana urpaet OCHOBHYIO pOJb B pOCTE NEPBUUYHBIX KOPHEM,
U3MEHSSl OTJIOKEHHME LEJUTIONIO3bl M YUIMHeHue kietoyHoi creHku (Liu et al.,
2007; Zang et al., 2022). I'enb1 AtXTHI4 n AtXTH26 A. thaliana sBIAOTCA
crnenuUUHBIMU JIJI1 KOPHEBOM CHUCTEMBI, MX 3KCIPECCHUS JIOKAJTU3YETCS B 30HE
nudPepeHIMPOBKH, OKOJIO MECTa COEAUHEHUsI KOpHS € Mo0erom, KOPHEBBIX
BOJIOCKaX, OJJHAKO He OOHapyKMBAIOTCS B 30HE yanuHeHus kopHs (Becnel et al.,
2006). AtXTHI4 u AtXTH26 yMeHBIIAIOT PACTSKEHHUE B MOJICTLHOW CHCTEME

HN30JIMPOBAHHBIX KJICTOYHBLIX CTCHOK, MHAKTHBUPOBAHHLIX HAIrpCBAHUCM, a IIpH
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BBEJICHUH B PACTYIINE KOPHH JIOOOT0 U3 HUX MPOUCXOJIUT CHIKEHUE YUITMHEHUS
KJIETOK B 3aBUCHUMOCTM OT KOHIIEHTPAllMM, YTO BBI3bIBAET AHOMAJIBHYIO
MOP(OJIOTHUIO KOPHEBBIX BOJIOCKOB. DTO PEAKUIN Cilyyal, KOTJla peKOMOMHAHTHBIE
u oumnnieHHsie XTHS, mo0aBieHHBIE K pacTyIIUM KOPHSM, IOKa3aldd SIBHOE
BIIMSHUE HAa PACTSHKEHHE KIETOK KOPHEBOM CHUCTEMBI TOCPEICTBOM CHWKEHUS
YJIMHEHUS, TTOCKOJbKY TeHbl AtXTHI4 n AtXTH26 wurparoT poJib B YKPEIJICHUH
OOKOBBIX CTEHOK KOPHEBBIX BOJOCKOB M KIJIETOYHBIX CTEHOK B 30HE
mudpepeHInpOBKH KOpHEW Mociie 3aBeplieHus pocta kierok (Maris et al., 2009;
Tiika et al., 2021).

Ceepxakcnpeccuss reHa DkXTHI XypMbl B TpPAaHCTE€HHBIX pacTeHUsX A.
thaliana MOBBIIAET UX YCTOMYMBOCTH K 3aCOJICHUIO, 3acyXxe U Bo3aencTBui0 ABK,
a TaKKe IMO3UTUBHO BIMsAET Ha pocT KopHedl u auctheB (Han et al., 2017).
Okcnpeccus reHa NtEXGT Tabaka yBeIMYMUBAECTCS B YCIOBHSIX 3aCOJIEHUS, 3aCyXU
U HHU3KHX TOJOXHUTEIbHBIX TEMIEpaTyp M TpPAHCTEHHbIE pacTeHus Tabaka ¢
MOBBIIICHHON AKCIIpecCHel JaHHOTO reHa UMEIOT YBETMUEHHBIE pa3Mephl cTe0Iei,
JUCTBEB M KOpHEH mnpu BozaedcTBuM abuotuyeckux crpeccoB (Kuluev et al.,
2017). TpancrenHsle pacTeHHs CO cBepxdkcnpeccued reHa PnXTHI
XapaKTepU3YIOTCS YBEIWYEHHBIMM pa3MepaMH JIMCTbEB IIPU  BO3JEHCTBUU
3aCOJIEHUS] IO CpaBHEHUIO ¢ pacteHusmu aukoro tumna (KymyeB u np., 2018).
Cepxakcnipeccust reHa PeXTH Populus euphratica Oliver. B TpaHCT€HHBIX
pacTeHusxX Tabaka MOBBIIIAET COJICYCTOMYUBOCTD 3a CUET YIYUYLIEHUSI MSICUCTOCTH
muctheB (Han et al., 2013).

Bce rensl cemeiictBa XTHs Salicornia europaea L. umenu DucKpeTHbIE
NAaTTEPHbl 3KCIPECCUH B PAa3HbIX TKaHAX, B Pa3HOE BpEeMs WU IPU BIHUSHUHU
pa3nuuHBIX ~ abuoTHdyeckux  crpeccoB. lenbl  SeXTH27 wu  SeXTHIS
HKCIPECCUPOBANUCH MIPU COJIEBOM CTpECCE B Mmoderax u KopHsx npu aerctsuu 200
MM NaCl B teuenne 24 4, a ren SeXTH34 skcnpeccupoBaics npu 48-4acoBOM
BIMSHUM 3acyxu B mooOerax u xopHsx (Tiika et al., 2021). IIporeomuslii ananus
KyKypy3bl TMOKa3biBaeT, 4to skcnpeccuss reHoB XTHs nuddepenimporanno

perynupyercss npu  3acyxe (Zhu et al.,, 2007). Hexkoropble TeHbI
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KCUJIOTJIFOKAHAHIOTPAHCTIIMKO3UIa3 KUTAUCKOM Kamyctel (Brassica rapa L.)
aKTUBHPYIOTCA IpU TeroBoM crpecce (Yang et al., 2006), a ren OsXET9 puca
MHAyUHMpyeTcs: npu xosiojgoBoMm crpecce (Dong et al., 2011; Takahashi et al.,
2020). InddepennmanpHas dxcrpeccust TeHoB NtXTHs Tabaka Ha00gamach Npu
pa3IMYHBIX CTPECCOBBIX YCJOBUSIX, M 3Kcrnpeccus moyTd Bcex NtXTHs Obuia
MOBBIIIEHA TIOCJTE BIUSHUSA PA3JIMYHBIX CTPECCOBBIX (DAKTOPOB, TAKUX Kak
3acoJieHHe, 3aleiayruBaHue, 3acyxa, runorepmus (Wang et al., 2018). 3acyxa
TaK)Ke BJIMSJIa HAa SKCIPECCUIO M aKTUBHOCTb KCUJIOTIIOKAHAHIOTPAHCTIMKO3UIIA3

3-ITHEBHBIX MPOPOCTKOB pa3IMYHBIX COpTOB TBepAou mmeHunsl (lurlaro et al.,

2016).

1.6. B3anMoCBSI3b IKCIIAHCHUHOB M KCHJIOTJIIOKAHIHAOTPAHCIIMKO3HIA3 €
AHTHOKCHUIAHTHON CUCTEMOM PacTeHUH

[Ipu neiictBuM aOMOTHYECKHX CTpecc-(aKTOPOB B KIIETKaX PACTUTEIbHOTO
OpraHu3Ma NPOUCXOJUT OKUCIUTENbHBIN CTPECC, BI3BAHHBII BIMSHUEM aKTHBHBIX
dopm kucaopoma (ADK) (O, — cymepokcuanblii aHuoH-pagukan, O, -
CHHTIIETHBIM Kkucinopon, H,O, — mepekucs Bomopoma, OH' — TIHIPOKCHIHBIN
pamukain, HO, — TUapONepOKCHIHBIM paavKad) M 3aBHCSIIHE OT CKOPOCTH
obpazoBanus u pazpyuenus 3Tux ¢opm (Foyer, Noctor, 2015). B cBoro ouepensp,
OKHUCJIUTEIbHBIA CTPECC BBI3BIBAET CEPHE3HBIE HM3MEHEHHS B METa0OJMYECKHX
peaKklMsIX pacTeHus, CYIIECTBEHHbIC MOBPEXKACHUS U HEKPO3 TKaHEH MoOeroB u
KOpHEW, YTO B JajbHEHIIEM MPUBOIUT K TMOETH PAacTUTENBHOrO opraHu3ma. B
orBeT Ha ADK y pacTeHMi aKTUBHPYETCS AHTUOKCHIAHTHAS CUCTEMA, KOTOpas
COCTOUT U3 Pa3IUYHBIX (EPMEHTOB M psAJla HU3KOMOJIEKYJISPHBIX COEIMHEHUM,
ciyxamux g Herrpamuzanuun ADK, yTo npegoTBpaiiaet rudenb pacTUTENbHBIX
tkaneu (ITonecckas, 2007).

VYyactue akTUBHBIX (OPM KHCIOPOJAa B PETYISIUUM MEXaHU3MOB JIEJICHUS U
pacTSDKEHUS! KIJIETOK KOPHEBOM CUCTEMBI pa3jIMyaeTcsi B 3aBUCUMOCTH OT BHJA
A®K u mecra ux oOpaszoBanus. Hampumep, cynepoKCHA-aHMOH HEOOXOJIUM

KOpHSAM ISl pOCTa pacTsLDKEHUEM, a MPOJYKTHl pacnaja MEepeKUCH BOJIOPOJa
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B3aMMO3aBUCHMbI C TOSIBIICHHEM CIIMBOK B KJIETOYHBIX CTEHKAaX, YTO BBI3bIBAET
TOPMOXEHUE PACTSIKEHUST KOPHEBOW CHUCTEMBI. B TO ke Bpemsl HAKOIUICHHE
paznuuHbIX BHA0B ADPK B KOpHEBO# CHCTEME COOTBETCTBYET 30HAM KopHei: Oy —
B 30HE pacTsokenus, H,O, — B 30He nuddpepeHIpoBKN U B KIETOYHBIX CTEHKAaX BO
BpeMs oOpa3oBaHus KOpHEBBIX BOI0ockOB (Dunand et al., 2007). Tak e BbISBICHO,
YTO THUAPOKCWIBHBIM paJWKadl MPUHUMAET HEMOCPEACTBEHHOE Yy4YacTHE B
pa3phIXJEHUU KJIETOYHBIX CTEHOK, YTO CYLIECTBEHHO BIMSIET Ha NpoLecc
pacTsbKeHUsT NEpBUYHOIO  KOpHs. JIaHHBIA  pagukal TOSBIAETCS  MpPH
B3aUMOJICCTBUM  CYIIEPOKCHUIHOIO AaHHOH-paJMKaia C  amoIyIaCTUYECKUMU
nepokcuaazaMu. TakuM 00pa3oM, pOCT KOPHEBOW CHCTEMbI HANPSAMYIO 3aBUCHUT OT
BiusHUS pa3nnuHbiXx ADPK Ha anomnnact kopus (Liszkay et al., 2004). AkTuBHbBIE
dbopMBl  KHCITOpOZla TOMOTAIOT  pPa3pblBy  KOBAJEHTHBIX CBA3EH  MEXKIY
KOMIIOHEHTaMH KJIETOUYHBIX CTEHOK KOPHEBOUM CHUCTEMBI, YIy4Illas UX pa3pbIXjIeHUE
U crocoOcTBYs ux pactspkenuto (Schmidt et al., 2016). Taxxe ADK perynupyer
yJIMHEHUE KJIETOK KopHed mnpu rpasButpornu3dMe (Krieger et al.,, 2016),
crocoOCTBYsl 00pa30BaHHIO OOKOBBIX KOpPHEM W HMX AaKTUBHOMY BETBJICHUIO
(Manzano et al.,, 2014; Mei et al., 2017). Pacrenus A. thaliana, nMeronme
myTtanuio B reHe HAJIDH-okcuaasbl XapaKTEpU3YIOTCS CHUKEHHBIM YpPOBHEM
A®K B KJeTKax KOPHEBBIX BOJOCKOB IO CPABHEHUIO C IUKUM THIIOM, TaK KakK JJIsl
ux oOpazoBanus HeooxoauM kuciopo (Foreman et al., 2003). Taxxe pocT KIE€TOK
pacTsbKeHUEeM, OIOCpeJ0OBaHHBIN rubOepeimHaMu cBs3aH ¢ TeMm, uro HAJIDOH-
okcuaasel MmnasmaiemMmbl npoayuupyror ADK (Achard et al., 2008). Takum
o0pa3oMm, akTuBHbIE ()OPMBI KHCIOPO/Ia UTPAIOT BaXKHYIO POJIb B MPOIECCaX pOCTa
Y Pa3BUTHS KOPHEBOM CHCTEMBI, HEITOCPEACTBEHHO BIIUSASI HA MEXAHU3MBI JEICHUS
KJIETOK KOPHS, PacCTsHDKEHHS KJIETOUYHBIX CTEHOK, a Takke 00pa3oBaHMs KOPHEBBIX
BOJIOCKOB 1 00KOBbIX KopHe# (Ctpuxk, 2009).

HakamnuBaeTcsi Bce OOJbIIEe aHHBIX O TOM, YTO CBEPXIKCIIPECCUSI T€HOB
skcnaHcuHOB U XTHs pneicTByeT Ha NPOAYKTUBHOCTh M CTPECCOYCTOMYMBOCTH
PACTUTENIBHBIX OPTaHU3MOB MOCPEICTBOM BJIUSHHS HE TOJBKO Ha JIEJICHUE H

pacTSKEHHE KIETOK, HO M 4Yepe3 aHTHOKCUJaHTHYI cuctemy. K mpumepy,
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pacTeHUs1 CO CBEPXIKCIIPECCUEN IeHa dKcnaHcuHa puca OsEXPA7 uMenn MeHblee
konmuecTBO ADK 1 MOBBIIIEHHYIO aHTUOKCUIAHTHYIO aKTUBHOCTh MPU CPABHEHUU
¢ nukuMm tunoM (Jadamba et al., 2020), a cBepXdKcHpeccuss reHa 3KCHaHCHHA
nmeHunpl  TaEXPA2  yBenmnuuBajia YCTOMYMBOCTH K  XJIOPUAY  KaaMmus
HEMOCPEJACTBEHHO YBEJIMYMBAS AKTUBHOCTh KOMIIOHEHTOB AHTHOKCUIAHTHOU
cucteMbl (Ren et al.,, 2018). IloBeimennas skcnpeccus XTHS MoOg0XKUTEIBHO
BIIMSET HA AHTUOKCUIAHTHYIO CHCTEMY 3a CUET TMOBBIIICHUS AKTUBHOCTU
HEKOTOPBIX €€ KOMIIOHEHTOB, UTO HAaIPAMYIO0 BO3JICMCTBYET HAa POCT KOPHEH MpH
neiicTBum abuoruueckux crpecc-paxropos (bepexnena u ap., 2022).

Taxkum oOpazom, ADK u cBepxskcnpeccus TeHOB 3KcmaHCHHOB u XTHSs
OKa3bIBAIOT OOJIBIIIOEC BIUSHUE HA POCT W PACTIKEHUE KIETOYHBIX CTEHOK
KOPHEBOM CHCTEMBI 3@ CUET YJYYLICHHS MPOLECCOB JACJICHUA U PACTSIKEHHUS, a
TaK)Ke aKTUBAIIMM KOMIIOHEHTOB aHTHOKCHJIAHTHOM cucTeMbl. OJTHAKO MEXaHU3MBI
B3auMOJeNCcTBUSI HKcnaHcuHoB W XTHS ¢ aHTHOKCHUIAHTHOM CHCTEMOM B
PETYISIMU POCTa W PA3BUTHUS OCTAIOTCS MAJIOM3YYCHHBIMH M TPEeOYIOT HOBBIX
SKCIIEPUMEHTAJIBHBIX ~ MCCIEIOBAHUNA C  NPUBICUYCHUEM  TPAHCIEHHBIX W

PEIaKTUPOBAHHBIX PACTCHUM.

1.7. 3akiarouenmne Kk riase 1

['maBHasi 0COOEHHOCTh PACTUTEIBHBIX OPTaHU3MOB 3aKJIIOYAETCS B TOM, UTO
OHM BEAYT IMOJHOCTBIO MPUKPEIUVIEHHbI 00pa3 »KHU3HU, IMOITOMY MEXaHWU3MBbI
peryssiiMd  pocTa U PACTSHKEHMS OpraHOB — WIPalOT BAXKHYKO pOJb B
KHU3HEJCATEIIbHOCTH PACTEHUN MpPH BIUSHUU PA3IUYHBIX aOMOTHYECKUX CTpecC-
(akTOpOB, TAKUX KaK 3aCOJICHUE, TUIIOTEPMUS U BO3/IECUCTBUE TSAKENBIX METAIIOB.
benku DKCIaHCHHBI 51 TUAPOJIUTAYECKUE bepmeHThI
KCWJIOTJIFOKAHOHAOTPAHCTIJIMKO3WIA3bl  SBISAIOTCS  BAXKHEUIIMMHU  DJIEMEHTAMH,
OTBEUAIOLIMMH 32 PACTSKEHUE KIETOK B MOOErax, MeXJIOy3JIUsiX, TMIOKOTUIISX,
IJI0/1aX, OJHAKO y4yacThe 3KCIaHcuHOB U XTHS B pacTsskeHUM KIIETOK KOPHEBOU
CUCTEMBbI U3Y4YE€HO B MEHBIIIEH CTENEHU. B HacTosmee BpeMs BBISIBJICHO U U3Y4YEHO

Oonpiioe komuuecTBO 3kcnaHcuHOB . XTHs, skcnpeccupyromuxcst B nmobere u
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IIOMOTAIOIIMX PACTEHUIO BBIKUBATh B YCIIOBUSX CTPECCA, IPU 3TOM 3KCIIAHCUHBI U
XTHs, paboratoniye B KOPHEBOM CHCTEME M OTBEUAIOUIME 3a PACTSIKEHHE
KJIETOYHBIX CTEHOK M CTPECCOYCTOMYMBOCTh MpU JACPUIMUTE BJArd OCTAIOTCA
Majiou3y4yeHHbIMH. KopeHp H3-3a CBOEH 30HAJIBHOCTH SBIIAETCA XOPOIIUM
00BEKTOM M3yUYEHHS] MEXAHHU3MOB POCTA M PACTSIKEHUSI, TO3TOMY OOJBIIMHCTBO
uMeroImuxcs padbor no skcrnaHcuHam U XTHS chaenaHbl Ha TakuX MOJIETBHBIX
oObekTax, kak N. tabacum wu A. thaliana, B KOTOpbIE YacTO MEPEHOCAT T'EHBI
skcniancuHoB 1 XTHs u3 apyrux pactenuit. OgHako A0 cux nop PyHKIIMU MHOTHX
skcnaHcuHOB U XTHS B KOpHEBOM CUCTEME OCTAIOTCS MAJIOW3YYEHHBIMU, HO MPH
3TOM CYILECTBYET psAl paldOoT, MOKA3bIBAIOUINX, YTO SKCIPECCHs SKCHAHCHHOB U
XTHs mnomMoraer pacTE€HHSIM B PEryJSIMUUA POCTA U PACTSIKEHUS KIETOK IIPU
BIMSIHUM a0MOTHUYECKHX CTpecc-(PakTOpoB, B TOM YHCIE, 32 CUET YIyYIICHUs
MOKa3aTejied aHTUOKCHJAHTHOM cHuCcTeMbl. B juTepaType oO4YeHb Malo
WCCIIEOBAHN, HAIPABJICHHBIX HA OLIEHKY BIIMSHUS F€HOB DKCIIAHCUHOB U XTHS
Ha KOMIIOHCHTbl AHTHUOKCHJAHTHOW CHCTEMBI PACTEHHM TMPH BO3JACUCTBUU
pa3IMYHBIX aOMOTHYECKUX CcTpecc-(pakTopoB. 3aech TPeOyIOTCS KOMIUIEKCHBIE
UCCIIEIOBaHMs OOJBIIOrO 4YHCIa OMOXMMUYECKUX MapKEpOB aHTHOKCHIAHTHOU
CHUCTEMBI.

MHorue reHbl 3KCHaHCMHOB W XTHS MOTyT 3aMeHsATh Jpyr JApyra Io
MEXAHU3MY BIIUSIHUSI HA POCT PACTSIKEHHEM, KOTOPbI KOMIIEHCUPYETCSI B CIIydae
yTpaThl ONpPEACIICHHbIX T€HOB, NMEPBOHAYANIbHASI pab0Ta KOTOPBIX 3aKJIHOYAETCS BO
BIIMSIHUM HA POCT PACTSHDKEHUEM KOPHEBOM CHUCTEMBI. JlaHHAsg nuccepTauuOHHas
paGoTa HampaBjeHa Ha MOMCK OTBETOB Ha BOIPOC, KaK CBEPXIKCIPECCUsI T'€HOB
DKCIIAHCUHOB U XTHS BIUAET HA POCT U PACTSKEHUE KOPHEBOM CUCTEMBI PACTCHUH
B YCIOBUAX JAepUIIMTA BJIard, KOTOPHIM BO3HUKAET MPHU BIMUSHUHM PaA3IAYHBIX
a0MOTUYECKUX CTpecCc-(PaKTOPOB, TAKUX KaK 3acOJIEHHE, BO3JEHCTBHE HHU3KHUX
MOJIOKUATENIBHBIX TEMIIEpATyp M KaaMHs, a TAKXKE Ha HU3YyUYCHUE IMPOUCXOMSIIINX
W3MECHEHU B KOMIIOHEHTAX AaHTHUOKCHUJIAHTHOM CHUCTEMbI NIPU JEWCTBHU

a0MOTHYECKUX (DAKTOPOB.
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I'naBa 2. MATEPUAJIBI 1 METObI UCCJIEJJOBAHMA
2.1. O0beKTHI HccJIeI0BAHUSA

OObeKTaMu  HCCIIEIOBAHUS SIBJISUIMCh TPAHCTEHHBbIE pacTeHHs] Tabaka
Nicotiana tabacum L. coprta Petit Havana nmuaun SR1 BTOpOro mokosieHust co
cBepxakcnpeccuet reHoB dkcrnaHcuHoB NtEXPAI (KynyeB u np., 2014) u
NtEXPA5 (KynyeB u np., 2013) (knonupoBanbl u3 N. tabacum), PnEXPA3
(KynyeB u ap., 2013) (xnonupoBan u3 Populus nigra L.), AtEXPAI0 (KynyeB u
ap., 2013) (xnmonupoBaH u3 Arabidopsis thaliana L.) u co cBepxdKCHpeccuei
kcwnormokansHaoTpancriuko3unas NtEXGT (Kuluev et al., 2017) (kioHupoBan
u3 N. tabacum), PtrXTHI (Kynyes u ap., 2018) (knonupoBan u3 Populus tremula
L.). Bce Tpancrennsie pactenus cosnansl panee B UbI" YOUIL[ PAH Kynyesim
B.P. coBmectHo ¢ c.H.c. Kusa3zeBoim A.B. u gucceprantom bepexneBoit 3.A.
(Kynyes u ap., 2013, 2014, 2015, 2017, 2018).

B kauecTBe KOHTPOJS MCIONB30BATUCH pacTeHus: Tabaka aukoro tumna (AT)

copra Petit Havana nuaun SR1.

2.2. PeakTuBBI
Arap 711 MUKPOKJIOHAJIBHOTO pa3MHOXeHus pacteHuit (Juasm, Poccus)
Arapo3a 115 anektpodopesa (Sigma, CIIA)
AnpOymuH Obrunii ceiBOpoTOUHBIH (Sigma, CIIIA)
AckopounoBas kuciorta (AK) (CsHgOg) (Jnasm, Poccust)
Anerar xagmus (CH;COO),Cd (PEAXWM, Poccus)
bemusna (bamxum, Poccus)
bopnas kucnota (H;BO3) (Xumpeaktucuabd, Poccus)
I'Basikon (Sigma-Aldrich, I'epmanmst)
['urpomuniux (Invitrogen, Kurait)
I'mapoxena kanust (KOH) (JIuasm, Poccus)
I'uapokcup vatpust (NaOH) (uasm, Poccust)
['munepun (XumpeaktuBcHab, Poccust)

['nyratrnon BocctanoBneHHslit (GSH) (Helicon, Poccust)
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['nyratuon oxuciennsii (GSSG) (Helicon, Poccus)
Hezokcunykieosunrpudocdarst (ANTP):

TAT® (MBI Fermentas, JIutsa; Cunekc, Poccust)

allT® (MBI Fermentas, JIutBa; Cunekc, Poccust)

al'T® (MBI Fermentas, JIutBa; Cuinekc, Poccus)

nTT® (MBI Fermentas, JIutBa; Cunekc, Poccus)

Humeruncynshokcun (IMCO) (Helicon, Poccus)

HMuuatpueas conb D{TA (Na,DJITA) (XumpeaktuBcHad, Poccust)
HNoneuuncynedat varpus (SDS) (Servicebio Technology, Kuraii)
Nzonponunossiii ciupt (C;HgOH) (OKOC-1, Poccust)

Nomun xanus (KI) (XumpeaktuBcHad, Poccust)

Kamuii hpochoprokucneiii aey3zamemennsiii (KoHPO,x2H,0) (PeaXum, Poccus)
Kamuit pochoprokucineiit ogqnozamemensii (KH,PO,4) (PeaXum, Poccus)
Kanbiuit xnopuy 2-soassiii (CaCl,x2H,0) (XumpeaktuBcHad, Poccust)
Kpacutens SYBR Green I (Lumiprobe, Poccust)

Kymaccu 6pwinmuantoBsiii cuauit G-250 (uasm, Poccust)

Maruuii ceprokucisiii 7-Boaubiit (MgSO4,x7H,0) (duasm, Poccus)
MepxkanToatanon (Helicon, Poccus)

Meradocdhopnas kucnora (HPO;) (Sigma-Aldrich, I'epmanust)

Monu6aat ammonus (NH,)>.MoO,) (PeaXum, Poccus)

Monu6aat Hatpus (Nay(MoQO,),x2H,0) (PanReacAppliChem, I'epmanus)
Hunrunpun (Inasm, Poccns)

Hurpat ammonust (NH4NO;) (XumpeaktucHad, Poccust)

Hutpat xanmmst (KNO;) (PanReacAppliChem, I'epmanus)

H-Hurtpocunuii rerpazonuit (HCT) ([Inasm, Poccus)

Onuro(dT)npatimep (EBporen, Poccusi)

Optodocdar narpus Boansiid (Na;PO,x12H,0) (Komnonent-Peaktus, Poccust)
Optodochopnas kucnora (H;PO,) (Sigma-Aldrich, I'epmanmst)
Optodransauansaerug (ODA) (Junasm, Poccus)

[Tapamomu6aaT ammonwns Boaubii ((NHy)sMo,0,4xH,0) (PeaXum, Poccust)
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[Tepexuch Bogopona (H,O,) (PyconoArpodapm, Poccus)
[HomuBuanmmupposmaon (I11BIT) (JAuasm, Poccus)

[Tponun-L ([Juasm, Poccus)

[Iporennasa K (EBporesn, Poccus)

Pesepraza MMuLV (NEB, CIIIA)

Pesepraznsiii Oydep (5x) (NEB, CILA)

PuGodnasun (@apmcranaapt Y pa-BUTA, Poccus)

Caxaposa (Xummnpubop-CII16, Poccus)

Cepnas kucnota (H,SO,) (Xumpeaktucuad, Poccust)

Consnas kucnota (HCl) (XumpeaktuBcHad, Poccust)

Cynbdart xenesza 7-soansiii (FeSO4x7H,0) (XumpeaktucHad, Poccust)
Cynbdart mapranna (MnSO,xH,0) (XumpeaktucHad, Poccus)
Cynbsdat meau S-Boansiii (CuSO4x5H,0) (XumpeaktuBcHad, Poccus)
Cynwsdocanunmnonas kuciora (C;HgO4S) (XumpeaktuBcHad, Poccust)
Tuobapoutyponas kucinota (TBK) (PeaXum, Poccus) (Jlnasm, Poccus)
Tuocynbdar Hatpus (Na,S,0;) (Purex, Kuraii)

Tonyon (Anasm, Poccus)

Tpuzon (Thermo FS, CIIIA)

Tpuc-runpokcustunamuaometan (Tpuc) (Sigma, CIIIA)
Tpuc-ruapoxnopun (Tpuc-HCl) (Promega, CIIIA)

Tpurton X-100 ([Iuasm, Poccusi)

Tpuxnopykcycnas kucnora (TXY) (dnasm, Poccus)

VYkcycnas kucinora (CH;COOH) (Xumpeaktucuad, Poccust)
Oenunmeruiicynbhonunropun (PMCD) (Helicon, Poccus)

®enon (XumpeaktuBcHad, Poccus)

®opmanun (buoXum-HH, Poccus)

1-x7op-2,4-nuautpobensoniom (XIHB) (PEAXUM, Poccus)

Xnopua kobansta 6-Boanbii (CoCl,x6H,0) (PanReacAppliChem, I'epmanust)
Xnopua Hatpus (NaCl) (XumpeaktuBcHad, Poccust)

Xnopodopm (OKOC-1, Poccus)
55



Hedorakcum (AO bruoxumuk, Poccust)

[unk ceprokucibiit (ZnSO4x7H,0) (XumpeaktuBcHad, Poccust)

Duaonykieasbl pectpukiunonnusie Pstl, EcoRI, HindIIl (MBI Fermentas, JIuTBa)

Otunuym opomua (Co1HyBrN3) (Fluka, [Beitapust)

OtunenauamunreTpaykcycHas kuciora (3 TA) (Helicon, Poccus)

HS-Taq AHK-nonmumepaza Thermus aquaticus (bnonadbmukc, Poccus)

N-stunmmanenmun (HOM) (duasm, Poccus)

SE-bydep JJHK nomumepaza T4 (Cud63H3umMm, Poccust)

2.3. CocTaBbl HCNOJIB30BAHHBIX CTAHIAPTHBIX PACTBOPOB

CocrtaB koMIIOHEHTOB cpenbl Mypacure-Ckyra (MC):

KoHnuentpat makpoconei 20x

0.4 M NH4NOs;, 0.37 M KNO3;, 24 MM KH,POy,,
30 MM MgSO4X7H20

CaCl, 20x

60 MM CaCl,x2H,0

Konuenrpat mukpocosei 20x

40 MM H;BO;, 40 mM MnSO,xH,O, 12 mM
ZnSO,x7H,0, 2 MM KI, 0.04 MM CuSO4x5H,0,
0.04mMM CoClyx6H,0, 0.26 MM
Na,(MoO,),xH,0

Fe-EDTA

20 MM FeSO4x7H,0, 22 MM Na,D3JITA

CocTaBbl pacTBOPOB:

Peaxtus bpaadopna

2.5 ma C,HsOH, 5 mn 85% H3PO,, 1 Ma HCl oy
41.5 Mt HyOpyer, Kpacutens Kymaccu G250

0.015 M GSH 23 mr GSH, 5 mn nenonuzupoBaHHOr HyO yye;
0.015 M XJIHb 15 mr XJIHB, 5 ma 80% C,HsOH

100 MM OMCD 34 mr OMCO, 2 ma C3;HgOH

17 MM AK 30 mr AK, 10 Mt HyO ye;

5 MM DJITA 20 mr OJITA, 10 ma HyO e

0.06 % H,0, 200 Mk 3 % H,0,, 9.8 mit HyO ycr

9 MM TBagKOI

183 mr reasikona, 50 mit HyO ycr
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0.025 % pubodnaBuH

2.5 mr pubodnaun, 10 vt kunsme HyO e,

0.05 % HCT

S mr HCT, 10 mu H,O ycr

0.24 % Na,DJITA

24 mr Na,DJITA, 10 M HyO ye;

PeakTuB niis onpeneneHus
00111e1 aHTUOKCUJAHTHOMN

CIIOCOOHOCTH

1635 M1  H,SOyu (KOHIL.), 0.247 r
(NH4)6MO7OQ4XH20, 0.532r Na3P04><12H20, 50
M HyO ey

HuHruipuHoOBBIN peakTUB

140 MM wunrugpun, S M CH3;COOH, 24 M
H;PO,

3 % cynbdocanuiuiaoBas

3 r cyabdocamummioBoit kuciaoTel, 100 M

KHCIIOTA H,0 syer
20 % TXY 20 mu1 TXY, 80 mu HyO yycr
0,05 % TBK 50 mr TBK, 100 M 20 % TXVY

25 % metadocdopHas

25 r metadocdopnoit kucaoTel, 100 Mt HyO e,

KHCJIOTa

0.1 1 NaOH 0.04 r NaOH, 100 mi H,O e,

0.04 M HOM 25 mr HOM, 5 mit HyO ycr

0.1 % ODA 5 mr ODA, 5 max C,H;OH

PactBop GSH (cTtannapr) 2.3 mr GSH, 1 ma 0.1 M K-docharnsiii 6ydep

pH 8.0

PactBop GSSG (cTangapr)

2 mr GSSG, 1 ma 0.1 1 NaOH

20 % SDS

20 r SDS, 100 ma Hy0 e,

6 M NaCl

35 r NaCl, 100 ma HyO yer

1% arapo3sa

1 r arapossl, 2 mi 50x TAE, 98 vt HyO yy¢;

PactBop 11 npoBenaeHus
[THP (mst 1 o6pasima)

10x SE-Bydpep JHK momumepaza T4 (3 mki), 10
oM mnpaiimepa F (1 mxi), 10 oM npaiimepa R (1
MK), 110 200 MkM dNTP (3 mxi)

Cwmecsh qs mpoeaenus OT-
[P (ms 1 o6pasma)

4 mxn peseprazHoro Oydepa (5x), 6 mxn ANTP
(2.5MM), 1 Mk peseprtasbl, 2 Mk oguro-dT-

npainmepa, 1osectu 10 17 Mxix HyOypep

CocrtaBsl Oydhepos:
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ConeBoit Oydep sl BBIACICHUS

JTHK

0.4 M NaCl, 2 mM DTA, 10 MM Tpuc-
HCI, nosectu no 30 mn H,Oy, (cTep.), pH
8.0

I1x TAE 6ydep

40 MM Tpuc, 20 mM CH;COOH, 2 MM
OIATA, nosectu 1o 1000 ma H,O e, pH 7.6

0.05 M K-docharnsiii 0ydep

0.0308 M K,HPO,, 0.0192 M KH,POy,,
noBectu 10 100 ma HyOpyer, pH 7.2

0.1 M K-docdarnsrii 6ydep

0.0935 M K,HPO,, 0.0065 M KH,PO,, 0.005
M DITA, nosectu go 100 min HyOuyer, pH
8.0

50 MM Na-docdartaoro 6ydepa

0.028 M NazHPO4, 0.021 M NaH2P04,

nosectu 10 100 ma HyOpyer, pH 7.0

50 MM K, Na-docharnsrii 6ydep

0.2 M KH,PO,, 0.2 M NaOH, noBectu n0
100 ma HyO yer, pH 6.5/7.0/7.8

60 MM K-docdatnsbrit 6ydep

0.0322 M K,HPO,, 0.0278 M KH,PO,,
noBectu 10 100 ma HyOpyer, pH 7.0

OkcTparupywomnuii  oydep

COACPIKaHNA

TUTSL
OTIpEICIICHUS

pacTBOpUMOro Oeka

50 MM Na-docdatnoro Oydepa, 0.1 MM
OATA, 0.1% Ttputon X-100, 10 MM

MepkanTo3TaHos, pH 7.0

OkcTparupywomnuii  oOydep

AKTUBHOCTH

LTSt
ONpeIeIICHHS

KaTaJla3bl 1 I'BAAKOJIICPOKCHUIA3bI

60 MM K-dochatnsiit 6ydep, 0.1 % tputon
X-100, 0.1 MM DTA, pH 7.0

OkcTparupywomnuii - 0ydep

AKTHUBHOCTH

LTSI
ONpEeICIICHUS

TIIyTaTUOH-S-TpaHCchepasbl

680 mr K,HPOy,, 4 r IIBII, 3 mr 9/TA, 280
Mk Tpuron X-100, 100 mit HyO ye;

OkcTparupywommii  Oybep  mis
oTpeIeTICHUS aKTUBHOCTHU
acKopOaTHepOKCUAA3BI

500 mr IIBII, 50 ma 50 MM K, Na-
docdarnoro 6ydepa (pH 7.8), 7.5 mn 17 MM
pactBopa AK, 500 mxn 100 MM pactBOpa
OMCD
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Okctparupyromuid  6ybep s | 2 ma 50 MM K, Na-docdarnoro 6ydepa (pH
OIpEaCIICHUS aktuBHOCTH | 7.8), 20 Mxn 100 MM OMCO

CYHCPOKCUAAUCMYTA3bI

Okctparupyromuii  Oydbep musa |13 mm 25 % wmeradochopHOl KHCTOTHI,
onpexaenenust coaepxkanus GSH u | 11.25 M 0.1 M K-docharnoro 6ydepa pH
GSSG 8.0

2.4. Ilosryyenue, 0TOOP U AHAJM3 TPAHCTEHHBIX PACTEHUI Tabdaka

Tpancrennble pactenusi tabaka Nicotiana tabacum L. copra Petit Havana
auann SR1 co cBepxskcrpeccueil BceX HCCIEAYEeMbIX T'€HOB ObUIM MOJyYEHBI
paHee C TMOMOIIbI0 MeToJa arpoOakTepHallbHOM TpaHCc()OpMaAIMU JIMCTOBBIX
nuckoB (Kynyes u ap., 2013, 2014, 2015, 2017, 2018). B kaxnom ciydae ajis
peryJisiliuM JKCHPECCUU TPAHCIE€HA HCIOJIB30BAJICAd KOHCTUTYTUBHBIA IPOMOTOP
Bupyca nBetHoi kamycTthl 35S CaMV. OT6op TpaHCTeHHBIX pacTeHU Tabaka
MIPOBOJIWIA Ha OCHOBaHUM pe3ynbTaroB [11[P-anann30B Ha HalM4KMe UCCIEAYEMBIX
IF€HOB SKCHAHCHUHOB M KCWJIOTIOKAaHAHIOTPAHCIIIMKO3WUJIa3, THCTOXMMHYECKOTO
aHaiKM3a Ha aKTUBHOCTh (epMeHTa [-IIIIOKYypOHMIa3bl, a TaKXKe€ CEJIEKTUBHON
YCTOMYMBOCTA K  aQHTUOMOTHMKY  rurpoMunimHy  TpaHchopmanTtoB ().
MopdomeTpruueckuii aHaiu3 KOpPHEW NPOBOAMIM HAa TPAHCTEHHBIX PACTEHUSIX
BTOporo nokosieaust (T,), koTopwie ObLTM BBIpaIieHsl Ha cpeae Mypacure-Ckyra
(MC) npu no6aBneHUU TUTPOMULIMHA JIJIsl SIIMMUHAIIMN HETPAHCTEHHBIX PAaCTeHUN
Ha CTaJuu MPOPOCTKOB.

Toransnass PHK u3 xopheit Tabaka cO CBEPXIKCIPECCHEH HCCIETyeMBbIX
reHOB Oblja BBIJEJIEHA C HCIOJb30BaHWEM Tpu3oda, npu 3toMm uenu kJIHK
ctpounu ¢ wucnoias3oBanueM onuro(dT)-npaiitmepa u  MMulLV-peBeprassl.
brnaromaps merony OT-IIP B pexume peanbHOr0 BpPEMEHH ONPEAECISUIH
KonmuecTBeHHOe conepxkanne MPHK wuccienyeMblx T€HOB C HMCHOIb30BaHUEM
uHTepKkanupyromero kpacutenst SYBR Green I, craBs peakunto B TEpMOLIMKIIEPE

Rotor-Gene™ 6000 (Corbett Research, Ascrpamus). I'en dakropa smouranun EF-
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lo (AF120093.1) TabGaka WCHOAB30BAIM B KAdeCTBE CTAaHIAPTa, YPOBEHH
skcrpeccun koroporo cuutaind 3a 100%. IlocnegoBaTesnbHOCTH MpailMepoB IS
OT-IILP Bcex uccneayemMbIX 'eHOB Mpe/ICcTaBiIeHbI B Tabuie 2.1.

JIist mocienyromux SKCIEPUMEHTOB ObLTM OTOOpPAHBI JIMHUM TPAHCTEHHBIX
pacTeHUN C OTHOCHUTENBHO BBICOKMM COJECPKAHUEM TPAHCKPHUITOB HCCIETYEMBIX

I'€HOB B KOpHAX.

Tabnuma 2.1
HccnenoBanHbie T€HBI U TTOCTAEA0BATEILHOCTH NpaiiMepoB aist OT-TTL[P
I'en Howmep [TocienoBaTenbHOCTD MPAMEPOB
JOCTyTIa B
GenBank
EF-la AF120093.1 5'-GAATTGGTACTGTCCCTGTT-3'
S-TTGCCAATCTGTCCTGAAT-3'
NtEXPAI AF049350 5'-AACATTGGCATTTACAGAGGTG-3'
5'-AAGGGTTGGCCATTGAGATA-3'
NtEXPAS AF049354 5'-TGGTGCAATCCCCCTCTC-3'

5'-GACATTGTTTGCCATCCAGTATTA-3'
PnEXPA3 | AY435101.1 5'- GTGCGTGAATGACCCGAAATGG -3
5'- CTGTGAACCTTATGCCTCCTCTCC-3'
AtEXPAIO | NM_102440.4 5'-ATGGGTCATCTTGGGTTCTT-3'
5'-TTAACGGAACTGTCCACCGG-3'
NtEXGT ABO017025.1 | 5'-ATTTACTGCCTCCTACACATCATTCC-3'
5-ATCTCTGTCCTTAGTGCATTCTGGTG-3'
PtrXTHI JX431932.1 S-TTCCAATCAAAAGGTTCATACT-3'
5'-ATCATCGGCATTCCATAGG-3'
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2.5. Boinesienue n ouncTka toraabHoil JIHK pacrennii MmeToaom cosieBoi
IKCTPAKIUM

Jns Beiaenenuss tortanpHo JIHK wucnonb3oBamm MeTOA JKCTpakIUU C
NpPUMEHEHUEM CTepUIILHOTO cosieBoro Oydepa (Aljanabi, Martinez, 1997).
[TpoBoamnu romorenuszanuio 100 mr mucra B 400 Mk coneBoro Oydepa, maiee
no6asmsiu 40 Mkt 20% SDS u 8 Mk nporennassl K (koHueHTpanus ¢depMeHTa B
pactBope 400 wMkr/mi), a 3arem mnepememmBanu. OOpasmpl B TEYEHUE daca
uHKyOupoBau npu 55-65 °C, 3arem k Hum go6asisuim 300 mxia 6M NaCl, cmech
nepeMennBaIi Ha BOPTEKCE U MeHTpudyrupoBaim npu 12 Thic. 00/MUH B TE€UCHHE
30 muH. [lomydeHHBIN CymepHATaHT TEPEHOCHINM B HOBYIO MHUKPOTPOOHPKY C
no0aBJIEHUEM  PaBHOTO  KOJIMYECTBA  M3OMPOIMMUIIOBOrO  CHUPTAa,  3aTeM
nepeMelBail U UHKyOupoBainu B TeueHue 1 yaca B moposmike (-20°C). [anee
00pa3iel eHTpudyrupoBanu B xojgogHou nentpudyre (+4°C) npu 12 TthICc. 00/MUH
B TeyeHue 20 muH. Ilomyuennsiit ocamok mpomeiBain 70% C,HsOH 2 paza u

pactBopsiiv B 100 MKJI anTeyHO# CTEPUIIBLHOM BOABI JJ1s1 UHBEKIUH.

2.6. I'eab-3aexkTpodopes JHK

Onekrpodoperuueckoe  (PppaknuonupoBanue  JIHK  nposogmmmu ¢
McnoJib3oBaHueM 1% araposnoro rens (¢ yueroM Hampspbkenus o 8-10 V Ha 1 cm
nHb Tens) (Sealey et al., 1982) na npubopax moxenu SubCell GT WIDI MINI
(mpuboper  Mogzenu Bio-Rad 250/2,5 (CILHA). Ilpu mnpoBeaeHUU Telib-
anektpodopesa Obul ucnonbs3zoBad 1XTAE-Oydep, a ayia cpaBHeHUs pa3mepoB, B
kauectBe JIHK mapkepos, npumensuiuch Gparments! JIHK A-dara, koTopsie Obuin
nonyuyeHsl mocne pacuierienus [HK ¢ara ¢ momoipio pecTpUKIMOHHBIX
sunonykieas Pstl, EcoRl, Hindlll, a takxe 1 kb mapkep (EBporen, Poccus).

[Tocne anekTpodopesa reau OKpamBail STUAUYM OpoMuaoM (5 MKr / M) B
tedyeHue 10 wmuH. @DIyopeclUEeHIMI0 HYKJIEHHOBBIX KHUCJIOT HaOmoIamu B
yIbTpapuOIETOBOM CBETE C IIMHON BOJMHBI 302 HM B Telb-AOKYMEHTAIIMOHHOM
cucreme GelDoc EZ Imager. I'enu Obin cotorpadupoBansl ¢ nomorisio Gel

Camera System (UVP, Inc. CIIIA).
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2.7. lloiuMepa3Has HeNHAsA peaKkuus

JIHK uccnenyemMbix reHoOB OblLla aMIIM(UIIMPOBaHA C IPUMEHEHHEM METO/a
nonumepazHoi nenHoi peaknuu (ITL[P) (Mullis, Faloona, 1987) na npuGope
tepuuk (JJHK-texnomnorus, Poccus) u ¢ no6aBieHneM B KOHEUHYIO0 cMech HS-
Taq AHK-nonmumepassl U mpaitMepoB, cuHTe3upoBaHHbIX B OO0 «CuHTOI»
(Mockga). HacTo Takke UCIOIb30Baiu 00bIYHYI0 Tag-noaumMepasy.

Peaknus npoxonunma B 30 Min pactBopa g nposexaeHus IIHP c
nobasnenuem 0.1 mxr JJHK u 1 emununsr HS-Taq JIHK-momumepassl 1o
CIIEIYIOIIEH cxeMe: HadambHas aeHarypanus (3 mus mpu +94 °C), 3atem 30 1HMKIIOB
amrutrdukanuu npu gexHarypauu (40 cex npu +94 °C), omkwure (40 cex B Auama3oHe
temreparyp ot +49 °C o +60 °C) u cunrese (1-2 mun npu +72 °C), 1 3aKaHIUBACTCSI
aMIuTAUKaIMs HHKyOarweit B Teuenne 2 mus mpu +72 °C.

PesynbraTel mpoBeAeHHMA — aMIUIM(UKAIIMKA  TIPOBEPsUTM  HA  arapo3HOM

TOPU30HTAIILHOM Telib-35IekTpodopese (cM. riaBa 2.6).

2.8. Boinesienue PHK u nocrpoenue k/IHK

Jns  Beimenenus PHK B 3aMOpokeHHON MUKpONPOOUpPKE MECTUKOM
pacTupalid pacTUTENIbHYI0 TKaHb, 3aTeM J00aBisiiM 1 MJ XOJIOAHOTO TpHU30Ja,
NepeMelnIMBain Ha BOpTekce W BCTpsixuBaid B TeueHue 10 mun B Intelli-Mixer
RM-1L (STIA «ELMI», JlatBus). Janee nenrpucdyruposanu mnpu 14.5 Teic. 06/MuH
B TeyeHue 10 MuUH, a TMOJYy4YEHHBIH CyNepHATaHT OTOMpaId B HOBBIC
MUKPONPOOUPKU U 100aBIsIM XJIOpOohopM C MOCIEAYIOINM BeTpsixuBanuem 10
MUH U JajbHeHIMM neHTpudyrupoBanueM B Teuenue eme 10 muH. DTtam ¢
no0apiieHneM xJopodopma MOBTOpsIM 2-3 pa3a /10 MCUE3HOBEHUS HHTEp(da3bl.
PHK ocaxnanun no0OaBiieHHEM SKBUBAJICHTHOTO KOJWYECTBA HM3OMPOIAHOIA B
moposuibauke (-20 °C) munumyM 1 uvac. [lanee pacTBOp LEHTPU(PYIHPOBAIU B
teueHue 20 MuHyT 1ipu 14.5 Thic. 006/MUH U ocafok npombiBaiu 70 % STUIOBBIM
cnuproM u ueHtpudyrupoBanu mpu 9000 o6/mMuH B Teuenue 10 muH. IOTY
MpoLeypy MOBTOPSUIA €Ille 2 pa3za, a MOJYyYeHHbIH OCaJOK MOJACYUIMBAIU Ha

BO3JlyX€ W PACTBOPSUIM B cTepuibHOM Boae mist unbekuuid (Chomcezynski et al.,
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1987).

Hns noctpoenust k/IHK ucnonszoBaniu cmech ans nposenenuss OT-ITLP ¢
nobasnenuem 2-3 mxi PHK, peakiuto npoBoauinu B Teuenue 1 yaca npu +37 - +40
°C. Tlonyuennyto kJIHK nemocpencrsenno nepen I[P pasbasmsuin B 2 pasa u
IpOrpeBay B TepMocraTe npu npu +65 °C B TeueHue 2 MUH.

Jns ammndukandu MCCIeAyeMbIX TeHOB ucmoib3oBan Phusion® High-

Fidelity DNA Polymerase, a Ttakxe crangaptHyto Tag-nomumepasy (Myers,

Gelfand, 1991).

2.9. Konmuvecreennast OT-IILP B pe:xxume peajibHOT0 BpeMeHH

KommuectBennoe conepxxanue MPHK onpenensinu merogom IILP B pexume
peanbHOro BpeMeHH ¢ ucnosnb3zoBaHueM SYBR Green 1 (MHTEpkanupyromero
kpacutesnst) (Nolan et al.,, 2006) Ha Tepmouukiepe Rotor-Gene™ 6000 (Corbett
Research, ABctpanus). [lonyueHHble pe3ynbTaThl AHATU3UPOBAIUCH 110 METOAY 2
ACL (Livak et al., 2001), s cpaBHEHHS MOTyYSHHbIX PE3y/IbTATOB, B KAYECTBE
KOHTPOJISL UCIOJIb30BajICcs TeH (paktopa snonrauuu EF-lo, ypoBEHb SKCHpPECCUU
koToporo npuHumanu 3a 100 %. Jlns mpoBeneHus peakiuu amIuiuuKanuu
ucnons3oBa 200 Mk Mukponpobupku (AXYGEN, Inc., CIIA) ¢ oOmum

00bEMOM PEaKIMOHHOW cMecH 25 MKJI M MPUMEHEHHWEM CTaHIapTHOrOo Habopa

peaktuBoB (Cuntoun, Poccus).

2.10. Crepuian3anusi 4 BoIpAIIMBAHME CEMSH TPAHCTCHHbIX pacTeHHil Ta0aka
Ha CeJICKTUBHOM cpeje

CeMeHa uccienyeMbIX TPAHCTEHHBIX pacTeHUM Tabaka ObUIM CTEPUITU30BAHbI
u nocaxenol B uamku Iletpu ¢ HemomHoOU arapu3oBaHHoO cpenoii MC ¢
nob6asnenueM rurpomuiinaa (MC 6e3 nHo3uTona U BuTaMuHOB ["ambopra), pH 5.7.
CemeHa KOHTPOJIbHBIX pacTeHuit (mukuii tur, JIT) BeipamuBanu Ha cpene MC 6e3
AHTUOMOTHKOB.

[lepen mocaakoit cemena mnpombiBaii 1 MuH 70% »>TaHONOM, a 3aTeM

crepunmn3oBanu 15% OenusHoil (cTannapTHas 6enusHa, 15% TUnoXJopuT HATPHS)
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B TeueHue 8 MuH. [locie crepunuzanuu ceMeHa NPOMBIBAIM 5 pa3 CTEPUIIbHON
Bogon MilliQ.

Crepusiv30BaHHBIE CEMEHA C TIOMOIIbI0 OaKTEPHOJOTMYECKONW TEeTIu
paccaxxuBanu Ha dyamku Iletpu u BblpamuBaiii B Kamepe pocta Binder
(I'epmanust) ¢ doronepuogom 16 yacoB aeHb / 8§ 4acoB HOYb, OCBEIIEHHOCTHU

okoJo 140 MKMOHB/(MZC) B TeueHue 101 qHel a1t mocineayommX ONbITOB.

2.11. OueHka napaMeTpoB POCTAa KOPHeil TPAHCTeHHBIX pacTeHuil Tabaka Ha
BEePTHKAJbHO-OPUEHTUPOBAHHBIX Yamkax [lerpu

TpaHcrennble pacTeHus npopanimBaiu B kamepe pocta Binder (I'epmanust)

mpu Temmeparype +25 °C, ocBemeHHOCTH Okono 140 MrMoms/(M°c) u

doronepuone 16/8 yacoB (cBer/TemMHoTa) Ha nutatenbHON cpene MC. Uepes 10

JHEH TMpOpAaIMBAHUS Ha CEJIEKTUBHOM cCpele ¢ TUTPOMUIIMHOM OTOMpaiu

IPOPOCTKM C OJIMHAKOBBIMH pa3MepaMH KOpHEH U TIEPEHOCHUIIM MX Ha

BEPTHUKAIbHO-OPUEHTHpOBaHHbIe Yamiku [letpu (tabm. 2.2). [lns BepTUKaIbHO-

OpUEHTHUPOBaAHHBIX yYaiiek lleTpu ucnonb3zoBanu arapuszoBanHyio cpexy MC 6e3
aHTUOMOTHKOB, MHO3UTOJIA M BATAMUHOB [ amOopra.

Ta0muma 2.2

CocTaBbl cpe/l U YCIOBUS, UCIIOJIb3yeMbl€ ISl SKCIIEPUMEHTOB Ha BEPTUKAIBHO-

OPHMEHTUPOBAHHBIX Yamkax lletpu

OOmuii coctaB Cpeibl JloGaBieHue OKCIIEpUMEHT
MC peakTuBa/TemmnepaTypa
Makpocosu 1x —/425°C HOPMAJIbHBIE YCIIOBUS
CaCl, 1x —/+12°C TUIIOTEPMUS
MHUKpocosm 1x 50 MM
Fo-EDTA 1x NaCl /425 °C 100 M COJIEBOM CTpecC
0.65 % arap 100 MmxM
1.5 % caxapo3za CdAc/+25°C | 200 MM BO3JCHCTBUE KaIMHUS
400 MmxM
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[Ipn mpoBemeHWM SKCTIIEPUMEHTOB pacTeHUs Tabaka caxaiw B 2 psga To
LIEHTPY 4YalllK¥, HAMpaBjisisi UX KOPHU B OJIHY CTOpoHy. B onny wamky Ilerpu
(d=10 cm) nmomemaercs okojio 14 pacTeHUI C Y4ETOM TOTO, YTOOBI PACTEHUs HE
Mermanu apyr apyry pactu. Yamku [letpu pacnonaranm BepTUKaIBHO, COOTIOMAS
HaIpaBJeHUE KOPHEH M0 MPUHIIUITY FEOTPONU3MA.

[lepen HayanoM H3KCIEpUMEHTa MPOBOAMIA HU3MEpPEHUE JJIMHBI KOpHEU
Tabaka, a Mo okoHuaHW0 10 mHEWH SKCIepUMEHTa OMPENesId MPUPOCT KOPHEH
Opy HOPME U TPHU JEHCTBUU PA3IUYHBIX CTpECcC-(PaKTOPOB, MO CPABHEHUIO C

W3HAYAJILHOU JUTUHOM.

2.12. ®ukcauusi ¥ MUKPOCKONTUYECKHUIT aHAJIN3 KOPHe

Kopuu tabaka ¢uxcupoBanu B 4% dopmanune Ha dochatHom Oydepe (pH
7.2) B TeueHnue 4 4 mpu KOMHATHOW TemriiepaType. Jlajiee KOpHU NMEPEHOCHIIN B
30% rauvuepuH, MPUTOTOBJICHHBIN Ha 2% MUMETUICYIb(POKCHUIE, U BbIICPKUBAIN
30 MUH ©pUd KOMHATHOW Temmeparype. 3aTeéM KOpPHM MEpeKIaablBaId B
«TPOCBETISIONUNA PACTBOP» JIsl MOATOTOBKH K TMPOCMOTPY IMpenaparoB TMOJ
MuKpockoroMm. CoctaB «mpocBeTiiromero pacrtsopa»: 3.7 M KI u 12.5 MM
Na,S,0; B 100 M 2% numetuncyiabdorcuae. Jamee 35 mi 3Toro pactBopa
cMemmBam ¢ 65 min 100% raunepuna. KopHu TabakoB BBIJIEPKUBAIA B
«IPOCBETJISIOLIEM PAaCTBOPE» HE MEHbIIE 1.5 4, mOciie ’TOr0 rOTOBUIJIM BPEMEHHbIE
npenapatsl B 50% rinunepune (Ounun, MBanos, 2016).

Pa3mepsl KI€TOK KOpHEN M3MEpsAM B BapuaHTax: HOpMajibHble ycioBus, S50
MM NaCl, 200 mxM CdAc. Kaxnast HoBTOpHOCTh BKJtouaia B cedst mo 10 kopHei
u no 150 kjeTok Ha KaXAyl BapUallUIO OMbITa B KaXJAOW UCCIeNyeMOH JIMHUU
(n=150). W3mepenuss pa3sMepoB KJIETOK MapeHXUMbl MPOBOJWIM B 30HE
BCAChIBaHUS KOPHEBOU cucTeMbl. [lnomaap Ki1eTok u3Mepsiin Ha (IyopeclieHTHOM

mukpockone Biozero BZ-8100 (SInonwus).

2.13. OnpenaesieHue cojepxxanusi 001ero pacTBOPUMOro dejika
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Jlna onpenenenust coaepxkanusi odmero pactsopumoro o6enka (OPB) 50 mr
KOpHEeW Tabaka pacTUpaly ¢ MOMOIIBIO MecTUKa B 1 M1 akcTparupymoiero Oydepa
pH 7.0, nanee npoBOAWIM 3KCTPAKLHIO B XonoawibHUKe Tipu +3 °C B Teuenue 20
MUH, a 3aTeM IeHTpudyrupoanu B mMukpoueHTpudyre MicroCL 17R (Thermo
Scientific, CILIA) 15 mun npu 13.5 ThICc. 06/MUH. B nynky mnamku BHocuiu 200
MKJI peakTuBa bpandopaa u 10 MK OJIydeHHOTO paHee SKCTPAKTa, BbIIAEPKUBAIN
15 MMUH ¥ U3MEpSIM ONTHUYECKYIO IUIOTHOCTh Mpu A = 590 HM C MOMOIIBIO
criektpodoromeTpa EnSpire 2300 Multilabel ReaderPerken (x3) («PerkinElmer»,
CIIA) (Bradford, 1976). Konnentpanuto Oenka C; (MKI/mMi) ONpemessiivd 1o
KaJTUOpPOBOYHOM KPUBOH, KOTOPYIO CTpomiu mo pactBopaMm BCA B KOHILIEHTpamusix
0.1,0.2, 0.4 u 0.6 mr/min.

Conepxxanne OPbB B o6pasuax paccuntsiBaiu mno gpopmyne 2.1:

C,xK _xV
Cﬁ - 1 paszo aKCMp XIOOO, (2'1)

m

rine C; — congepxkanue OPB B HaBecke (Mr/r), C; — KOJIMUECTBO Oeika B aJIMKBOTE
(MKr/Mn), K456 — K02 OULIMEHT pa30aBiaeHUs SKCTPAKTA, Vi, — 00BEM DKCTPAKTa

(M), m — macca HaBeckH (T), 1000 — koadduruent nepecuera (1000 mxr = 1 mr).

2.14. AHaIu3 COCTOSTHUS KOMIIOHEHTOB AHTHOKCHIAHTHOM CHCTEMbI
TPAHCTEeHHBIX pacTeHuil Tadaka

[lepen mpoBeneHreM OMOXMMUYECKOTO aHAM3a AaHTHOKCUIAHTHOW CHUCTEMBI
pacTeHui Tabaka Mpu HOPMAJbHBIX YCIOBUSX U JACHCTBUU CTPECCOBBIX (PaKTOPOB
(Bmusinue 200 MxM anerara Cd), pacTeHHsl BbIpalllMBajid Ha BEPTUKAIbHO-
opueHTupoBaHHbIX yainkax [lerpu B Teuenune 10+1 nHeil mpu Temmeparype +25
°C, ocBelieHHOCcTH oOkoJio 140 MKMOJIB/(MZC) u ¢doronepuoae 16/8 wyacos
(cBet/TeMHOTa) Ha nutarenpbHoil cpeae MC B B kamepe pocta Binder (I'epmanus).
JInst  BKCIEepUMEHTOB  MCHOJIb30BAIM  KOPHM  pacTeHWil, KOTOpble ObLIH
3a(UKCUPOBAHbI TOCJI€ OKOHYAHUS JKCIIEPUMEHTA. AKTHUBHOCTh (PEPMEHTOB
paccumMThiBaid Ha | Mr oOmIero pacTBOPUMOro Oenka, B TO BpPEMs Kak APYyTUe
MoKa3zaTelld MepecYuThiBaid HAa 1 © chipoil Macchl. Jlns aHanu3a mokasaTenen
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AHTUOKCUIAHTHOM CHUCTEMBl HCHoJb3oBaM crektpodoromerp EnSpire 2300
Multilabel ReaderPerken (x3) («PerkinElmer», CIIA). [na onpeneneHus
AKTUBHOCTH AHTHOKCHUJAHTHOW CHUCTEeMBI Opamu mo 15 pacreHuil st Kaxmaon

NOBTOPHOCTH (n=15) 1 o 6 MOBTOPOB /7151 KAXKJIOTO OIBITA.

2.14.1. Onpenesenne AKTUBHOCTH CYNIEPOKCHTUCMYTA3bI

HaBecky (50 Mr) xopHed TpaHCTE€HHBIX PACTEHUU C MOMOIIbIO MECTHKA
u3Mellbuajil B MUKpomnpoOupkax ¢ goOasieHueM 200 MK 3KCTPardupyromero
Oydepa, nanee o6beM TOBOIWIM A0 1 M, 3aTeM romoreHaT LEHTpU(yTrupoBaiu
npu 12 Teic. 00/MUH B T€UE€HUE S5 MUH, a TOTOBBII 3KCTpakT XpaHuw mpu +4 °C.

Peakumonnas cmech cocrosia u3 20 mki 0.05 % pactsopa HCT, 200 mxi 50
MM K, Na-docdaruoro 6ydepa (pH 7.8), 10 mxi 0.24 % pactBopa Na-DJITA u 10
MKJI 3KCTpakTa. OKCHEPUMEHT MPOBOAWICA B JBYX BapUaHTax: CBETOBOU H
TEMHOBOH (pazax, MO3TOMY ILJIAIIKK C PEAKIIMOHHON cMechio 1yOnupoBaiuch. Jis
KOHTPOJISL KCIIOJIB30BAIM TY KE CaMyl0 PEAKIIMOHHYIO0 CMECh, HO BMECTO IKCTPAKTa
BHOCWJIM Oydep, OH HY>KEH JIJIsl pacueTa MakKCUMalIbHOTO 00pa3oBaHus (hopmazaHa.
Peakuuro 3amyckanu no6asnenueM 10 mxa 0.025 % pubodnaBuna Ha 15 muH, a
3aTeM OCTAHABJIMBAIU BBIKIIOYEHHEM cBeTa. ONTHYECKYIO TMJIOTHOCTh HU3MEPSUIU
npu A = 560 um (Giannopolitis, Ries, 1977; [lonecckas u ap., 2004).

3a enuHUIly aKTUBHOCTH cyrnepokcuaaucmytasbl (COJl) mpuHuManu Takoe
KOJIMYECTBO (PEPMEHTA, KOTOPOE MOXKET MOAABUTH peakinto BocctaHoBienuss HCT
Ha 50 %. [nsa »TOro cHayaja BBICUATHIBAJIM ONTHYECKYHO IJIOTHOCTH

MaKCUMaJbHOTO 00pa3oBanus (popmasana mo dpopmyse 2.2:

D, . x05
g =1- e Z 2 2.2)
D(}mp.wa'}aﬁa
2
A€ a — OTHOCUTCIbHaA ¢IWHHIa aKTHBHOCTH, D — onrTuyeckass INIOTHOCTh

(oOpasmua u ¢popmazana).
O6mryro aktuBHOCTh COJ paccuuThiBaiu o ¢popmyie 2.3:

_axVxX

oxl (2.3)
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rae £ — aktuBHOCTH epmeHTa (HM/cekxXmr 0enka), a — OTHOCUTENIbHAS €IUHUIIA
aKTUBHOCTH, paccuyuTaHHas 1o gopmyie 2.2, V — 00beM NOJyuyeHHOTO SKCTPaKTa
(M), X — KOHEUHOE pa3BEJCHUE SKCTPAKTA B JyHKE, L — TonmuHa ciost (Mm), C —

KOJIMYECTBO O€JIKa B JaHHOI HaBecKe (MT).

2.14.2. Onpenesenne aKTUBHOCTH KATAJIa3bl

s onpenenenust aktuBHocTH (pepmenta karanasel (KAT) 50 mr xophei
Tabaka pacTUpaid C TOMOIIBIO MECTUKAa B MUKponpoOupkax ¢ godasienuem 100
MKJI CHEIHAIbHOTO 3KCTparupytomiero oydepa, naiee roMoreHatT J0BOIWIM 10 1
mi (Panchuck et al., 2002). Mukponpobupku ¢ 3KCTpakTaMu BblAepXuBaiu 15
MUHYT B xonoauibHuke (+4°C), a 3ateM nenTpudyrupoanu mpu 10000 o6/mMuH B
TeueHue 15 MuH, Janee sl ONPENENCHUs] AaKTUBHOCTH  UCIOJIb30BAIH
cynepHatanT. B nynky mnamku HamuBanu 150 mxin 0.03%-ro pactBopa H,O, u
no0asisii 10 MKJI BKCTpakTa Juisl 3allycka peakiuu. B xonoctyio npoOy BMECTO
skcTpakta 100aBmsid HyO e, B KQUECTBE KOHTPOJIS HCTOJIB30BAJICS PACTBOD, B
kotopom BMecto H,0, Obuia ucnonb3oBana Boja. Yepes 10 MuH peakiuio
ocranaBnmuBanu  jpoOaBnenueM 100 wMxn 4%  pactBopa  (NH,),MoO,.
MHTEHCHBHOCTD MOTYYUBUIEHCS OKPACKU U3MEPSUIM HA CIIEKTPO(OTOMETpE MpHU A
= 410 um (Kopomtok u ap., 1988). AxktuBnocts KAT paccuutsiBanu no ¢popmyne
2.4:

E=(4, -4, )xVxtxK, (2.4)
rae E — aktuBHocth KAT (E/Mr 6enka), A,,, — SKCTHHIIMS XOJOCTOM MpoosI, A, —
OKCTUHIIAS OTBITHON MpoObI, V — 00bemM BHocumoun mpooOst (0.01 mur), t — Bpems
uakyOaruu (600 cex), K — xoaddumuenT mmmmumonspHoit skctuHimu H,O,

(22.2x103 MM 'em™).

2.14.3. Onpenesienne aKTUBHOCTH ACKOPOATIEPOKCUAA3BI
Haecky kopneit (50 mr) tabaka pactupanu B Mukporpobupkax B 200 Mk

sKcTpakuonHoro oydepa (pH 7.8) u obmuii o6bem moBommnu a0 1 mui, gaiee
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roMoreHar ueHTpudyrupoBain 5 MUH Tpu 12 ThIC. 00/MHH, a MOJyYEHHBIH
CyHEepHATaHT XPaHWUJIU B XOJOAWIbHUKE NpU +4 °C U UCMONB30BAIH JI OLICHKU
aKTUBHOCTHU ackopOarnepokcuaasbl (AITOK).

Peaknmonnas cMmechr a1 aHainuiza coctosuia u3 20 mxia 50 MM K, Na-
dbocdarnoro 6ydepa (pH 7.0), 30 Mk pactBopa ackopouHoBo# kuciaotsl (AK), 30
Mk pactBopa DJTA u 10 Mxn cynepHatanTa. Peakuusi akTuBHpoBaiach MyTeM
BHECEHUS B JIYHKY ¢ peakimoHHo# cMmechto 30 Mkia 0.06% pactBopa H,O,. Ananus
ONTUYECKOM MIOTHOCTH MOJYYEHHOI'O pacTBOpa MpoBoAwIM npu A = 290 HM uepes
kaxaeie 10 cex B Teuenne 150 cek (Verma, Dubey, 2003). AKTUBHOCTh (pepMeHTa
AITOK paccuutsiBanacek o gopmye 2.5:

&XX

=L | (2.5)

LxC
rie E — aktuBHOCTh ¢epmeHnta (E/Mr Oenka), 4D — u3MeHEHHUE ONTUYECKOU
mIOTHOCTH (D, —D)0v), X — KOHEYHOE PA3BEICHUE BBITSDKKM B KIOBETE
(oTHOIIEHHE 00BEMa PEAKIIMOHHOM CMECH K KOJIMUYE€CTBY BHOCHMOTIO 3KCTpakTa), T
— BpeMs peakiuu (cek), L — njinHa onTudeckoro nyTtu (cm), pasHas 0.1435 cm, C —

conepxanue 6enka B mpoode (Mr).

2.14.4. OnpenesieHne AKTUBHOCTH I'BASIKOJINIEPOKCH/IA3bI

Jlns onpenenenuss akTUBHOCTH TIBaskoinepokcuaasel (I'TIOK) HaBecky
KopHei Tabaka (50 mr) pactupanu B 200 Mk sxcTparupytroiiero oydepa (pH 7.0),
notoM JoBoauian o0beM 10 1 mi. IlomydeHHBI rOMoOreHaT BBIAEP)KUBAIM B
xonoauinbHuke npu +4°C B TeueHue 15 muH, a 3areMm neHTpudyruposau mnpu 10
Teic. 00/MuH 15 mun. Jns ompenenenus axtuBHoctu [TIOK wucnonbs3oBanu
YUCTBIM CyIIEPHATAHT.

B nynky mnamku HanmuBamu 200 MK 3KcTparupymomero ¢gocdarHoro
oydepa, 20 mxi 9 MM rBasikona u 10 Mk skctapkTa. [ KOHTPOJIBHBIX 00pa3loB
BMECTO 3KcTpakra aoOasmsuin 10 Mk Boxbl. Peakiuio 3amyckany MOCPEICTBOM

nob6asnenus 20 Mk 0.15 % pactBopa H,O, u uepes 20 cek AEeTEKTUPOBAIIA MIEPBOE
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U3MEepeHHe, Janee MoKazaTelu CIEeKTpoPoTomMeTpa (UKCUPOBAIN Yepe3 KasKIble
20 cex B TeueHue 2 MuH. M3mepeHus ONTUYECKON TUIOTHOCTH pacTBOpa
npoBoguian npu A = 436 M (Kronfuss et al., 1996). AxtuBHocts ['TIOK
paccuuThiBasv 10 hopmyie 2.6:

(D, - D,)xV xV, x60

R R

: (2.6)

rae E — aktuBHOCTh epmenta (E/mr Oenka), D; — mepBoe U3MEpEHUE ONTUYECKOM
MJIOTHOCTH, D, — KOHEYHOE U3MEPEHUE ONTUYECKON IIOTHOCTH, V — o01uii 00beM
WCXOJTHOU BBITSIKKH (CM3), V; — 00beM 3KCTpaKTa, B3SATHIN IS OTBITA (CM3), V, -
06mmit 06beM pacTBOpa B TyHKE (CM), f; — BpeMs Ha4ania OIbITa (CEK), I, — BPEeMst
OKOHYaHUs omnbiTa (cek), H — macca HaBecku (T), 60 — koapdunmreHT nepesoaa B

MUHYTBI.

2.14.5. OnpenesieHne akTUBHOCTH IJIyTATHOH-S-TpaHcdepasbl

Kopuu tabaka (50 mr) pactupanu ¢ momomipio mectuka B 100 MK
AKCTpaKIMOHHOTO Oydepa, 3arem goBoauiau oOveM A0 1 mi. IlomydyeHHbIN
roMoreHaT IeHTpudyrupoBanu B TedueHue S muH npu 10 Teic. 06/MuH. [l onieHKH
akTUBHOCTH  (epMmeHTa TiyTaTuoH-S-TpaHchepassl (GST)  wucnonb3zoBaiu
MOJIyYeHHBI CyTIEpHATAHT.

Peakmmonnas cmech cocrosuta 3 200 mxi 0.1 M K, Na-docdarnoro 6ydepa,
200 Mk 0.015 M pactBopa GSH u 100 Mk cynepHartanTa. Peakiiusa HaunmHanach
nocie BHeceHus: B ktoBety 200 mxi 0.015 M pactBopa XIHB (cm. rnasa 2.3).
KonTponbHas mpoba cocTosia U3 TeX ke pacTBOpoB, HO Oe3 nobasnenus X/IHbB
(Habig et al., 1974).

B Xxozme peakuumu NOpPOUCXOIUT YBEJIWYEHHWE KOJIMYECTBA IIIYyTaTUOH-S-
KOHBIOTaTOB, KOTOpble oOpasytorcs wmexay GSH wu  XJIHB, xortopsie
peructpupyrtcs crnekrpodoromerpudecku npu A = 340 HM Kaxasle 3 CEK B
tedenue 1.5 muH npu Ttemmeparype +25 °C. Pacuer aktuBHoctu GST

OCYLIECTBIISUIN 0 hopmyie 2.7:
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AD

x Vpeak‘u.c’,wec'u x X
g=-TL 2.7)
exvnp()&bl X CX L
rnie E — aktuBHOCTH (epmeHnta (MKM/cekxmr Oenka), 4D — HU3MEHEHHE

ONTUYECKOU MIOTHOCTH (D,p,—Dyuy), T — BpeMst peakuuu (MUH), X — pa3BefcHUE
UCIIONIb3YeMOr0 00bEMa BBITSDKKM B PEAKIMOHHON cMecd, e¢ — KO3(PPHUIHeHT
MOJIApHO# SKkcTHHKIMK npu 340 uM (9.6 MM -em™), C — conepxanne Genka B
npo6e (Mr), Vo6 — 00BEM NMPOOBI, UCIIOIB3YEMBIN IS ONpPEIEIICHU AKTHBHOCTH
GST (M), Vyeawy.crecw — OOBEM PEAKIIMOHHOM cMecH B KroBere (Mi), L — JuinHa

onTu4ueckoro nytu (cM), pasHas 0.1435 cwm.

2.14.6. Onpenesenue cogep:;KaHUA BOCCTAHOBJIEHHOT0 U OKHUCJIEHHOTO

rJIyTATHOHA

Hasecky kopneit (50 mr) pactupanu c¢ nomoubto nectuka B 800 Mk
sKCTparupytomiero oydepa, nanee neHtpudyruposanu B TeueHue 10 mun npu 13
ThIC. 00/MUH, a MOCJe OTOMpANU CYNEepPHATAHT, KOTOPBIM HCIOIB30BAJICS A
OnpeaeeHus TIIyTaTHOHOBOTO ITyJIa.

Jns onpenenenus BoccraHoBieHHoro riyrarnoHa (GSH) nenanu cmech u3
100 mxn cynepnaranta u 900 Mk 0.1 M K-docdarnoro 6ydepa (pH 8.0). 3arem B
sueiiky miamku BHocwin 180 mkn Oydepa, 10 mxin cmecu u 10 mxa 0.1 %
opTodTanbanabaACTH A (ODA) u IPOBOINIIN (hITyopecIeHTHYIO
CreKTpOOTOMETPHUIO PEAKIIMU TPU JJIMHE BOJHBI A = 420 HM B T€UYECHHE 5 MUH
(Agoss = 350 HM).

Hns  omnpenenenuss coiepkaHusi  okuciaeHHoro riyratnoHa (GSSG)
ucnonb3oBanu 100 Mk cynepHatanTa, kKotopblii cmemmBanu ¢ 40 mxn 0.04 % N-
TWIMAJIEUMHJIa U TIPOBOJWIM MHKyOanuio B TedyeHue 30 MUH NMpU KOMHATHOU
temriepatype. 3ateM B pactBop mobasmsumm 860 mki 0.1 # NaOH u momywanm
HeoOxoauMyto cMech. B sueiiky mimamku BHocuian 180 mkia 0.1 1 NaOH, 10 mxn

panee mnonydyeHHoM cmecu U 10 mxa 0.1 % O®A. DayopeCUECHTHYIO

71



cnekTpodoToMeTpuio mpoBoaAwId npu A = 420 HM B TedeHue 5 MUH (Azp5 = 350
HM) (Iansiro u np., 2007).

[Io rpaduky HWHTEHCUBHOCTU (DIIyOpeCUEHUMHU MPOIYKTOB peakuuu C
TEYEHUEM BPEMEHU HAXOAWIM MaKCcUMajibHOEe 3HaueHue. C HCIOIb30BaHUEM
KaIMOPOBOYHOM KPUBOM BBIABISUIM  cojiepkanue okuciieHHoro (GSSG) wu
BocctaHoBieHHoro (GSH) rimyrarmona B amukBore W 1o  dopmyne 2.8
PaCCUUTHIBAIIN UX COJICP’KAHUE B PACTUTEIbHBIX TKAHSIX:

¢ 2 CuXKXV

2nym ’

m

(2.8)

riae C.,m — conepxkanue riyratnona GSH nimu GSSG (Mxr/r ceipoii Maccsl), Cp, —
conepkanune riayratuona GSH wunmu GSSG B amukBote, K — ko3dduiment

pazbamienus, V — o0beM 3KkcTpakTa (Mi1), m — Macca oopasia (T).

2.14.7. Onpenenenue cogep:;KaHUusA MPOJTUHA

Hagecky kopHeit Tabaka (50 mr) romorenuszupoBaiu B 200 Mk pactBopa 3 %
CyInb(OoCaTUIIUIOBOM KHUCIOTHI, 3aTeM oOmmii o0beM JoBOmMAM a0 | ML
[TonyueHHBIH SKCTpakT LeHTpudyrupoBaiu B TeueHue 10 mMuH npu 10 ThIC.
00/muH. 3atem cmemmBanu 300 mka skcrpakta, 300 mxn neasHoir CH;COOH u
300 MKI HUHTHJIPUHOBOIO pEAKTHBA, M IOJYYEHHYIO CMECh HAarpeBajiud B
tepmoctare npu +96 °C B Teuenue 60 MUH, TOTOM OBICTPO OXJaxianu. B
OXJIAKIEHHYI0O CMeCh n00aBismu 1 MII TOdyosa, MEepeMelIMBalId M TOCHe
paszieneHus pacTBOpa Ha OTIEJbHbIE (PPAKIUHU, OKPAIICHHBIH TOJYOJOBBIM CIOM
cneKTpohOoTOMETPUPOBAIIU MTPU A = 520 HM MO CPABHEHUIO C YUCTHIM TOJIYOJIOM.

Jlns  omnpeneneHuss — KOHUEHTpAaUMU  IPOJMHA  CHayala  CTPOWIH
KaJIMOPOBOYHYIO KPUBYIO, UCIIONB3Ys cTaHaapT L-nponnHa B HaBeckax oT 10 go
60 wmr. ConepkaHue MPOJIMHA B HCCIEIYyEMBbIX 00pasliax pacCUMTHIBAIN IO

dbopmyie 2.9:

C, = , (2.9)
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rae C, — cojaepkaHWe NpoJiMHA (MKI/T CBIpOM MaccChl), n — 3HAYEHHE IO
KaTMOpPOBOYHOW KpuBO#, V — 00bEM pasBeneHus (M), P — macca HaBecku (T).
JlaHHBI METOJ OmpeNeNIeHHs Cojep)KaHUs MNpojimHa ObLT paspaboran Bates c

kosuteramu (1973), a momudumuposan Khedr ¢ coaBropamu (2003).

2.14.8. Onpenesenue cogep:;KaHUs BOJOPACTBOPUMBIX CAXapoB

Pacturensubiit Matepuan (50 mr) pactupanu B 200 mxn 80 % »taHona, 3aTeM
JOBOAWIN 001U 00beM A0 1 M1 1 IeHTpUYTUPOBAIM B TeUeHUe 15 MUHYT mpH
10 thIc. 00/MuH. [lanee 200 MKJ MOJy4EHHOTO SKCTPAKTa MEPEHOCHIH B HOBYIO
MUKPONPOOUPKY, BhIMapuBaiu coupT B Tepmoctate mnpu +80 °C B TeueHue 2 d,
3ateM noOaBmsiu 400 mMxn HyOper W ocTaBmsii Ha 24 4 mpu KOMHATHOM
temriepatype. [lo ncredeHuto 3Toro BpeMEeHH SKCTPAKT MEHTPUDYTHpOBAIN TIPH
10 thIC. 00/MUH B TeueHue 15 muH, a 3atrem oTOMpayn no 100 MK B OTIAEIBHYIO
MUKponpoOupky u no6asisin 0.5 ma 4 % denona u 2.5 M KOHIIEHTPUPOBAHHOU
H,SO,4. Copepxanue BomgopactBopuMbiX caxapoB (BPC) omnpepensuin myrem
U3MEpPEHUsI ONITUYECKON MIOTHOCTU MOMYYUBIIUXCSA pacTBOpoB npu A = 490 um. B
KaueCTBE KOHTPOJISI MCIOJB30BAJICS PacTBOp (heHOMa M CEPHOW KHUCIOTHI, a IS
MOCTPOEHUSI KaJIMOPOBOYHOM KPHUBOM HCIOJNB30BAJIM PAcTBOp caxapo3bl B
KOHIIeHTparuu 1 mr/mi B auanazone ooweMa ot 5 10 50 Mk (Dubois et al., 1956).

Pacuer BPC mpoBoauincs mo ¢popmye 2.10:

C - Cafl X Vskcmp (2. 10)

cax ’

m()ﬁp

rae C., — conepxanue BPC (mr/r ceipoii maccel), C,, — conepxkanue BPC B

AIUKBOTE, Vycmp — 00BEM DKCTPAKTA (MKII), 1,5, — MACCA HABECKH (T).

2.14.9. Onpenenenune 0011eil AHTHOKCUIAHTHOM CIIOCOOHOCTH
Kopuu pactenuii tabaka (50 mr) pactupanu B 100 mxn 80 % staHosia B
MUKpPOIIPOOUpPKAX C TOMOIIBID TECTUKOB, 3aTeéM JOBOIWIM oOBeM 10 1 MiL

WNukyOupoBanu 3KCTpakT B TedeHue 10 MUH, MPU 3TOM BCTPSAXUBas MPOOUPKHU
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KaXabple 2 MUH, Jnajee LeHTpudyrupoBanu B Teuenue 15 muH mpu 13.5 ThIc.
00/MuH nipu Temneparype +4 °C.

PeaktuB nst onpenenenus obmie aHTHuokcuaaHTHOM crocoOHoctu (OAC)
(cMm. rmaBa 2.3) B o0beme 2 mu ememnBany ¢ 200 MKJI SKCTpakTa M HHKYOHpOBaIN
B Tepmoctate «Tepmut» (JJHK-Texnomorus, Poccust) B Teuenue 60 mun mpu +95
°C. Ilo ucreyeHuro 3TOro BPEMEHH MHKPONPOOUPKHU OXJIAKIAIH 10 KOMHATHOM
TEMIEPATYPbl U U3MEPSUIM ONTUYECKYIO INIOTHOCTH MOJTYYEHHOTO pacTBOpa Ipu A
= 695 uM Ha cnekTpodoTomeTpe. B kauectBe KoHTposis ucnosib3oBaics 80 %
3TAHOJ, a KAIMOPOBOUHYIO KpuBYIO cTpomin o koHueHTpanusam AK (Boestfleisch
et al., 2014). Pesynbrat OAC BbIpakayiu B KoirdecTBe Mr skBuBaiieHToB AK Ha 1

IpaMM ChIPOW MacChI.

2.15. CratucTu4yeckuii aHAIU3 U IPOrPaMMHOe odecrnieuyeHue

CpenHuld TpUpPOCT KOpHEW BCeX pacTeHWid Tabaka OBUT paccuuTaH B
nporpamme Microsoft Excel 2003, Ttam e ObUIM MOCTPOEHBI THCTOIPAMMBI.
['padmdeckyro KOMIMISALNIO TUCTOTpaMM U (oTorpaduii MPOBOIMIN B IPOTPAMME
Adobe Photoshop CC 2019. Pe3ynbraThl OUEHKHM NPEACTABISIM B BHUJC
apu(MEeTHYECKUX CpeIHUX ToKa3aTeleld C TUTAaHKaMH TOTPEIIHOCTeH B BHIE
omunOoK  cpeanero. CTaTUCTHYECKOE  pa3iMyue  JaHHBIX  IOKa3aTesel
aHAIM3UpOBAIM C TNpUMEHEeHHeM Tecta Duncan nansi HE3aBUCHUMBIX BBIOOPOK

(Duncan, 1955) B nporpamme Statistica 10 (pycudununpoBaHHas Bepcus).

2.16. JIu3aiin ucciaea0BaHus
HccnenoBanre HampaBlIiEHO Ha KOMIUIEKCHOE HM3y4Y€HHE POJIM TIEHOB
AKCIIAHCUHOB M KCHJIOTJIFOKAHAHOTPAHCTIIMKO3MIIa3 B PETYIISAIMU U 00€CIIeUueHU N
pocTa KOpHEW TpaHCTeHHbIX pacTteHut N. tabacum L. 1npu BO3ACHCTBUU
CTpeccOoBbIX (PaKTOPOB, TAKMX KaK TMIOTEPMUs, 3acojeHue u kaamui. Mcxons us

ATOM 3a/1a4r UCCIIE0BaHKE ObLIO Pa3AeieHO Ha 4 OCHOBHBIX Oyioka (puc. 2.1).
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I.  AHanus cogepxaHua TpaHckpunToB 1 MNLUP-aHann3 reHos
3KCMAHCMHOB W KCUNOrMIOKAH3HAOTRAHCMMUKO3UNA3 B KOPHAX
TpaHcreHHbIx pacTeHuil Tabaka

11

Il. MopdhoMeTpU4eckUil aHanu3 KopHell Tabaka QUKoro TMNa U1
TpaHCreHHbIX pacTeHWn Tabaka Npu HopManbHbIX YCNOBUAX U NPK
OelcTBUM CTPECCOBbIX (haKkTopoB

4Ll

Ill. OueHKa pa3MepoB KNETOK KOPHEeK TPaHCreHHbIX pacTeHui
npw eACTBUM CTPeCcCcoBbIX hakTopoB

iy

IV. OLeHKa KOMNOHEHTOB AHTUOKCWAAHTHON CUCTEMBI U COOEpPKaHUA
Genka B KOpPHAX TPaHCreHHbIX pacTeHWid Tabaka npu
HOpManbHbIX YCNOBUAX W NPW AEWCTBIUM CTPecCoBRbIX (haKTopoB

Pucynok 2.1. Jluzaiin uccieqoBaHusl.
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['TABA 3. PE3YJIBTATBI UCCJIEAJOBAHUA U X OBCYXJIEHUE

3.1. Anaiam3 coaepxkanus Tpanckpuntos u [T P-anann3 renos EXPs u XTHS
B KOPHAX TPAHCTe€HHBIX pacTeHuil Tabaka

B monyueHHBIX HaMU paHee TPAHCTEHHBIX PACTCHUAX Tabaka MPOBOIMIICS
aHaJIM3 COJIepKaHUsI TPAHCKPUNTOB II€JIEBBIX T'€HOB TOJIBKO B JIUCThIX. Tak Kak
00BEKTOM JIMCCEPTAIMOHHOTO MCCIIEIOBAHUS ABJISAIOTCS KOPHU, Oblla MOCTaBJIeHA
3a/laya ONpEAeNIUTh YPOBEHb SKCIPECCHM TPAHCTEHOB KaK B JIUCThSIX, TaK U B
KOpHsX. bblia mpoBeneHa oneHka coaep:KaHusi TPAHCKPUIITOB UCCIIEAYEMbIX T€HOB
Ha TPAHCTEHHBIX PACTEHMSIX, BBIPAIICHHBIX TMPU HOPMAIbHBIX YCIOBHUSX.
ConepkaHue TPAHCKPUIITOB OICHUBAIOCH OTACIBHO B TMOOETax W KOPHSX
TPAHCT€HHBIX PACTEHHM C UCClenyeMbIMU TeHamu. 3MmepeHus mnpoBOAMIN
MOJYKOJIMYECTBEHHO, OLIEHWBAs PE3yJbTaThl TIelb-3JeKTpodope3a C MOMOIIBIO
nporpammel Total Lab, cooTHOCS ¢ copepKaHUEeM TPaHCKPUITOB pedepeHCHOro
redHa EF-1o (cm. riiaBa 2.4).

[To pe3ynbpTaTam OIEHKH COACPIKAHUS TPAHCKPUITOB T€HOB OBUIO BBISICHEHO,
YTO HE BO BCEX TPAHCTEHHBIX JIMHUAX, B KOTOPBIX YPOBEHb KCIpecuu reHoB EXPs
u XTHSs ObUIO BEICOKMM B TT0OETaxX, OHO MPOSBIISIIOCH i B KOPHSIX.

N3 15 panee nonyyeHHsix pactenuii ¢ reHoM NtEXPAI (KynyeB u ap., 2014)
IpU aHaJM3e COJACp)KaHHUS TpaHCKpUNToB reHa EXPAI ObU1o BBIsBIEHO, uTO 11
pacTeHUuil UMEIOT MOBBIIIEHHOE COJIEpKaHne TPAHCKPUIITA FeHa B Moberax, U3 HUX
TONBKO B oOpasuax 5, 13 wm 15 HaOm01am0oCch MOBBIIIEHHOE COJCP)KAHHE
TpaHckpunta rena EXPAI B kopHsx (puc. 3.1A).

N3 56 panee nonyyeHHbIX pacteHuid ¢ reHoM NtEXPAS (Kynyes u np., 2013)
15 uMenu MOBBIIIEHHYIO SKCIIPECCHIO TPAHCTeHA B Mo0erax v TOJbKO B JIUHUAX 42,
49 u 56 nHabmomanoch MOBBIILIEHHOE cojAep)kKaHue TpaHckpuntoB NtEXPAS B
KopHsiX (puc. 3.1B).

N3 14 panee nonydeHHbIX pactenuii ¢ reHomM PnEXPA3 (Kynyes u ap., 2013)
TOJIBKO 11 WMenu MOBBINMICHHYIO SKCIPECCHIO TpaHCTeHa B mobOerax W W3 HHUX 8

JIMHUI UMEJIM BBICOKOE cojiep>kaHue TpaHckpunta PnEXPA3 B kopHsix (puc. 3.1B).
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U3 40 panee nomyueHHbIX TabakoB ¢ reHoM AtEXPA 10 (Kynyes u ap., 2013)
TOJIKO 5 pacTeHU MMENH MOBBIIICHHYIO dKcnpeccuto reHa AtEXPA 10 B noberax,
U3 HUX TOJIbKO B 00pasnax 7, 9, 39 u 40 o6HapyXMJI0Ch MOBBIIIEHHOE COJICPKAHUE
TPaHCKpUIITA TpaHCreHa B KOpHsX (puc. 3.11).

U3 25 panee nonyuyeHHbIX pacteHuil ¢ reHoM NtEXGT (Kuluev et al., 2017)
12 pacTeHud uMeNU TOBBIIICEHHOE MOJEPKAHUE TPAHCKPUNTOB 3TOrO0 I'eHa B
noOerax u ToJdbKO B oOpasuax 17, 21 u 22 oOHapy>KuiCs MOBBIIICHHBIN YPOBEHb
€ro 3Kcnpeccuu B KopHsx (puc. 3.171).

N3 37 panee nony4yeHHbIX pacteHuid ¢ renoM PrrXTHI (Kynyes u ap., 2018),
TOJIbKO 14 pacTeHuil UMEeNu MOBBIIIEHHOE COACpKAHUE TPAHCKPUIITOB B MOOeErax,
a B obOpazuax 3, 16, 17, 23, 25 u 28 00HapY>KUBAJIOCh TaKXE YBEIUYECHHOE
coJiepKaHue TPAHCKPUIITA HCCIENyeMOro resa B KopHsx (puc 3.1E).

3 4 5 6 7 8 9 10 14

A/2456789/Il3l5 BI.’

NIEXPAT PnEXPA3

EF-1a

B 3 4 5 9 11 I5 16 29 32 36 37 42 49 50 56 r 7 9 34 39 40

NtEXPAS5 AtEXPA10

EF-1a EF-1a

I[ 3 5 6 1314 151617 21 22 24 25 E 13 6 1617 18 202324 25 28 29 35 37

NtEXGT PtrXTH1

EF-1a EF-1a

Pucynok 3.1. Dnekrpodopernueckue cnektpsl [IP-mpoaykToB mpu anamumze
COIEpXKaHMUsl TPAHCKPUNTOB T€HOB 3KkcnaHCUHOB NtEXPAI (A), NtEXPAS5 (B),
PnEXPA3 (b), AtEXPAI0 (I') n kcunormokansHaoTpancrinkoswia3z NtEXGT (1),
PtrXTHI (E) B KOpHSIX TpaHCI€HHBIX pAcTeHUU Tabaka MOJYKOJIMYECTBEHHBIM
metonoM. EF-1o — pedepeHCHBIH TeH.

Takxum 00pa3om, BBISIBICHO, YTO TOJIBKO YaCTh JIMHHUIA TPAHCTEHHBIX PaCTEHUIN
MMEJIO MOBBIIIEHHOE COAEPKaHUE TPAHCKPUIITOB UCCIIENYEMBIX T€HOB B KOPHSX U

JaHHBIC JIMHUN ObLIH B I[ElJ'IbHCfIIH@M HUCIIOJIBb30BaHbI I ITOJYYCHUS ITPOPOCTKOB
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BTOPOTO ITOKOJICHHUS JIJIS IIOCIICIYIOIINX OMBITOB MO0 MOP(GOMETPUH, MUKPOCKOITHN
U OIICHKE KOMITIOHCHTOB aHTHOKCHJJIAHTHOW CHCTEMBI B KOPHEBOU cHCTeMe (Taoul.
3.1).
Tabmmma 3.1
OTOOp JUHUI TPAaHCTEHHBIX PaCTEHUH TabaKa ¢ BHICOKMM YPOBHEM DKCIIPECCHUU

I'C€HOB 3KCIIAHCUHOB M KCHJIOTTTIOKAHOHAOTPAHCTIIMKO3WJIAa3 B KOPHAX

JIuHUM TpaHCTEHHBIX pacTEeHUM TabaKa CO CBEPXIKCIPECCHE TEHOB
I'en
B Io0erax B KOPHSIX
OKCIIaHCHUHBI
NtEXPAI 1,2,4,5,6,7,8,9,11, 13, 15 5,13, 15
3,4,5,9,11, 15, 16, 29, 32, 36, 37, 42,
NtEXPAS 42,49, 56
49, 50, 56
PnEXPA3 1,2,3,4,5,6,7,8,9, 10, 14 1,2,4,5,6,7,8, 10
AtEXPAIO 7,9, 34, 39, 40 7,9, 39, 40
KCUJIOTJTIOKAHAHIOTPAHCTIMKO3UIIA3bI
NtEXGT 3,5,6,13, 14, 15, 16, 17, 21, 22, 24, 25 17,21, 22
1,3,6, 16, 17, 18, 20, 23, 24, 25, 28,
PtrXTH1 3,16, 17, 23, 25, 28
29, 35, 37

Jnst  mocneayrommx AKCHEPUMEHTOB ObUIO  B3ATO 1O 3 JMHUU €O
cBepxakcnpeccuen reHoB NtEXPA I, NtEXPAS w NtEXGT, 4 nunuu — ¢ AtEXPAIO,
6 muanii — ¢ PtrXTHI w 8 nuaunit — ¢ PnEXPA3. OCHOBHOM TMpHHIMII O0TOOpa
JUHUN — HAJIMYUE€ BBICOKOTO YPOBHS SKCIPECCUM MCCIEIYyEMbIX TPAHCTEHOB B

KOpHsX (Tabm. 3.1).

3.2. MopdomMeTpudecKkuii aHAJIN3 KOPHeil Ta0aka IMKOT0 TUNIA U
TPAHCTeHHbIX PacTeHH# co cBepxdKcnpeccue reHoB EXPs u XTHSs npu
HOPMAJIbHBIX YCJIOBHMAX M IPH JeiiCTBUH A0HOTHYECKHUX cTpecc-(PaKTOPOB
JUia  oneHku (U3HOJIOTMYECKUX M MOPQOJOTHYECKMX XAPAKTEPUCTHUK

BIIMSIHUS T€HOB HAa PACTEHMS, BAXHEUILNYIO POJIb UIPAET U3YYEHUE UX KOPHEBBIX

78




CHUCTEM, T.K. 3HaHHE HUX MOPPOPHU3UOIOTUU AAET BO3MOKHOCTH BCECTOPOHHE
OLICHUTD BIIMSIHUE PA3JIMYHBIX TPAHCTEHOB U CTPECCOBBIX (PAKTOPOB HA PACTEHHUE B
neiaoM. JlOBOJBHO 4YacTO IPUMEHUMBIM SBISETCS METOJN HM3Y4YEHHUS KOpPHEU
pacTeHHii B MOYBEHHBIX YCIOBHSX, YTO CO3JAET psil HEYJO0OCTB B J1aOOPaTOPHBIX
ycinoBusix. lloatomy 1 oneHkM MOpQOMETpUM KOPHEBOM CHUCTEMBI ObLI
VICITOJIB30BaH NOJAXOJ C HCIIOIb30BAHUEM BEPTHUKAIbHO-OPUEHTHUPOBAHHBIX YalIEK
Iletpu, KOTOpBIA SBIAETCS JIETKMM B HCIIOJHEHUH, COXPAHSAET CTEPUIBHOCTH
pacTeHui, a TaKKe I03BOJISICT BU3YyaJIbHO KOHTPOJIMPOBATh BECh JKCIEPUMEHT

(puc. 3.2).

Pucynok 3.2. IlocTaHOBKa 5HKCHEPUMEHTA IO BBIPAIIMBAHUIO PACTCHUN Ha
BEPTHUKAJIbHO-OPUEHTUPOBAHHBIX YamKkax llerpm M cpaBHEeHHE IMHBI KOpPHEU
tabaka JIT u TpaHCreHHBIX pacTeHHi (I MpuUMepa IOKa3aHbl TPAHCTCHHBIC
pactenus co cepxakcnpeccueid reHoB NtEXPAI u PnEXPA3).

[Ipn u3mepeHun IIMHBI KOPHEW OCYILIECTBIBUICS 3aMep KOpHEHW 10 Hadaia
SKCIEPUMEHTA U TOCJE 3aBEPIICHUS dKCIEpUMEHTA. Jlajiee OLeHUBAJICS MPUPOCT

JJIMHBI KOPHS 110 OKOHYaHHUIO CPOKa IMPOBCACHUSA OIIbITA.

3.2.1. MopdomeTprueckuii aHAIU3 KOPHell TPAHCTeHHbIX PACTEHUI NPHU
AefCTBUH 3aCOJICHUSA
3acolieHME  TMOYBEHHOTO  TpPyHTa  SBJISIETCA  OAHUM M3  CaMBbIX
pacnpoCTpaHEHHBIX 3arpsi3HEHUN, KOTOPOE OTPULIATEIBHO CKA3bIBAECTCSI HA POCTE U
YPOKaMHOCTH OOJBIIMHCTBA CEILCKOXO3SIMCTBEHHBIX pacTeHuil, a Tak kak NaCl

MOMAaaeT HEMOCPEACTBEHHO B MOYBY M BOJIHBIE CJIOM, TO JIaHHBIN cTpecc-(pakTop
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IPOSIBIISIET CBOW OTPUIIATENBbHBIN 3(DPeKT HanmpsMyr0 Ha pOCT KOPHEBOW CHUCTEMBI
pacTeHUU.

Jns BeIsBIEeHHS onTUManbHbBIX KoHLEeHTpanud NaCl, nmpu KOTOpbIX BHIHA
CYILIECTBEHHAs pa3HUIa B POCTE KOPHEBOW CHCTEMBI, ObLI IPOBEJEH HKCIIEPUMEHT
Ha pacteHusx Tabaka JIT ¢ mcnonb3oBanuem cienyromux konmeHTparui NaCl:
25, 50, 100, 150, 200 u 400 mM. Ilpu koHuEeHTpauu cojau 25 MM Habm0AAI0CH
HEOOJIBIIIOE yiyuIlieHue pocta KopHel Tabaka JIT mo cpaBHEHHIO ¢ HOPMOW, mpr
KoHneHTparuu coau B 50 MM y pactenuit JIT Obln BbIsSIBICH elie OOJbIINN
OPUPOCT KOPHEBOW CHUCTEMBI, IO CpPaBHEHHIO C Hopmou. OpHako, mnpu
koHneHTpanusax 100, 150 u 200 MM npupoct KOopHe# OblUT MPUMEPHO OJMHAKOBBIN
IIPU Ka)XJOW KOHLIEHTpAlMy, HO MEHBIINW, 4eM npu HopMe. 1Ipu KoHIeHTpauun
400 MM NaCl nuctesi TabaKOB CTAaHOBUJIMCH KENTHIMH, U IMPUPOCTa KOPHEH
BooOmEe He Obuio. I[loaToMy OBLIO pEHIeHO OCTaBUTh MHUHUMAJIBHYIO
JNEUCTBYIOUTYI0 HeraTuBHO KoHueHTpanuioo 100 MM, mpu xoTopoil HaOIH01a10Ch
CYIIIECTBEHHOE YXYAIICHHE POCTa KOpHEW Tabaka B yCIOBHsX in vitro. Takum
o0pa3oM, pa3HMIIa B MPUPOCTE KOpHEW Habmojanach Mpu KoHueHTpauusax S0
(ynyumienue pocta) u 100 MM NaCl (vaie Bcero 3aMejIeHUEe pocTa), KOTOpbIE U
OBLJIM MCIOJIb30BaHbI JIJIsl JAIbHEHIIMX OMBITOB Ha TPAHCTE€HHBIX PacTEHUSX. Mbl
npeanonoxuiad, uro npu 50 MM NaCl aktuupyrorcss HaTuBHbIe EXPs u XTHS,
KOTOPBIE U CITOCOOCTBOBAIIN YITYUIICHUIO POCTa, TOrAa Kak npu aeiicteuu 100 MM
NaCl BeposiTHEE BCEro MOTYT OKa3aTh NO3UTUBHOE BIUAHKUE TpaHCTreHbl (Kuluev et

al., 2017).

Mopgomempuyeckuil ananuz KopHeli MpaHc2eHHbIX pacmeHull mabaxka co
ceepxakcnpeccueti 2enos EXPs npu 3aconenuu
[Ipu BbIpallMBaHUM HA TBEpAOW mnuTaTenbHOU cpeae MC B HOpMabHBIX
YCIOBUSIX  TPAHCT€HHBIE  pacTeHHsi CcO  cBepxdkcnpeccuend  NtEXPAI

XapaKTepU30BaIUCh 0oJiee BRICOKUMU TEMIIAMH pocTa KOpHei 1o cpaBHeHuto ¢ T

(puc. 3.3A).
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[Tpu geiictBun 50 MM OGomnpiMii TPUPOCT KOpHEW HAOMIOAANCA TOJBKO Y
muHuY 13, a muaun 5 1 15 HA000POT UMENHM MEHBITNI TPUPOCT TIPH 3aCOJICHUH TI0
cpaBHenuto ¢ T (puc. 3.3b), a npu Bausauu 100 MM NaCl npupoct kopHei

HaOmonaics y manii 5 1 13 no cpaBaenuto ¢ [T (puc. 3.3B).

10 HOpMarbHbIE YCIOBUSA *
A o P ?,-e Yy T
s T *
= 6 T
s T
2 4 25
S 2
5
g 0 | ‘
= aT Ne 5 Ne13  Nei5
B 8 50 MM NaCI*

s 6

= T %

j 4 - :
¢ 2 T
5

§ 0

= aT Ne 5 Ne 13 Ne 15

12 100 mM NaCl
B %

10 - =
s * T
z 8 T
3 6 - L
5 4 -+ T
5 2
g 0
= art Ne 5 Ne13  Ne15

Pucynox 3.3. Ilpupoct KOpHEH TpaHCTEHHBIX pacTeHM Tabaka Co
CBepXaKcIpeccueil reHa skcnancuHa NtEXPAI, nipu BelpamiuBanuu B Teuenue 10
JHEW Ha BEpPTUKAIbHO-OPUEHTHPOBAHHBIX 4Yamkax lleTpy npu HOpMaIbHBIX
ycnoBusx (A) u paznmmunbix koHUeHTpauusx NaCl: b) 50 mM, B) 100 MM. n = 14.
3Be3goukamMu (*) 0003HAYEHBI JOCTOBEPHO PA3IUYAIOIIMECS PE3ylbTaThl IMOCHE
CTaTUCTHYECKOTO aHasin3a coryiacHo Tecty Duncan (P <0.05).

JliiHa KOpHEW TpaHCTeHHBIX pacTeHMil Tabaka CcO CBEpXdIKCIIpeccuel reHa
NtEXPAS5 nipu BbIpalllUBaHUM HA BEPTUKAIBLHO-OPUEHTUPOBAHHBIX yalikax lletpu
Oblla MpoaHanu3upoBaHa y Tpex JuHuM. [lpu HOpPMaiIbHBIX  YCIOBUAX
JIOCTOBEPHOE yBEJIMYEHUE JUIMHBI KOopHEW 1o cpaBHeHuio ¢ [T nabmromamoch y

auHui 49 u 56 (puc. 3.4A). Ilpu BelpamuBanuu Ha cpejne ¢ nodasienuem S0 MM
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NaCl u 100 MM NaCl ynyumenHnsie o cpaBHeHuto ¢ [T pocTtoBble mapaMeTpsl

KOpHEeW ObLIN 0OHapyskeHbl y nuHuit 49 u 56 (puc. 3.4b, B).
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Pucynok 3.4. [Ilpupoct KOpHEH TpaHCTEHHBIX pacTeHHl Tabaka CoO
CBEpXdKCIpeccuen rena skcnancuHa NtEXPAS, npu BeipaniuBaHuu B TeueHue 10
JHEW Ha BEPTUKAIbHO-OPMEHTHPOBAHHBIX damikax lleTpu mnpu HOpMaIbHBIX
ycioBusx (A) u pazmmunbix kKoHeHTpauusx NaCl: b) 50 MM, B) 100 MM. n = 14.
3Be3moukaMu (*) 0003HAYEHBI JOCTOBEPHO PA3NTHYAIOIIMECS PE3YIbTaThl MOCIE
CTaTUCTHYECKOTO aHanin3a corjiacHo tecty Duncan (P <0.05).

VBenuueHue JUIMHBI KOpHEHM  TpaHCTeHHBIX pacTeHuil Tabaka co
cBepxakcnpeccueil reHa PnEXPA3 nipu HOpMaJIbHBIX YCIIOBUSIX 110 CPABHEHMIO C
JT Obu1o BbIsiBIICHO Y JuHUE 2, 4, 5, 6 u 8 (puc. 3.5A). Ilpu BeIpanuBaHuu Ha
cpeae ¢ 50 MM NaCl ynyumennbsie o cpaBHeHuto ¢ JIT pocToBeie mapameTpsl
KOpHe# Obuti OOHapyKeHbl y nuHuid 1, 2, 4, 5, 6 u 10 (puc. 3.5b). IIpu nelictBun
100 MM NaCl O©Oonee ObICTpbIMH TeMIIaMH pocTa KopHeu, uvem y [T

xapakrepuzoBanuch nuHuu 2, 4, 5, 6,7, 8 u 10 (puc. 3.5B).
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Pucynox 3.5. Ilpupoct KOpHeH TpaHCTEHHBIX pacTeHM Tabaka Co
CBEpX3KcIpeccueil reHa s3kcnancuia PnEXPA3, npu BelpaniuBanuu B Teuenue 10
JHEW Ha BEPTUKAIbHO-OPUEHTHPOBAHHBIX 4Yamkax lleTpy npu HOpMaIbHBIX
ycinoBusx (A) u paznmuunbix koHUeHTpauusx NaCl: b) 50 mM, B) 100 MM. n = 14.
3Be3goukamMu (*) 0003HAYEHBI JOCTOBEPHO PA3TUYAIOIIMECS PE3ylbTaThl IMOCHE
CTaTUCTHYECKOTO aHasin3a coryiacHo Tecty Duncan (P <0.05).

VY TpaHCreHHBIX pacTeHu# Tabaka co cBepxaKkcipeccuei rena AtEXPA 10 npu
HOPMAaJIbHBIX YCIOBHUSX IOCTOBEPHOE YBEIUUECHHE JJIMHBI KOPHEN IO CPABHEHUIO C
JAT He nabmoganocsk (puc. 3.6A). [Ipu BeipamuBanuu Ha cpene ¢ go0apieHueM S50
MM NaCl ynyumenusie o cpaBaenuio ¢ T pocToBbie mapameTpsl KOpHEN ObuH
oOHapyxensl y muHui 7, 9 u 39 (puc. 3.6b). [lpu neiicteun 100 MM NaCl Gonee
OBICTPBIMH TeMIIaMu pocTa KopHeid, yem y [T, xapaktepuzoBanucs tunuu 39 u 40

(puc. 3.6B).
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Pucynox 3.6. Ilpupoct KOpHEH TpaHCTEHHBIX pacTeHM Tabaka Co
cBepxaKcnpeccueil reHa skcrnancuna AtEXPA 10, npu BelpanuBanud B TeueHue 10
JHEW Ha BEpPTUKAIbHO-OPMEHTHPOBAHHBIX 4Yamkax lleTpy npu HOpMaIbHBIX
ycnoBusx (A) u paznmunbix koHUeHTpauusx NaCl: b) 50 mM, B) 100 MM. n = 14.
3Be3noukaMu (*) 0003HAYEHBI JIOCTOBEPHO PA3TMYAIOIIMECS PE3YIbTaThl MOCIE

CTaTUCTHYECKOTO aHain3a coryiacHo tecty Duncan (P <0.05).

Mopgomempuueckuii ananuz Kopreu mpanceeHHbIX pacmenuti mabaxa co
ceepxakcnpeccueli 2enog XTHSs npu 3aconenuu

VY TpaHCcreHHBIX pacTeHHl Tabaka co cBepxdkcnpeccueit rena NtEXGT npu
BBIDAIMBAHUM HA BEPTUKAJIBHO-OPUEHTHPOBAaHHbIX damkax lletpu npum
HOPMAJIBHBIX YCJIOBHSIX JOCTOBEPHOE YBEJIWYEHUE JUIMHBI KOPHEH IO CPABHEHUIO C
JT 6bu10 BBISIBIEHO TOJIBKO y iHUU 17 (puc. 3.7A). [Ipu BeIpaliuBaHuu Ha Cpejie
¢ nob6asiaennem 50 MM NaCl yBenuueHue poOCTOBBIX HapaMeTpPOB KOpPHEH IO
cpaBHeHH1O ¢ JIT ObUIO BBISIBICHO TOJIBKO Y JIMHUU 22, a y muHUA 21 Habm0aanoch

YMEHbBIIEHUE pocTta KopHeu mnpu jaerctBur 50 MM comu (puc. 3.7b). Ilpm
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neiicteun 100 MM NaCl Gonee ObicTpbiMu Temmamu pocta KopHei, uem y T,

xapakTepu3oBaiauch JuHuK 21 u 22 (puc. 3.7B).
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Pucynox 3.7. Ilpupoct KOpHEH TpaHCTEHHBIX pacTeHM Tabaka Co
CBEPXAKCIIPECCUEN TI€Ha KCUJIOTJIFOKaHAHIOTpaHcrimKo3unassl NtEXGT, npu
BbIpalliBaHUM B TeueHHe 10 qHEH Ha BEPTUKAIbHO-OPHUEHTHPOBAHHBIX YallKaxX
[TeTpu npu HOpMANTBHBIX YCIOBUAX (A) U paznuuHbiXx KoHIeHTpauusx NaCl: b) 50
MM, B) 100 MM. n = 14. 3Be3moukamm (*) 0003HAYEHBI JTOCTOBEPHO
pa3nMyYaroOnMecs pe3ysbTaThl MOCJIE CTATUCTUYECKOTO aHajJu3a COrJIACHO TECTy
Duncan (P <0.05).

VY TpaHCreHHBIX pacTeHuMW Tabaka co cBepxdKcrpeccuerd reHa PirXTHI
JIOCTOBEPHOE YBEIMYEHUE JIJIMHBI KOpHEW 1Mo cpaBHEHUIO ¢ JI'T mpu HOpManbHBIX
yCIOBUSX ObUIO BbISIBICHO y MuHui 3, 17 u 25 (puc. 3.8A). [Ipu BeipammBanuu Ha
cpene ¢ 50 MM NaCl ynydiieHne pocTOBBIX apaMeTPOB KOPHEH HAOII01an0Ch Yy
muauii 3 u 17 (puc. 3.8b). Ilpu geiictBum 100 MM NaCl Gonee ObICTpBHIMU
TEMIIaMH pocTa KopHell, yem y [T xapakrepuzoBaiuch jquaun 3, 17 u 25 (puc.

3.8B).
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Pucynok 3.8. [Ilpupoct KOpHE TpaHCTEHHBIX pacTeHHl Tabaka CoO
CBEPXAKCIPECCUEN Te€Ha KCWIOTIIOKAaHAHIOTpaHCcrauko3wiasel PtrXTHI, npu
BbIpalluBaHUM B TeyeHue 10 IHEW Ha BEPTUKAIbHO-OPUEHTHPOBAHHBIX YalllKaX
[TeTpu npu HOpManbHBIX yCa0BUAX (A) U paznuunbix KoHUeHTpauusx NaCl: b) 50
MM, B) 100 MmM. n = 14. 3Be3goukamu (*) 0003HAY€HbI JOCTOBEPHO

pasimgarommecda pe3ylibTaTbl HOCJIIC CTATUCTHYCCKOIO aHaJIn3a COIIACHO TCCTY

Duncan (P <0.05).

3.2.2. MoppomeTpuyecknii aHAJIM3 KOPHEH TPAHCTEHHBIX PACTEHUI IPH
AefiCTBUU THIIOTEPMUH
CrocoOHOCTh KOPHEBOM CHCTEMbl PACTH B YCJIOBHUSX TMIIOTEPMHUU (HU3KHE
MOJIOKUTENIbHBIC ~ TEMIIEpAaTypbl)  SBISACTCS  BaXHBIM ~ NPU3HAKOM IS
CEeJIbCKOXO3SMCTBEHHBIX PacTeHH, 0cOOeHHO B ycnoBusax Poccun. B 1o ke Bpems
Tabak (ucciaemyeMblii OOBEKT) SBISICTCS TETUIOMIOOMBBIM PACTCHHEM, KOTOPOE
MO>XHO HCIIOJIb30BaTh KaK MOJICIbHBIM OOBEKT NpHU OLEHKE BIUSHMUS HHU3KHX

MOJIOKUTENBbHBIX ~TeMIepaTyp Ha MOpGO(GU3HOIOTHIO KOPHEBOM CHCTEMBI
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TEIUIONIOOUBBIX pacTeHuid. [lpenBaputensHO OBLT MPOAHATU3UPOBAH MPHUPOCT
kopueir Tabaka JIT mpu HOpmanbHbIX ycnoBusix (+25 °C) u mpu aelcTBUU
PAa3JIMYHBIX HU3KHUX MOJIOKUTENBHBIX TeMIepaTyp, Takux kak +10, +12 u +15 °C.
[Tpu Bnusauu runorepmun +10 °C npupocta KopHei Boob1Ie He Ob110, a pH +15
°C mpupocT KOpHEH ObLT cyliecTBEHHO Oosbine, yeM mnpu +12 °C, mostomy
DKCHEPUMEHTHI HA TPAHCTEHHBIX PACTEHUSIX CTABWIHMCH IPU BIWSHUHU TMIIOTEPMUN
+12 °C, koTopasi 04eHb CHIIBHO CAEpPKHUBAJIa POCT KOPHEM, HO MOJHOCTBIO €0 HE
ocranasnuBaina. Mcxons u3 aroro, mpeanosaranocb, yto EXPs u XTHs moryr
IPOSIBUTh CBOKO AKTUBHOCTH MMEHHO IPH TaKOM TeMIepaType, KOrjaa pocT elle

IMOJIHOCTBIO HC IIPCKPATHIICA.

Mopgomempuueckuii ananuz Kopueu MpanceeHHbIX pacmenuti mabaxka co
ceepxaxcnpeccuel 2enoe EXPs npu cunomepmuu

[Ipu neicTBUM HU3KUX MOJIOXKHUTEIBHBIX TeMnepaTyp (runorepmusi +12 °C)
npeBbieHns npupocta kopaei Haa T y GonpmmMHCTBA TpaHCTEHHBIX PACTEHUN
CO CBEPXIKCIIPECCUEN INeHOB PKCIAaHCUHOB 3a(MKCUPOBAHO HE ObLI0. Bee nuHun
TpaHCTEHHBIX pacTeHUil Tabaka co cBepxaIKcnpeccuent reHoB NtEXPAI u NtEXPAS
IpU BJIMSIHUM TUIIOTEPMHUM MMENIU 0oJiee HU3KUE TOKa3aTelu MPUpPOCTa KOPHEW,
yeM [T (puc. 3.9b, I'). Jlunum 9, 39 m 40 TpaHCTEHHBIX PACTEHUH CO
cBepxakcnpeccuei rena ArtEXPA 10 noka3anu yXyJIUI€HHe pocTa Mo CPABHEHUIO C
kopHsimu Tabaka [T (puc. 3.9E). Tonbko nuHUU 4 M 5 TPAHCTEHHBIX PACTEHUN CO
cBepxdKcmpeccueil reHa PnEXPA3 moka3anu HEOOJBIIOE YBEIWYEHUE JJTHHBI
KOpHEHN npH BIUSIHUM runotepmuu o cpasuenuto ¢ T (puc. 3.93). 'mcrorpammsl
C NPUPOCTOM KOpHEH MpPH HOPMAIbHBIX YCIOBHUSX 100ABJIEHBI JJiI CPABHEHUS C

IIPUPOCTOM IPU BIUSHUM TUIOTEPMHUHM IIO T'eHaM dKCnaHCHHOB: NtEXPAI (puc.

3.9A), NtEXPAS5 (puc. 3.9B), AtEXPA 10 (puc. 3.91) u PnEXPA3 (puc. 3.9X).
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Pucynox 3.9. [Ilpupoct KopHel TpaHCT€HHBIX pacTeHMili Tabaka CoO
cBepxdKcnpeccueid TeHoB 3kcnaHcuHoB  NtEXPAI, NtEXPAS5, PnEXPAS,
AtEXPAIO n1npu BblpamiuBaHud B TedyeHue 10 pgHed Ha BepTUKAIBHO-
OpPMEHTUPOBaHHbIX 4Yamkax llerpu nmpu HOpmanbHBIX ycnoBusax (A, B, [, 7K) n
runorepmun (+12 °C) (b, T, E, 3). n = 14. 3Be3moukamu (*) 0003HAYEHBI
JOCTOBEPHO PA3JIMYAIOLINECS PE3YJNbTaTbl IIOCIE CTATUCTUYECKOTO aHajau3a

coryiacHo tecty Duncan (P <0.05).

Mopgomempuueckuii ananuz KopHeli MpaHc2eHHblX pacmeHull mabaxka co

ceepxokcnpeccuetl 2enog XTHSs npu eunomepmuu
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Tpancrennble  pacteHuss  Tabaka  Co CBEPX3KCIIPECCHEN  TeHa
KCHJIOTTIFOKAaHOHIOTPAHCTIIMKO3MIIA3bI PtrXTHI IIOKa3aau JIOCTOBEPHOE
YBEJIMYEHHUE MPUPOCTAa KOPHEH NPHU BIUSHUM TUIIOTEPMUHU, 1O cpaBHeHHtO ¢ T
(puc. 3.10I'). OnmHako, y TpPaHCIE€HHBIX PACTEHHM CO CBEPXIKCIPECCHEW TeHa
NtEXGT Tonbko nuHust 17 mokazana Oonbliuidi mpupocT no cpaBHeHuto ¢ AT mpu
BiusiHUM Ttunorepmun (puc. 3.10b). I'mctorpamMmbl ¢ TPUPOCTOM KOPHEH MpH
HOpPMAJIbHBIX YCJIOBUAX JOOABICHBI Ui CPABHEHUS C MPHUPOCTOM MpPU BIUSHUU

TUIIOTEPMUU 10 T€HaM KCWIOTNIIOKaHAHAOTpancrauko3unas: NtEXGT (puc. 3.10A)

u PtrXTHI (puc. 3.10B).
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Pucynox 3.10. Ilpupoct KOpHEW TpaHCT€HHBIX pacTeHUWd Tabaka co
CBEPXAKCIIPECCUEN TE€HOB  KCWIOITIIOKaHdHAOTpaHcrinukosuwinaz NtEXGT u
PtrXTHI, npu BblpanMBaHud B TeueHne 10 pJHEl Ha BEpPTUKAIBHO-
OpHEHTUPOBaHHbIX 4amkax Iletpy npu HOpMmanbHBIX YycnoBusx (A, B) wu
runorepmun (b, T'). n = 14. 3Be3moukamm (*) 0003HAYEHBI JOCTOBEPHO

pa3TUYArONIUECs] Pe3yJIbTaThl TOCJIe CTaTUCTUYECKOTO aHajau3a COTJIACHO TECTY
Duncan (P <0.05).

3.2.3. Mopdomerprueckuii aHAIU3 KOPHEll TPAHCTeHHbIX PACTEHUI NPHU

JAeHMCTBUU KaaMUA
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Kaamuii u ero coeauHeHUs SBISIOTCS OJHMMHM M3 CaMbIX TOKCHUYHBIX U
pPacClpOCTPAHEHHBIX XUMHUYECKUX JJIEMEHTOB, KOTOpPbIE BXOAST B CIHCOK
AHTPOIOTEHHBIX 3arpsiI3HUTENICH MOYBBI U OKA3bIBAIOT CYIIECTBEHHOE BJIMSIHUE Ha
BaXHeWe  (QuU3nMONOTHYecKne U~ OMOXMMHUYECKHE  MPOIECCHl  KU3HU
pacTuTenbHOr0 opranu3sMa. B pamkax aMccepTallMOHHOM paboThl  ObUIH
MPOBEICHbl JKCIEPUMEHTHI [0 M3YUYECHUIO TMPUPOCTa KOPHEH TpaHCTE€HHBIX
pacTeHuil Tabaka Tpu J00aBIICHUM PA3JMYHBIX KOHIICHTpAIlMK arerara KaaMus
(CdAc) B cpeny MC.

Jlnst  BeisiBneHus: koHneHtparuii CdAc, mpu  KOTOPBIX HaOIIOAIHCH
CYIIECTBEHHBIC pA3NHUUSI B POCTE KOPHEBOM CHUCTEMBI, OBUI TIPOBEICH
IpeBapUTENbHBIN AKCIIEPUMEHT Ha pacTeHusx Tabaka [T c ucnonb3oBaHueM
caeayronmx konuentpamuit CdAc: 50, 100, 150, 200, 300, 400 u 500 mxM.
BrisiBieHO, YTO CyLIECTBEHHAs pa3HUIA B MPUPOCTE KOpPHEH HaOmopaliach mpu
koHneHTparusax 100, 200 u 400 mxM CdAc. Ilpupoct kopueit tabaka T npu
no0aBiieHnH Kaamus B KOHIeHTparuu S0 MKM He OTJInYascs OT MPUPOCTa KOPHEH
P HOPMAJIBHBIX YCIOBUSIX, Npu KoHIEeHTparuax 100 u 150 mxM CdAc npupoct
KOpHEW ObLT OJAMHAKOBBIN, MOSTOMY OBLJIO PEHIEHO B KauyeCTBE MUHHMAaJbHOU
B3:ATh KOHIeHTpauuio 100 MKM, mpu KOTOpPOW BHUIHO HETaTUBHOE BIIMSIHHE Ha
poct. IIpu xonuentpamusx 300 u 400 MkM npupocT KOpHEH OBLI HIKE IO
cpaBHeHuto ¢ poctom kopHed mnpu 200 mxkM CdAc, HO mpW 3TOM pacTeHUs
OCTaBaJIMCh >KUBBIMH, MOATOMY OBbUIO Tak)Ke PEIICHO BbIOpPATh MaKCUMAJIbHYIO
koHneHTpauo CdAc B 400 MxM, Korja eile MposBISUIMNCH MPU3HAKU POCTa U
reabl EXPs 1 XTHs mornm okazats mo3utBHBIA 3 dexT. [Ipu kormentparmu 500

MKM CdAc pactenus Tabaka y»e Mmoruoaim.

Mopgomempuueckuii ananuz KopHeli MpaHc2eHHblX pacmeHuil mabaxka co
ceepxakcnpeccueti eenod EXPs npu oeticmeuu kaomust
[Ipu BbIpamMBaHUU TPAHCTEHHBIX pacTeHUH Tabaka CO CBEpPX3KCIpeccUueit
reHa skcriancuda NtEXPAI na cpene ¢ nob6aienuem 100 mxkM CdAc poctoBbie

napameTpbl KopHel ocraBasiuch Ha ypoBHe win Huwke T (puc. 3.11B). C
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nobasnennem CdAc B xonmentpaimuun 200 MxkM u 400 MM, Bce Tpu
IPOAHAJIM3UPOBAHHBIE JIMHUM TPAHCTEHHBIX PACTEHHM WMEIU IOBBIIIEHHBIC

rokKasaTeiu pocTta kopHei o cpaBHenuto ¢ T (puc. 3.11B, I).
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Pucynok 3.11. Ilpupoct KOpHEl TpaHCTEHHBIX pacTeHHid Tabaka CoO
CBEpXdKCIpeccuen rea skcnancuna NtEXPA I, npu BeipanuBaHnuu B TeueHue 10
JHEW Ha BEPTUKAIbHO-OPUEHTHPOBAHHBIX 4Yalmikax lleTpu mnpu HOpMaIbHBIX
ycinoBusix (A) u paznuunbix KoHneHTpauusx CdAc: b) 100 mxM, B) 200 mxM, I)
400 MxM. n = 14. 3Be3goukamu (*) 0003HAUYEHBI JOCTOBEPHO Pa3IUYAIOIINECS
pe3yabTaThl MOCJE CTATUCTUYECKOTo aHanu3a corinacHo Tecty Duncan (P < 0.05).
Jluauu 49 u 56 TpaHCreHHBIX pacTeHUil Tabaka cO CBEpXdKCIpeccuei reHa
NtEXPAS, BbIpallleHHbIE P HOPMaJIbHBIX YCIOBHSIX MOKA3aJIu OOJIBIINUNA TPUPOCT
kopHeid no cpaBHenuto ¢ T (puc. 3.12A). A npu xonuentpauuu 100 mMxM
KaaMHsl TOJbKO JIMHUSA 49 mMena ynydiieHHble 1o cpaBHeHHio ¢ T pocroBbie
napameTpbl KopHeil (puc. 3.12B). Ilpm BbepammBanuum Ha cpege MC ¢
no6aBnennem CdAc B konneHtpauusx 200 MM u 400 MKM ynydiieHHbIC
IIOKa3aTeNu poCcTa KOpHer no cpaBHeHUIO ¢ 1T nMmenu Bce aHaNM3upyeMble TUHUU

TpaHCTeHHbIX pacteHui (puc. 3.12B, I).
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Pucynok 3.12. Ilpupoct KOpHEHl TpaHCTEHHBIX pacTeHHid Tabaka CoO
CBEpXdKCIpeccuen rea skcnancuHa NtEXPAS, npu BeipanuBanuu B TeueHue 10
JHE Ha BEPTUKAIbHO-OPUEHTHPOBAHHBIX 4Yalmikax lleTpu mnpu HOpMaIbHBIX
ycinoBusix (A) u paznuunbix KoHneHTpauusx CdAc: b) 100 mxM, B) 200 mxM, I')
400 MmxM. n = 14. 3Be3goukamu (*) 0003HAUYEHBI JOCTOBEPHO Pa3IUYAIOIINECS
pe3yabTaThl OCJE CTATUCTUYECKOTo aHanu3a coriacHo Tecty Duncan (P < 0.05).
[Ipu BeIpalMBaHUM TPAHCT€HHBIX PACTEHUU Tabaka CO CBEpXIKCIpeccuen
reHa PnEXPA3 na cpege MC c no6asiennem CdAc B xonnenrpamuu 100 MxM
KaJIMUsI TOJIBKO JTUHUU 4 W 5 UMenu yiay4ylleHHbIe 1o cpaBHeHHto ¢ [IT pocToBbie
napametpbl kKopHeil (puc. 3.13B). Ilpu xonuentpauuu 200 MKM yiaydlieHHBIE
noKa3aTeiu pocta KopHeii o cpaBuenuto ¢ J|T nabmaromganuce y nunuii 4, 5, 6, 7, 8
u 10 TpaHcreHHbIx pactenuit Tabaka (puc. 3.13B). Ilpu neiictBuu 400 MM CdAc
Oomee OBICTPBIMU TEMIaMHU POCTa KOPHEH XapaKTepu30BaIucCh quHuA 1, 4, 5, 6, 8

u 10 (puc. 3.131).

92



A2 HOpMaribHbIE YCrOBUS Bi2 100 mkM CdCAc
*

10 ¥ 10-

Zg 58*

)§ 6

$4

Al ﬁ Hilil A
Q.

=0 ‘

E  OT Nef Ne2 Ned Ne5 N96 Ne7 Ne8 Ne10 = AT Nel Ne2 Ned N°5 Ne6 Ne7 Ne8 Nei0
B5 200 mkM Cd:c s 400 mkM Cd*AC

24 §4

=3 <3

) (3]

; |i| |i| D |i| i |i| |i|

51 E 1

BB %@B B sI8l§
2 =

Ne1 Ne2 Ned4 Ne5 Ne6 Ne7 Ne8 Nei0 Nei Ne2 Ne4 Ne5 Ne6 Ne7 Ne8 Nel10

Pucynox 3.13. Ilpupoct KOpHEW TpaHCT€HHBIX pacTeHuUid Tabaka co
CBEPXDAKCIpeccuen rena skcnancuna PnEXPA3, nipu BelpaniuBaHuu B TeueHue 10
JHEW Ha BEPTUKAIbHO-OPMEHTHUPOBAHHBIX 4Yalmikax lleTpu mnpu HOpMaIbHBIX
ycinoBusix (A) u paznuunbix KoHneHTpauusx CdAc: b) 100 mxM, B) 200 mxM, I)
400 MxM. n = 14. 3Be3noukamu (*) 0003HAUYEHBI JOCTOBEPHO PA3IUYAIOIIHECS
pEe3yAbTaThl MOCJE CTATUCTUUYECKOT0 aHanu3a coriacHo Tecty Duncan (P < 0.05).
[Ipu BeIpalMBaHUM TPAHCTCHHBIX PACTEHUU Tabaka CO CBEpXIKCIpeccuen
reHa okcmancuHa AtEXPAIO na cpeme ¢ nmoOaBinenumem 100 MxM  CdAc
yinydiieHHble 1o cpaBHeHuto ¢ JT pocroBele mapamerpsl KOpHEH ObuLin
0OHapyKeHbl TOJIBKO y JIMHUU 7, a camble HU3KHE MOKa3aTelld pocTa ObLIU Y
auann 40 (puc. 3.14B). Ilpu BeipamuBanuu Ha cpeae MC ¢ nobasnennem CdAc B
koHueHTpauu 200 MKM yiydnieHHbIE [TOKA3aTeN POCTa KOPHEHN IO CPAaBHEHUIO C
AT nHabmromanuch y BCEX aHATU3UPYEMBIX JHUHUNA TPAHCTEHHBIX PACTEHHUM (pHC.
3.14B). Ilpu neiictBuu 400 MxM CdAc 6osiee OBICTPHIMU TEMITAMHU POCTa KOpHEH
xapakTtepu3oBanuch JUHUM 7, 39 u 40, a nuHusA 9 nokazaia HauMEHbIIUN TPUPOCT

KOpHEN NpHu BIUAHUM Kaamus 1o cpaBHeHuro ¢ [T (puc. 3.14D).
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Pucynox 3.14. Ilpupoct KOpHEW TpaHCT€HHBIX pacTeHUWd Tabaka co
CBepxaKcnpeccueil reHa skcrnancuna AtEXPA 10, npu BelpanuBanuy B TeueHue 10
JHE Ha BEpPTUKAIbHO-OPMEHTHPOBAHHBIX 4Yamkax lleTpu npu HOpMaIbHBIX
ycinoBusix (A) u paznuusbix koHIeHTpauusx CdAc: b) 100 mxM, B) 200 mxM, I')
400 MxM. n = 14. 3Be3noukamu (*) 0003HAUYEHBI JOCTOBEPHO PA3NTUYAIOIIHECS

pe3yJIbTATHI MOCIIE CTATUCTUYECKOTO aHayn3a corjgacHo tecty Duncan (P <0.05).

Mopgomempuueckuil ananuz KopHeli MpaHc2eHHblX pacmeHull mabaxka co
ceepxakcnpeccueti 2enos XTHS npu oelicmeuu kaomus

[Tpu HOpMaNbHBIX ycnoBUsIX O00abiui o cpaBHeHuto ¢ JT nmpupoct kopHei
y TpaHCTeHHBIX pacTeHUd co cBepxdkchpeccueil reHa NtEXGT wabmopaincs
Tosibko y nuHUM 17 (puc. 3.15A). Ilpu BbIpaliuBaHUM TPAHCTEHHBIX PACTEHUM
Tabaka co cBepxdkcrnpeccueit rena NtEXGT Ha cpene ¢ nob6asnenrem 100 MmxM
CdAc ynyumiennsle no cpaBHeHuto ¢ JT pocroBeie mapamerpbl KOpHEH ObLIn
obHapyxensl y nmuHuid 17 u 21, a nuHusg 22 mokas3ajga camblii HU3KAA MPUPOCT
KOpPHEW Cpelld M3y4yaeMbIX JUHUKA TPAHCTEHHBIX PACTEHUM C JAHHBIM I'€HOM (pHC.
3.15B). IIpu BeipanmuBanuu Ha cpene MC ¢ no6asnernem CdAc B KOHIIEHTpaIuu
200 MM yiydiieHHbIE IOKa3aTeld pocTa KopHed 1o cpaBHeHutro ¢ [T

HAOJMIONAIMUCh Yy BCEX AHAJU3UPYEMbIX JIMHUM TPAHCT€HHBIX pacTeHul (puc.
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3.15B). IIpu neiictBun 400 MmxM CdAc 6omnee ObICTpBIMU TEMIIAMU POCTa KOpHEH

xapakrepu3oBaiauch Jiuauu 17 u 21 (puc. 3.151).
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Pucynok 3.15. Ilpupoct KOpHEl TpaHCT€HHBIX pacTeHHid Tabaka CoO
cBepxakcnpeccuerd reHa NtEXGT npu BelpamuBanun B TeyeHue 10 nHel Ha
BEPTHUKAJIbHO-OPUEHTUPOBAHHBIX Yamkax Ilerpu npu HOpManbHBIX yCIoBHIX (A)
u paznuuHbix koHIEeHTpauusx CdAc: b) 100 mxM, B) 200 MM, I') 400 MmxkM. n =
14. 3Be3goukamu (*) 0003HAUYECHBI IOCTOBEPHO PA3TUYAIOIIUECS PEe3YIbTaThl MOCIIE
CTaTUCTHYECKOTO aHaiinu3a corjiacHo tecty Duncan (P <0.05).

[Ipy HOpMaJIbHBIX YCIOBUSIX HAMOOJBIINI MPUPOCT KOPHEW y TPAHCTEHHBIX
pacTeHuil co cBepxakcnpeccueit rena PrrXTHI nabmonancs y nuauit 3, 17, 25, a
caMblil HU3KUil — y suHuA 28 (puc. 3.16A). IIpu BelpaliiBaHUK TPAHCT€HHBIX IO
PtrXTHI reny pactenui tabaka Ha cpeae co 100 MM CdAc ynydiieHHbIE 1O
cpasaenuio ¢ JIT poctoBeie mapameTpbl KOpHEN ObLITH OOHAPYXKEHBI Y JIMHUU 28, a
caMbli XYIUIUA TPUPOCT KopHer Ownu1 y mauHum 17 (puc. 3.16Bb). Ilpu
BeIpanuBanuu Ha cpeae MC c pobasinenneM CdAc B konmentpanuu 200 MmxM
yJIydlIeHHbIE MTOKa3aTeIn pocTa KopHei mo cpaBHenuto ¢ JIT nabmonanucs y Bcex
aHAJIM3UPYEMBIX JIMHUM TpaHCTeHHBIX pacTeHui (puc. 3.16B). Ilpu aeiicrBuu 400
MKM CdAc Haubosiee OBICTPHIMH TEMIIAMH POCTa KOPHEW XapaKTepHU30BAIMCH

aunuu 3 u 28 (puc. 3.16I).
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Pucynox 3.16. Ilpupoct KOpHEW TpaHCI€HHBIX pacTeHUWd Tabaka co
CBEPXAKCIPECCUEN Te€Ha KCWIOTIIOKAaHAHAOTpaHCcrauko3wiasel PtrXTHI, npu
BbIpaluBaHuu B TeueHue 10 IHEeW Ha BEPTUKAIbHO-OPUEHTUPOBAHHBIX YalllKaxX
[Tetpu npu HOpManbHBIX YCIOBUSAX (A) u pasnuuHbix KoHUeHTpauusx CdAc: b)
100 mxM, B) 200 mxM, I') 400 MxM. n = 14. 3Be3noukamu (*) 0003HAUYEHBI
JOCTOBEPHO PpA3JIMYAIOLINECS PE3YJNbTaThl IIOCIE CTATUCTUYECKOTO aHajau3a

cornacHo tecty Duncan (P <0.05).

OO0cy:kneHue pe3yJabTaToOB Hccaea0BaHus o naparpadgy 3.2

B pesynprare mpoBEAEHHBIX SKCIEPUMEHTOB OBLIO BBISICHEHO, YTO TIPH
HOPMaJbHBIX  YCIIOBHSIX TMPUPOCT KOPHEW TPAHCT€HHBIX PACTEHUH  CO
cBepxaKcrnpeccuer reHoB EXPs m XTHS CymieCTBEHHO BBIIIE MPUPOCTa KOPHEU
pactenuit JIT. OnyGnukoBaHO OOJBINIOE KOJWYECTBO CTATEH, MOITBEPKIAFOITIX
BiusHUEe TeHOB EXPs u XTHs Ha pocT mooera (cMm. 0030p Kynyes, Caduyniuna,
2015), mpu 3TOM paboT, B KOTOPBIX U3Y4YaeTCs BIUSHUE T€HOB Ha POCT KOPHEH Ha
MOPSIOK MEHBIIE. Baxnas poJb DKCIIAHCUHOB 151
KCHJIOTJIFOKAHAHAOTPAHCTIIMKO3MIa3 3aKIJII0YaeTcs B TOM, YTOObI 00€CeUYUTh POCT
KOpHEH © TMO0EroB, KaKk MPU HOPMAIBHBIX YCIOBUAX, TaK W TPU BIUSHUU
pa3MyYHBIX aOMOTHYECKUX CTpecc-(PakTopoB, K MpUMEPY, TaKUX Kak 3acyxa,

3aconenue u runorepmus (Cosgrove, 2015). B wuccnemoBanmsix Che c
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cotpynnukamu (2016) nokazano, uto ren OsEXPA 10 yanvHsieT KJIeTKU KOHYMKOB
KOpHEW TMpU BIUSHUM aJIOMUHUSA, a HOKayT JIaHHOTO T€HAa TMPUBOJUT K
3HAYUTEIBHOMY CHI)KCHUIO YIJIMHEHUS KJIETOK KOpHEeW B orcyTcTBHe Al.
[lonyueHHblE HaMM [OaHHBIE JOKa3bIBAlOT ydacthue reHoB EXPs w XTHs B
obecrieueHnr pocTa KOpHEH, Mpexke BCero, Mpu NeUCTBUM KaJMUEBOIO CTpecca, a
Takxke 3acosieHus. Cyas o BCEMy, UCCIIEIOBAHHBIE T'€Hbl OKA3bIBAJM HETATUBHOE
BIIUSIHUE HA POCT KOpHEW mpu runotrepmuu. [loxoxkue naHHbIE ObUIA TTOYYCHBI B
skcrepumMenTax Ren ¢ koyeramu (2018): pactenust Tabaka co CBepXdKCIpeccuen
reHa 3KcnaHcuHa nieHunsl TaEXPA2 uMenu BBICOKYIO CKOPOCTbh IPOPACTAHMS,
YIJIMHCHUSI KOPHEW W HaKalyMBaidW OOJbIIOE KOJUYECTBO OHWOMACCHI TIO
cpaBHeHuto ¢ pacrenusiMu JIT mocnme oOpabotku CdCl,. Coolmianock, 4To ¢
YBEIMYEHUEM  KOHIIEHTpalMd KaJAMHUSL B Cpelle NPOUCXOOUT YCHUJICHHE
MHTUOMPOBAaHUSA pPOCTAa KOPHEBOWM CHCTEMbl OOOOBBIX M 3JIAKOBBIX KYJIBTYP,
KOTOPOE€, B CBOK OYEpE[lb, CBSI3aHO C HAKOIUICHHEM [IAaHHOTO METAIa B TKaHAX
pactutenbHOro opranmsma, rnpu 5toM Cd B xoHienTpamuu 10°M moI0XuUTeIbHO
BIIMAET HA POCTOBBIE IPOLIECCHI O3WMOW TPUTHKAJE, Y3KOJHMCTHOTO JIIOMUHA U
apoBoro sumeHs (MBamkoBen, Apremyk, 2012). Ham ynanoch mNOJIy4HTb
TPAHCTEHHBIE PACTEHUS C YJIYYIICHHBIMU MOKAa3aTEIsIMU POCTA MPU JACHCTBHUU
KaJIMUsI M TIOJyYEHHblE HAMHU TE€HHO-WUH)KEHEPHbIE KOHCTPYKIIMM MOTYT OBITH
NPEJIOKEHBl IS TEHETUYECKOM TpaHCchOpMaluUd CENbXO03KYJIbTYp C LEIbI0
MOBBIIEHUS YCTOMYMBOCTH K 3aCOJIEHUIO U KaJIMHUIO.

PesynbraThl, mOMydYeHHBIE HAa  TPAHCTEHHBIX  pacTeHUsX  Tabaka,
MOATBEPKIAIOT, YTO OfHA U3 GyHKIMA reHoB EXPs, Tak u XTHs 3akito4aeTcs B
YBEIMYEHUH YCTOWYMBOCTU PACTEHUM K BIHSAHUIO aOMOTHYECKUX CTpecc-
(dakTOpoB, TaKMX Kak 3acojeHHe M Bo3jaelcTBue Kaamuda. [lo rumorepmuun
OJTHO3HAYHBIE BBIBOJIBI JI€JIATh HENb3S, TaK Kak Hektopble EXPs m XTHs moryr

y4acTBOBaTh U B 00ECMEYEHUH pOCTa NIPU IEUCTBUU 3TOTO CTpecc-(pakTopa.
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3.3. Mukpockonu4ecKkuii aHAJIM3 KOPHeH TadaKa IUKOI0 THIIA U
TPAHCIeHHbIX PacTeHH co cBepxdKcnpeccuei reHoB EXPs u XTHSs npu
HOPMAJIbHBIX YCJI0BUAX U NPHU ACHCTBUH A0MOTHYECKHUX CTpecc-(paKkTopoB

Ha ocHoBe mopdomerpuueckoro aHanau3a KOpPHEH TPAHCTEHHBIX pPAaCTEHUM
ObLJIO  BBISBJIEHO, YTO CYIIECTBEHHBIE pPa3jiuuMsi MEXIY TpPaHCTEHHBIMU
pactenusimu u [T HaOmroparoTCs MpU BIUSHUM 3aCOJiEHUs B KOHIeHTpauuu S0
MM NaCl u Bo3aeiictBun CdAc B konmentparuun 200 MxkM, mo3stoMy Obuia
MOCTaBJICHA 3aJaya ONPENENIUTh pa3Mepbl MAPEHXMMHBIX KJIETOK KOpPHEW IpHU
JEeNCTBUM 3TUX cTpecc-PakTopoB. st skcnepuMeHTOB ObUINM BBHIOpAHBI PACTEHUS
co cBepxakcnpeccueit NtEXPAI (nunusi 15) u NtEXPAS5 (nuuus 49), T.K. Bce
UCCJIEIOBAHHBIE JKCIAHCHUHBI paboTaii B KOPHSIX MPUMEPHO OJMHAKOBO U
pPOCTOBBIE TTapaMeTphl MpHU 3acojieHud B S0 MM u BIMSHUU KaaMUS TakKe ObUIH
NPUMEPHO PaBHbBl y BCEX AHAIMU3UPYEMBIX TPAHCTEHHBIX PACTEHHUW CO
cBepxakcnpeccueid EXPs. Takke 111 MUKPOCKONMHU OBLIM B3SThl TPAHCTCHHBIC
pacTeHusi co cBepxdkcnpeccuerd reHa NtEXGT (nuuaust 17), Tak Kak y HUX ObUTH
O4YEHb HH3KHME IIOKa3aTenu pocrta Mo cpaBHeHuro ¢ JIT mnpu 3aconeHun u
cyliecTBeHHbIM mpupoct mnpu BiausHun CdAc cpeaum u3ydaemblX T'€HOB
KCHJIOTJIFOKAHAHAOTPAHCTIIMKO3MIa3, YTO OBLJIO MHTEPECHO MJisi HCCIIeOBAaHUSA
BIusHUS XTHS Ha pOCT KJIETOK KopHeW. Takxke ObLI0 pelieHo MpoaHaIu3upoBaTh
pa3Mepbl KJIETOK KOPHEW TPAHCI€HHBIX PACTEHHA CO CBEPX3KCIPECCHE TIeHa
PtrXTHI (muaus 17), Tak KaKk y HUX OOHApPYKUBAJICS CYIIECTBEHHBIM MPUPOCT
KOpHel no cpaBHeHuto ¢ [T, kak mpu HOPMAJIbHBIX YCIOBUSX, TaK U MPHU BIUSHUU
abuoTHuecKkux crpecc-(hakTopoB. Pe3yabTaTsl MUKPOCKOTMUECKOTO UCCIEI0OBAHUS
no TpaHcreny NtEXPAS5 monydwInCh CXOXUMM C pesyiabratamMu no NtEXPAI,
Mo3TOMY B MHUKpOo(doTOorpadusx MpPOAEMOHCTPUPOBAHBI TAPEHXUMHBIE KIICTKU
KOpPHEHN TPaHCT€HHBIX PACTEHUM TOJILKO CO cBepXaKkcnpeccueit NtEXPAI.

[IpoBeneH aHanmM3 pa3MepoB KIETOK MAPEHXUMbl KOPHEW B 30HE BCACHIBAHUS
(puc. 3.17) Tabaka JIT m TpaHCTEHHBIX PACTEHUU CO CBEPXIKCIIPECCHUEH TEHOB
NtEXPAI, NtEXPAS5, NtEXGT w PtrXTHI npu HOPMalIbHBIX YCIIOBHUSIX, IPH

Bo3jeiicTBuM 3aconeHus 50 MM u anerara kaamus B koHueHtpauuu 200 mxM.
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Ananu3 u Qukcaus KJIETOK IpoBOAMIUCH uepe3 10 nHel mocne mocajkud Ha
BEPTHKAIbHO-OpUEHTHpOBaHHbIE Yaliku [leTpu. 3oHa BcackiBaHUs Obliia BhIOpaHa
C y4yeToM TOro, YTO B JaHHOM 30HE TMAPEHXUMHbIE KIETKH JOCTHUIIIH
MaKCHMajJbHOTO pa3Mepa, YTO B CBOIO OYE€pedb SBISETCS PE3yIbTaTOM

dbyukiuonupoBanus EXPs u XTHs.

____—— JHuomepmMa

—_————KOpHEBble BONOCKH
30HA

BCACKIBAHMA

——— —KOpa
smbnema

L (przomepma)

T HEHTPANbHEI LHIHHAD

30HA
PACTAMCHAA

30HA

KOpPHEBO!

x
1EXJIHK —————— INHKAIEHAN MCPHCTEME

Pucynok 3.17. 3oHa BcackiBaHus KOpHe# Tabaka /[T u TpaHCT€HHBIX PacTEHHM, B
KOTOPOM NPOBOJWIIOCH HM3MEPEHHME pa3Mepa MAPEHXMMHBIX KJIETOK (OTMEYEHa
IPSAAMOYTOJIBHUKOM).

[Ipy BAMSHAM 3aCOJEHUS IUIOIIAAb KIETOK TPAHCIE€HHBIX pPAaCTEHUU
CYIIIECTBEHHO He u3MeHsuiach npu cpaBHenuu ¢ J[T. BeisiBneno, uro Ha cpene MC
¢ no6asnenrem CdAc miomianb KIETOK y TPAaHCTeHHBIX pacTeHUM Tabaka co
cBepxakcnpeccueid reHoB NtEXPAI, NtEXPA5 u PtrXTHI Oblna OoJibllie 1O
CPaBHEHUIO C TJIOMAbI0 MapeHXUMHBIX KeToK [T (tabm. 3.2). Y TpaHCreHHBIX
pacteHuii co cBepxaskcnpeccuerd reHa NtEXGT mnnomanb KIETOK HapeHXUMBI
KOpHeW Oblna meHblle, ueM y [T, kak mpu HOpPMAalbHBIX YCJIOBHSX, TaK U MpU
neiictBun CdAc (tabn. 3.2). B tabnuue 3.2 npeacTaBieHbl pe3yiabTaTbl H3MEPEHUS
IJIOIIAIA KJIETOK ITOCJE€ CTaTHCTUYECKOIO aHajau3a coryiacHo Tecty Duncan (P <
0.05).

Ta0mura 3.2
[Tnomane kierok kopHeut Tabaka [T 1 TpaHCTE€HHBIX PACTEHHUI IPU HOPMAJIBHBIX

2
YCIIOBUSIX U MIPH BIMSAHUN AOMOTHYECKHUX CTpecc-(haKTOpOB, MKM

99



O6pazenr | Hopmanehbie yciioBust | 50 MM NaCl | 200 mxM CdAc
Jlukuii Tun 2836.8+873.3 2669.3+1080.2 | 2959.5+755.2
NtEXPAI 2670.4+806.6 2774.5£750.4 3826.1+655.8
NtEXPAS 2731.4+812.4 2641.2+695.7 3912.3+785.4
NtEXGT 2227.3+693.2 2095.1+684.3 2283.5+675.8
PtrXTHI 2777.4+662.2 2537.2+677.2 | 3930.3+1077.7

E3
KupubiM mpu@TOM BBIJIETICHB BapUAHTbl, y KOTOPBIX BBISBICHO

JIOCTOBEPHOE YBEJIMYECHHUE TUIOMAIN KieToK 1o cpaBHeHuto ¢ JIT. n = 150. P <

0.05.

[Ipu HOpManbHBIX yciaoBUsAX (opma KieTok kopHeit Tabaka T (puc. 3.18A)
U TpaHCTeHHBIX pacTeHuil (puc. 3.18b, B, I') Oblna nunnHapuyeckas, BEITIHYTas U

BU3YAJIbHBIC U3BMCHCHMA B TOJIIHUHC KIICTOYHBIX CTCHOK HC HaGHIOI[aJII/ICB.

- NtEXPA1

Pucynox 3.18. Pazmepwsr u ¢dopma kieTok kopHed Tabaka mukoro tuma (A) u
TPAHCTE€HHBIX PACTEHUM, co cBepxirkcnpeccuei reHoB NtEXPAI (b), NtEXGT (B)
u PtrXTHI (I') nmpu HopManbpHbIX ycioBuax. n = 150. YBemnuenue 160x.
Macmra6: 50 Mxm.

[Ipu pevictBum 3aconenus B koHeHtpanuu 50 MM NaCl u B kopHsix Tabaka
AT (puc. 3.19A) u Bcex M3ydaeMblX TpaHCreHHbIX pacteHuid (puc. 3.19B, B, I)
dbopma KIETOK OblIa Takas e LWJIMHIPUYECKash BBITSHYTas 0e3 M3MEHEHUuH B

TOJIIMINHE KJICTOYHBIX CTCHOK.
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Pucynox 3.19. Pazmepsr u ¢dopma kieTok kKopHed Tabaka mukoro tuma (A) u
TPAHCTE€HHBIX PACTEHUH, cO cBepxirkcnpeccuei renoB NtEXPAI (b), NtEXGT (B)
u PtrXTHI (I') npu peiictBun 50 MM NaCl. n = 150. VYBenuuenune 160x.
MacmTa6: 50 MKkM.

[Tpu Boustnun CdAc B xonuentparuu 200 MmkM ¢opma knetok kopuenr [T
(puc. 3.20A) u TpancrenHsix pactenuii ¢ renamu NtEXGT (puc. 3.20B) u PtrXTH1
(puc. 3.20I') He MeHsANACh NO CPABHEHUIO C HOPMAJIBHBIMH YCIOBUSIMH U
OCTaBaJlaCh IWIMHAPUYECKON BBITSIHYTOW, B TO BpEMs KaK y TpPAHCI€HHBIX
pacteHuit tabaka ¢ reHoM NtEXPAI gopma KJIETOK M3MEHUJIACh Ha KyOMUYECKYIO
(puc. 3.20b). OgHako, CYIIECTBEHHBIX U3MEHEHUN B TOJIIIMHE KJIETOYHBIX CTEHOK,
IIPU CPaBHUTENILHO OOJBIION pa3HUIIE TUIOHIaIel KJIETOK TPAHCT€HHBIX PacTeHU

u [IT B cimyuae BO31€MCTBUS KaMUsl, HE BBISIBJICHO.

101



Pucynox 3.20. Pazmepsr u ¢dopma kieTok KopHed Tabaka mukoro tuma (A) u
TPAHCTEHHBIX PacTeHUH, co cBepxakcnpeccuen reHoB NtEXPAI (b), NtEXGT (B)
u PtrXTHI (I') npu BausHuu CdAc B konmentpauuu 200 MxM. n = 150.

VBemuuenue 160x. Macra6: 50 MM.

OO0cy:kneHue pe3yabTaToOB Hccaea0BaHus o naparpadgy 3.3

Tpancrennsle pacteHusi Tabaka co CBepxdKcmpeccueid reHoB EXPs u
PtrXTHI wviMmenu yBEIWYEHHYIO JIMHY KOpHeW mo cpaBHeHuto ¢ [T, kak mpu
HOPMAJIBHBIX YCJIOBHSX, Tak U npu BiusHuM CdAc B xkoHueHnTpauuu 200 mMxM.
Cyas no pe3ynbraraM MUKPOCKOIMYECKOTO aHAIM3a, MOYKHO IPEAIOI0KUTh, YTO
YIIyYIlIEHHE POCTa MPOUCXOIUIIO OJaroapsi yBeJIMUEHUIO pa3MEPOB KIETOK KOPHS.
Cxoxue nannsle nonyumnn Lee ¢ komneramu (2003), xoTOpble OOHApYXWUIU
KOPPEJSILMIO  MEXIY CBEpXdKCIpeccuell reHa »dkcnaHcuHa GmEXPI n
YIJIMHEHUEM KJIETOK KOHYMKa KOpHS y cou. B apyroi pabote cBepxiskcrpeccus
KopHecneuupuyHoro rena puca OsEXPAS ymydimana pocT KOpHs, TOCPEACTBOM
CTUMYJISILIUM pacTsoKeHus ero kietok (Ma et al., 2013). Tak xe coo01anock, 4To
reH 3kcnaHcuHa puca OsEXPA (0 HenocpeICcTBEHHO B HA YIJIMHEHHUE KIIETOK
KOpHEBOM cucteMbl puca npu neicteuum amomuuuss (Che et al.,, 2016).
CBepxakcnpeccusi reHa SKcrnaHcuHa po3bl RhEXPA4 npujgaer yCTOMYMBOCTh K
aOMOTHYECKUM CTpeccaM IMyTeM yBelndeHus pa3mepoB kietok (Lii et al., 2013).

MouiekynsipHble MEXaHU3MBbI PEryiasinuu (HOpMbl KIETOK KOpPHEH pacTeHui
ABIIAIOTCS KpaliHe MaJIOU3y4eHHON 00JacThi0, IOTOMY OCTAETCSl HESICHBIM, TOUEMY
y TPaHCTeHHBIX pacTeHuil 35S::NtEXPAI npoUCXOAST BBISIBICHHbIE U3MEHEHUS B
KJIETKaX MapeHXxuMbl KopHei. Hamu ObL1 mpoBeneH aHaiu3 OeloK-OeIKOBBIX
B3aMMOJICUCTBUI JyIsi TeHOB EXPS B pacTeHUsX apaOujorncuca ¢ TMOMOIIBIO
nporpammbl String-db Ha opronorax rena NtEXPAI (ren AtEXPA24 A. thaliana).
[TonyueHHast ceTh 0eNOK-OeNKOBBIX B3aumoaercTBuil mo EXPA24 (puc. 3.21) nns
A. thaliana moxazaia, 4TO MAaHHBIM TI'€H MOXET OBITh cBiA3aH ¢ reanom WACS3,
KOTOPBI  KOOUPYET CEPUH/TPEOHUH-NIPOTEMHKUHA3Y, aCCOLMUPOBAHHYIO C

KJIETOYHOU CTEHKOH. DTOT ()epMEHT MpH CBSI3bIBAHUM C MEKTUHOM YYacTBYET B
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KOHTPOJIE KJIETOYHOTO pACTSDKeHHs, MOpQoreHe3a W pPa3BUTUS, YTO MOXKET
CIOCOOCTBOBATh U3MEHEHUIO (POPMBI KJIETOK KOPHEBOU CUCTEMEI.

WAKS W3BECTHbLIE B3IaWMOAEHCTBHA

HDDTHGSHE',"EML‘EE B3aMMOOSHCTBHA

EXPA24

Opyrue

KEG

P

Pucynox 3.21. Cerp 06enok-OenkoBBIX B3auMoAeHCTBUN 1yisi TeHa EXPA24 B
pactenusix A. thaliana, NOCTpOEHHAsA C HUCIOJb30BaHUEM MporpaMmbl String-db
(https://string-db.org/).

Takum ob6paszom, cBepxakcnpeccus TeHOB EXPs u PtrXTHI 1ONOXUTEIBHO
BIIMAET HA POCT KOPHEBBIX KIETOK MOCPEICTBOM CTUMYJISIUMUA PACTSIKCHUS B
YCIIOBUSIX KaJIMHEBOTO cTpecca. KOpHM TpaHCTEHHBIX pacTeHud Tabaka co
cBepxakcnpeccueit rena NtEXGT takxke pocnu ObicTpee, yem kopuu T, kak npu
HOPMAaJIbHBIX YCIIOBUSIX, TaK U NIPU KaJMHUEBOM CTPECCE, OJIHAKO, UMEHHO Yy 3THX
TPAHCTEHHBIX PACTEHUI KOPPETSLUKU POCTa KOPHEN U pa3MePOB UX MapEHXUMHBIX
KJIETOK HE Ha0II0JaIoch M, BO3MOXHO, TeH NtEXGT B JaHHOM ciyyae
CTUMYJIUPOBAJ HE PACTSKEHUE KIIETOK KOPHS, a CIIOCOOCTBOBAJ YBEIUYCHHUIO MX
yuciaa B pe3ysbTare JeieHus. JleMCTBUTENbHO, MPU HOPMAJIBHBIX YCIOBUSAX Y
pacrenuid NtEXGT Obuio 3a(MKCHpOBAaHO YMEHBILIEHHE pPa3MEPOB KIETOK IO

cpaBHenuto ¢ [T.

3.4. OneHKa cOCTOSIHUSI KOMIIOHEHTOB AHTHOKCHIAHTHOM CHUCTEMBI U
coeprkaHus 0eJIka B KOPHSX Ta0aKa JUKOI0 THIIA M TPAHCTEHHBIX PacTeHUil
co cBepxakcnpeccue reHoB EXPs u XTHSs npu HOpMAJIbHBIX YCJIOBUAX U NPH

JAeHCTBUM KaaMus
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B pesynbrare MoppoMeTpruueckoro aHaan3a ObLIO BBIABICHO, YTO OONbIINE
pasznuyus B JJIMHE KOPHEW TPAaHCTEHHBIX pacTeHWil Tabaka mo cpaBHeHuio ¢ T
HaOmonarorcs npu  BiausHuM CdAc B koHnentpamuu 200 MxM. Taxoke
MUKPOCKOITUYECKUE UCCIICIOBAHUS OKA3AJIU, YTO pa3Mephbl MAPEHXUMHBIX KJIETOK
KOpHEW TpaHCTe€HHBIX pacTeHWM Tabaka ObumM OoJibiie Tipu BiusHUU 200 MKM
CdAc, yem mpu 3acosneHuud B KoHieHTparuu 50 MM. Iloatomy panpHeiive
WCCJICIOBAHMS MO OIICHKE AHTHOKCHUJIAHTHON CHUCTEMBbI KOpPHEH OBLIO perieHo
MPOBECTH TMPHU BIUSHUM alerara KaaMus. bbliu  BbIOpaHBl pacTeHUS CO
cBepxakcnpeccued reHoB NtEXPAI (nmunust 15) u NtEXPAS (unus 49), NtEXGT
(muuus 17) u PtrXTHI (munust 17), y KOTOPBIX NPUPOCT KOPHEH ObLIT MPUMEPHO B

3 paza 6omblie 1o cpaBHenuto ¢ JT.

3.4.1. Conep:xkanue 0011ero pacTBOPUMOro 0ejika B KOPHAX Tadaka npu
HOPMAJIbHBIX YCJIOBHAX M NPHU AeCTBUN KaAMHEBOI0 CTpecca

Conepxanue obmero pactBopumoro 6emka (OPB) B kopusx Tabaka [T u
TPAHCTECHHBIX pacTeHUud ¢ reHamMu EXPs u XTHS npu HOpMAaJbHBIX YCIOBUAX
HaXOAWJIOCh TMPUOIU3UTEIBHO HA OJHOM YPOBHE, TO €CTh CYIIECTBEHHO HE
paznuyanock. Ilpu BmusHuM CdAc (GUKCHpPOBAIOCHh YBEIMYEHUE COJEPIKAHMS
Oenka mnpumepHo B 2 paza y Tabaka JT W TpaHCT€HHBIX pAaCTEHUU CO
cBepxakcnpeccueit EXPs (puc. 3.22A). VY TpaHCreHHBIX PACTEHHl CO
ceepxakcnpeccuerr reHa NtEXGT npu BiusHun CdAc mpou3onuio yBeIWYeHUE
cozepkanus Oenka B 2.5 pa3za, npu 3ToM 1o cpaBHeHuto ¢ [T y 3Tux TpaHCTeHHBIX
pactenuid Oenka Obuto MeHbiie B 1.3 pasa. TpaHCreHHblE pacTeHHS CO
cBepxaKkcnpeccuer reHa PrrXTHI nokas3anu yBeJIUUCHHE cojepkaHus Oenka B 3
pas3a mpu BIAMSHUM KaaMmus, npudyeM B 1.7 pa3a Oonbiie no cpaBuenuto ¢ AT mpu

TeX ke ycnoBusix (puc. 3.22b).
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Pucynok 3.22. Conepxxanue OPbB B xopusx Tabaka [T u TpaHCreHHBIX pacTeHHI
npyu HOpMaybHbIX ycioBusX u BiausgHuu 200 MxkM CdAc: A — cpaBHeHuHe
conepxkanuss OPb JIT u TpaHCreHHBIX PAaCTEHHH CO CBEPXIKCHPECCHEH T'€HOB
EXPs, b — cpaBHenue coxaepxkanuss OPb JIT u TpaHCreHHBIX pPAacTeHHl CO
cBepxadkcnpeccueid reHoB X7THs. n = 15. bykBamu 0003Ha4€HBI JOCTOBEPHO
pa3IMYaroIIMecss pe3yJbTaThl IOCIE CTATUCTUYECKOIO AaHAIM3a COIVIACHO TECTY

Duncan (P <0.05).

3.4.2. AKTHBHOCTDH CYyNIepOKCHIIMCMYTAa3bl B KOPHSAX Ta0aKka npu
HOPMAJIbHBIX YCJIOBHAX M NPH AefiCTBHHM KAJIMHEBOI0 CTPecca

AxTtuBHOCTH cynepokcuaaucmytassl (CO/]) mpu HOpManbHBIX YCIOBHUSX B
KOpPHSX TPAaHCTEHHBIX PACTEHUM CO CBEpXdKcrpeccuen EXPs Haxoawiach Ha
ypoBHe akTuBHOCTH COJI B xopHsx AT (iumb y pacrenuii ¢ NtEXPAS HEMHOTO
Huxke, yeMm y [T) (puc. 3.23A), a y TpaHCT€HHBIX PACTEHUI CO CBEPXIKCIIPECCUEN
reHa NtEXGT axtuBHOCTh (pepMeHTa ObLIa BbIIE B 2 pa3a. Y pacTeHUil ¢ T€HOM
PtrXTHI axtuBHocTh COJl Obuta HIKE B 2 pa3a MO CPABHEHUIO C aKTUBHOCTHIO
CO/I B xopusx AT (puc. 3.23b). [Ipu Bnusiaun CdAc BO Bcex KOPHSIX pacTEHUM
IPOUCXOAWJIO CHUKeHue akTuBHOCTM COJl 1o CpaBHEHHIO C aKTUBHOCTBIO
depMeHTa mpU HOPMANbHBIX YycioBHsX: y pacteHudt y AT — B 2 pasza, y
358::NtEXPAS5 — B 1.2 paza, y 355::NtEXPAI wu 35S::PtrXTHI — B 2.5 pa3za, y
358::NtEXGT — B 3 paza. [Ipu BausHun Cd axtuBHOCTE COJ] B TpaHCr€HHBIX

pacTeHusAX co CBepxaKcrpeccuer reHoB EXPs u NtEXGT Haxoauiach Ha YPOBHE
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aktuBHOCTH (pepmenToB B 1T, a y pacrenuit ¢ renom PirXTHI axtuBHOoCcTh COJJ

Obuta HUKE B 2.7 pa3a no cpaBHeHHIo ¢ akTuBHOCTHI0O CO/] B kopHsix JT.

NENEN:
ot

arT NtEXPA1 NtEXPA5 NtEXPA1 NtEXPA5

HOpMasibHble yCIoBusi 200 mkM CdAc

C 40 0
: 2 |i| : 3

0 B @ li—l ‘ oz o N
ot ‘ NtEXGT ‘ PtrXTH1 aTt NtEXGT | PtrXTH1

HOpMaribHbIE YCIoBUs 200 mkM CdAc

Pucynok 3.23. AktuBHocth COJ] B xopHsax TaGaka [T u TpaHCreHHBIX pacTEHHI
npyu HOpMaybHbIX ycioBusXx u BiausgHuu 200 MxkM CdAc: A — cpaBHeHuHe
aktuBHocth COJ] AT W TpaHCreHHBIX PACTEHUM CO CBEPXIKCIPECCUEN TE€HOB
EXPs, b — cpaBHenue aktuBHocTd COJl T u TpaHCTE€HHBIX pACTEHUM CO
cBepxakcnpeccuei renoB XTHs. n = 15. 3Be3noukamu (*) u OykBaMu 0003HAYEHBI
JOCTOBEPHO pa3IMYyaroIIecs pe3yibTaThl IIOCJIE CTAaTUCTUYECKOrO aHajau3a

cornacHo tecty Duncan (P <0.05).

3.4.3. AKTMBHOCTH KaTaJ1a3bl B KOPHAX Ta0aKa MPH HOPMAJIBbHBIX YCI0BUSAX U
NPHU AeHCTBUM KAAMHUEBOI0 cTpecca

AxtuBHOCTh Katanazbl (KAT) npu HOpManbHBIX YCIOBHUSIX B KOPHSX
TpaHCTE€HHBIX pacTeHui ¢ renHoM NtEXPA Obina Boilie B 1.3 pa3a 1o cpaBHEHUIO C
T, B TO BpeMs Kak y TPAaHCT€HHBIX pacTeHui ¢ reHoM NtEXPAS aktuBHocth KAT
Obuta HUKe B 1.3 pas3a Mo CpaBHEHHIO C aKTUBHOCTHIO ¢epmenta B KopHsx T
(puc. 3.24A). B TpaHCreHHBIX PACTEHUAX CO CBEpXIKcIpeccueil reHoB XTHS npu
HOpMAaJbHBIX ycnoBUsiX akTUBHOCTh KAT Obuta Bhime mo cpaBHenuto ¢ JT: ¢
reHoM NtEXGT — B 3 pasa, a ¢ reHoM PrrXTHI — B 1.9 paza (puc. 3.24b). 1lpu
BJIUSIHUM KaaMuUs mOpoucxoawno cHuxeHue aktuBHocth KAT B 1.5-2 paza y
pactennii JIT u co cBepxakcmpeccueir EXPs u B 2.5-3 pa3a y pacTeHUU CO

cBepxakcnpeccuen X7THS 1O CpaBHEHHIO C AKTUBHOCTBKO NIPU HOPMAaJbHBIX
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ycioBusx. IIpu arom axtuBHOCTh KAT mpu BaussHum CdAc y TpaHCreHHBIX
pacrennii NtEXPAI, NtEXPA5 n PtrXTH] Haxonwioch Ha ypOBHE aKTUBHOCTH
KAT B xopusax T, a y TpaHCreHHbIX pacTeHuil co cBepxakcnpeccuend NtEXGT

aktuBHOCTh KAT Obinia B 2.3 pasza Bbiie, ueM akTuBHOCTh KAT B kopHsix JT.
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Pucynok 3.24. AktuBHocth KAT B xopHsix Tabaka JIT u TpaHCTEHHBIX pacTEHUI
npyu HopMaibHbIX ycnoBusax M BausHUM 200 MxM CdAc: A — cpaBHeHHe
akTuBHOCTH KAT JIT M TpaHCT€HHBIX PACTEHUM CO CBEPXIKCIPECCUEU T'E€HOB
EXPs, b — cpaBHenue aktuBHOCTH KAT JIT M TpaHCreHHBIX pPacTeHHl CO
cBepxakcnpeccueit renoB XTHs. n = 15. 3Be3noukamu (*) u OykBamMu 0003HAYEHBI
JOCTOBEPHO PA3IMYAIOLINECS PE3YJNbTaThl IIOCIE CTATUCTUYECKOTO aHajau3a

coryiacHo tecty Duncan (P <0.05).

3.4.4. AKTHBHOCTBH aCKOpPOATIEPOKCHAA3bI B KOPHAX Ta0aKka npu
HOPMAJIbHBIX YCJIOBHMSAX M IPH 1eiiCTBUM KAJIMHEBOI0 CTpecca
AxTuBHOCThL ackopbarnepokcuaasbl (AIIOK) mpu HOpMaJbHBIX YCIOBUSX B
KOPHSIX TPAHCTEHHBIX pacTeHuil Obla Bblme 1o cpaBHeHuto ¢ JAT: y
358::NtEXPAI — B 1.8 pa3a, y 355::NtEXPAS5 (puc. 3.25A) u 355::NtEXGT — B 2.7
paza, y 35S::PtrXTHI — B 6.3 paza (puc. 3.25b). Ilpu Bausauu 200 mxM CdAc
aktuBHOCTh AIIOK y pacrenuit AT ocrtaBanmach moutu 0Oe3 H3MEHEHUH IO
CPaBHEHUIO C AaKTUBHOCThIO (epMEeHTa TMpU HOPMAIbHBIX YCIOBHSIX. B
TPAHCTEHHBIX PACTEHUSX K€ MPH BIUAHUU KaaMusi akTuBHOCTH AIIOK Obina Hinke

B cpeaHeM B 2 pasza (y pacrenuit PrrXTHI B 2.8 pa3a) mo CpaBHEHHMIO C
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akTuBHOCThIO AIIOK B 3THMX K€ TpaHCIE€HHBIX PACTEHUSAX NPH HOPMaJIbHBIX
ycinoBusx. Ilpu BmusHun CdAc ypoBeHp aktuBHOCTH AIIOK B TpaHCreHHBIX
pactenusix 35S::EXPs u 35S::NtEXGT naxoguncs Ha ypoBHe akTuBHOCTH AIIOK
JT, a y TpaHCT€HHBIX PACTEHUM CO CBepxdKcnpeccuen rena PrrXTH1 akTUBHOCTB
ATIOK Opina Boitie B 3 pasza o cpaBHeHHI0 ¢ akTUBHOCTHIO AITIOK B IT B Tex ke

YCIIOBHAX.
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Pucynok 3.25. AxtuBnocts AIIOK B kopusix Tabaka /[T u TpaHCTe€HHBIX pacTEHHI
npyu HOpMaibHbIX ycioBusXx u BiausgHuu 200 MxkM CdAc: A — cpaBHeHHe
aktuBHOCTH AIIOK JIT M TpaHCT€HHBIX PACTEHUN CO CBEPXIKCIPECCHUEN T'€HOB
EXPs, b — cpaBHenue aktuBHocTH AIIOK T m TpaHCreHHBIX pPACTEHHH CO
cBepxakcnpeccueid renoB XTHs. n = 15. 3Be3noukamu (*) u OykBamMu 0003HAYEHBI
JOCTOBEPHO pa3IMyarolIiecs pe3yibTaThl IIOCJIE CTAaTUCTUYECKOIO aHajau3a

cornacHo tecty Duncan (P <0.05).

3.4.5. AKTHBHOCTH I'BasiKOJIIEPOKCHIA3bI B KOPHAX Ta0aKa NPU HOPMAJIbHBIX
YCJIOBHAX M NIPH JCHCTBHU KaJIMHUEBOI0 cTpecca

AxtuBHOCTh rBaskonnepokcunassl (I'TIOK) npu HOpMallbHBIX YCIOBHSIX B

KOPHSX TPAHCT'€HHBIX PACTEHUU CO CBEpXdKcIpeccuen rena PrrXTHI vaxoaunach

Ha ypoBHe aktuBHOCTH ['TIOK T (puc. 3.26b), a B kopHsax ¢ reHom NtEXPAI

aktuBHOCTH ['TIOK Ob1ma Huxe ypoBus T B 1.2 paza (puc. 3.26A). B kopsix

TPAHCTE€HHBIX PACTEHHUM CO cBepxdKcnpeccuerd reHoB NtEXPAS u NtEXGT npu
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HOpMaJbHBIX ycloBusAX akTUBHOCTH ['TIOK Obina BhIlle aKTUBHOCTH 3TOTO K€
depmenta B IT: y 35S::NtEXPAS5 — B 1.2 paza, y 355::NtEXGT — B 7.6 paza. Ilpu
Bnusinud CdAc aktuBHOCTH (pepmeHTa B KOpHsAX T M TpaHCreHHBIX pacTeHUi
ObLTa HUXKE MO CPABHEHMIO C AKTUBHOCTHIO (pepMEHTa MPU HOPMAJIbHBIX YCIOBUSAX:
y AT — B 6.8 paza, y 35S::NtEXPAI — 2.8 pa3a, y 35S5::NtEXPA5 — B 7 pa3, y
358::NtEXGT — B 3.6 paza, y 35S::PtrXTHI — 4.7 paza. llpu Bmusaun Cd
akTUBHOCTH [ TIOK B KOpHSIX TpaHCTE€HHBIX PACTEHUI CO CBEPXIKCIPECCUEN T€HOB
NtEXPAS5 n PtrXTHI Haxoawioch Ha YPOBHE aKTUBHOCTH ATUX (pepmeHToB B JIT.
AxtusHocts ['TIOK y Tpancrennsix pactenuii ¢ renom NtEXPA [ Obuia Boie [T B
2 pa3za, a y pacteHuii co cBepxdkcnpeccuedt reHa NtEXGT B 14.6 pasa Bblilie

aktuBHOCTH ['TIOK B kopHsx Tabaka JIT nmpu kagMueBom cTpecce.
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Pucynok 3.26. AxktuBHocTh ['TIOK B xopHsix Tabaka [IT 1 TpaHCT€HHBIX pPACTEHUM
npu HopMaibHbIX ycnoBusAx M BiausHUM 200 MxM CdAc: A — cpaBHeHHe
aktuBHOCTH ['TIOK JIT M TpaHCr€HHBIX PACTEHHM CO CBEPXIKCIPECCUEU T'€HOB
EXPs, b — cpaBuenue aktuBHocTd [TIOK JIT u TpaHCreHHBIX pacTeHUU CO
cBepxaKcmpeccueit reHoB X7THs. n = 15. 3Be3goukamu (¥*) u OykBamMu 0003HAYCHBI
JOCTOBEPHO PA3IMYAIOLINECS PE3YJNbTaThl IOCIE CTATUCTUYECKOrO aHajau3a

corniacHo tecty Duncan (P <0.05).

3.4.6. AKTUBHOCTD IVIyTATHOH-S-TpaHcdepasbl B KOPHAX TadaKka Npu

HOPMAJbHBIX YCJIOBHAX U IIPHA JeHCTBUH KaJIMHEBOI0 cTpecca
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AKTHUBHOCTH TITyTaTHOH-S-TpaHcdepasbl (GST) npu HOpMaNbHBIX YCIOBUAX B
KOPHSX TPAHCIE€HHBIX PAacTeHUM C reHamMu EXPS 10 CPaBHEHHUIO C aKTUBHOCTBIO
nanHoro ¢epmenta B kopHsax [T Obuia Beiie B 1.6 pasza ¢ tpancreHom NtEXPAI u
B 1.3 paza ¢ Tpancrenom NtEXPA5 (puc. 3.27A). AxtuBHocth GST B KOpHSIX
TPAHCTEHHBIX PacTeHU cO cBepxdkcnpeccueit PrirXTHI HaxoAuIoCh Ha YPOBHE
JT npu HOpManbHBIX YCIIOBUSAX, a Y TPAHCT€HHBIX pacTteHu NtEXGT akTUBHOCTh
¢depmenta Obuta Boimie, yem y AT B 7 pa3 (puc. 3.27b). [lpu BmusHun Kagmus
akTuBHOCTh (epmeHTa GST mamana B KOPHSAX BCEX HM3Y4YaEMbIX TPAHCTEHHBIX
pactenuii ot 1.2 pa3za 10 2.3 pa3 HIKE MO CPABHEHHIO C aKTUBHOCTHIO (hepMeHTa
IpyU HOpPMaJbHBIX yciIoBHsX. OpgHako mpu cpaBHeHuM aktuBHocth GST npum
BIIMAHUM KaaMmusi 10 cpaBHeHH0O ¢ J[T y TpaHCreHHBIX pacTeHH CO
cBepxakcipeccueir TeHoB EXPs aktuBHocTh GST Obuta Beime B 1.4-1.8 paza. B
KOPHSIX TPAHCTE€HHBIX PacTeHUU cO cBepxdkcnpeccuer reHa NtEXGT akTUBHOCTD
dbepmenta GST Obuia B 6.4 pasza Bblllle, a B KOPHIX pacTeHu ¢ reHoMm PtrXTH]

aKTUBHOCTb 3TOro (pepmeHTa Oblia HIDKE B 1.6 pasza no cpaBuenuto ¢ J(T.
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Pucynok 3.27. AxtuBHocth GST B xopHsax Tabaka T u TpaHCTeHHBIX pacTEHHIA
npu HopMaibHbIX ycnoBusAx M BiausHUM 200 MxM CdAc: A — cpaBHeHHe
akTuBHOCTH GST JIT u TpaHCreHHBIX PACTEHUH CO CBEPXAKCIPECCUEH TI'€HOB
EXPs, b — cpaBHenne aktuBHocth GST JIT m TpaHCreHHBIX pacTeHHU CO
cBepxakcnpeccueid renoB XTHs. n = 15. 3Be3noukamu (*) u OykBamMu 0003HAYEHBI
JIOCTOBEPHO pa3/IMYaOIIecs pe3yibTaThl IIOCJIE CTaTUCTUYECKOIO aHajau3a

corniacHo tecty Duncan (P <0.05).
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3.4.7. ConepkaHne BOCCTAHOBJICHHOI0 M OKHCJIECHHOI0 IVIyTATHOHA B KOPHSX
Ta0aKa IpM HOPMAJILHBIX YCJIOBHUSX U NP AeHCTBUHM KAAMHUEBOI0 cTpecca

Conepxxanne BoccraHoBiaeHHOro (GSH) riryraTnoHa B KOPHSIX TPAHCTE€HHBIX
pacTeHuit Tabaka co cBepxakcnpeccueil renoB EXPs (puc. 3.28A) u NtEXGT npu
HOPMAaJbHBIX YCIIOBHSX HaxoAwioch Ha ypoBHe conepxkanusa GSH B xopusax T,
IIPU OTOM B TPAHCTEHHBIX PACTEHUAX CO CBepxdkcnpeccued reHa PrrXTHI
coJiepaHue BOCCTAaHOBJIEHHOTO TyTaThoHa Ob11o B 160 pa3 Bblle MO CPaBHEHUIO
¢ AT (puc. 3.28B). A conepxanue okucieHHoro (GSSG) riyratuoHa B KOPHSIX
Tabaka CO CBEPXIKCIPECCUEll SKCIIAaHCHHOB HAaXOJUJIOCh HA YPOBHE COAEPIKAHUS
GSSG B AT npu HOpManbHbIX ycioBusx (puc. 3.28b), ogHako coaepkaHue
OKHCJICHHOT'O IIyTaTHOHA y TPAHCIE€HHBIX PAaCTEHHUU CO CBepxdKcupeccuen X1THS
OBLIO CYIIECTBEHHO BbIIIe, yeM B kKopHsXx [T u pacrenuit ¢ renamu EXPs:
NtEXGT - B 21 pa3 u PtrXTHI — B 74 pa3a (puc. 3.281").

[Tpu BnusHuu anerata kaamus B KoHIeHTparuu 200 MxM B KopHsAx Tabaka
AT nmpoucxonuno ypenudenue conepxkanus GSH B 73 paza, a GSSG — B 8.5 pa3
[0 CPAaBHEHHMIO C HOpPMalbHbIMH YyCIOBHSMHU. ConepiKaHu€ BOCCTAHOBIEHHOIO
IJIyTaTUOHA B KOPHAX TPAHCTEHHBIX PACTEHUM CO CBEPXIKCIIpEecCHUer reHoB EXPs
u NtEXGT Obuio BblIe 1O cpaBHeHUI0 ¢ coxaepxkanueM GSH B stux ke
TPAHCT€HHBIX PACTEHUAX, HO MPU HOpMalIbHBIX ycioBusx: NtEXPAI — B 20 pas3,
NtEXPAS5 — B 31 pa3, NtEXGT — B 8 pa3, npu stom coaepxkanue GSH B kopHsx
TPaHCT€HHBIX PAaCTEHUN cO cBepxdkcnpeccuerd reHa PrrXTHI nonusunoch B 1.2
pasa 1o CpaBHEHHUIO ¢ HOpMalbHbIMU ycioBusiMu (puc. 3.28A, B). Coaepkanue
OKHCJIEHHOro riayrtatioHa npu BiussHUM CdAc ObUTO BbIIIE B KOPHSX BCEX
U3y4aeMbIX TpaHCreHHbIX pacteHuii: NtEXPAI — B 11.7 pa3, NtEXPAS5 — B 4 paza,
NtEXGT — B 3 paza, PtrXTHI — 1.5 pa3za, no cpaBHeHuto ¢ coaep:xxkanuem GSSG
P HOPMAJIBHBIX YCJIOBUAX B 3TUX K€ TPAHCT€HHBIX pacTeHusx (puc. 3.28b, I).

Conmepxxanne GSH B KOpHSX TpaHCT€HHBIX pacTeHHid Tabaka Co
cBepxaKcnpeccueid rTeHoB EXPs Obuio Huke B 1.5-2 paza u B 8.8 pa3 meHble B

KOpHSIX TPAHCr€HHbIX pacTeHnil ¢ reHoM NtEXGT no cpaBHennto ¢ AT npu
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BIusHUA Kaamus. Ilpym 3TOM B  KOpPHAX TPAHCTE€HHBIX PAcCTEHUH  CO
cBepxakcnpeccuen reHa PrrXTHI copep:kaHue BOCCTaHOBJIEHHOI'O TINIyTaTHOHA
obu10 BhINIE B 1.8 pasa no cpaBuenuto ¢ JAT nmpu Bausaun CdAc (puc. 3.28A, B).
ConeprkaHne OKHCIEHHOTO TJyTaTHOHa OBLIO BBIIIE B KOPHAX Tabaka ¢ TeHaMU:
NtEXPAI — B 1.3 paza, NtEXGT — B 7.4 pa3a, PtrXTHI — B 13.5 pa3a u Huxe B 1.4
paza ¢ reHoM NtEXPAS, no cpaBHenuto ¢ JT npu Bausiuum kagmus (puc. 3.28b,
D).

[Ipyu cpaBHEHMH cOAEpKaHUA BOCCTAHOBIIEHHOTO  TJIyTaTUOHA IIpU
HOPMAJIBHBIX ~YCIIOBHUSAX MEXAYy pAacTeHUSAMH C TE€HaMH OJKCIIAHCHUHOB U
KCHJIOTJIFOKAHAHAOTPAHCIJIMKO3MWIa3 BUAHO, 4TO cojepkanue GSH B KopHsX
TPAHCTEHHBIX PAaCTEHU CcO cBepxdkcnpeccuen reHa PrrXTHI B 94 pasza Belie
conepxkanuss GSH B KOpHSX pacTeHHMil cO cBepxdKcrpeccued reHoB EXPs, a
conepxanue GSH B kopHsax Tabaka co cBepxdkcnpeccueil rena NtEXGT
HaXOJWTCS HA YPOBHE COJEpKaHUSA BOCCTAHOBJIEHHOTO TJIyTaTUOHA B
TPAHCT€HHBIX PACTEHUSIX cO cBepxakcnpeccuen EXPs (puc. 3.28A, B). IIpu stom
COEP/KAHUE OKHUCJIEHHOIO TJIyTaTHOHA IPU HOPMAJIBHBIX YCIIOBHSIX B KOPHSX
TPaHCTEHHBIX PaCTEHUI co cBepxaKcnpeccueil XTHS ObLI0 CyIIeCTBEHHO BBIIIE IO
cpaBHeHHt0 C coaepxkanueM GSSG B KOpHSAX TPAHCTE€HHBIX PACTEHUUA CO
cBepxakcnpeccuenn EXPs: y pactenunit ¢ NtEXGT — B 17 pa3, a y pacTteHuil ¢
PtrXTHI — B 62 paza (puc. 3.28b, I).

[Ipn BousHumn kagmus coaep:xkanue GSH B KOpHSAX TpaHCTEHHBIX PACTEHUUN
co cBepakcnpeccueit rena NtEXGT Obuio Huke B 4.8 pasa 1O CpaBHEHHUIO C
conepxanueM GSH B kopHsix ¢ reHamu EXPs, a B KopHsx ¢ reHoMm PirXTHI B 3.4
pasa Baiie coaepxkanusi GSH B kopHsx pactenuii ¢ renamu EXPs (puc. 3.28A, B).
CopnepxaHru€ OKHCIEHHOIO TJyTaTHOHA TMpU BIMSHUM KaJMHUS B KOPHAX
TpaHCTeHHBIX pacTeHuid ¢ reHom NtEXPAI Owvuio Hmke conepxkanuss GSSG B
KOpHSIX pacTeHuil co cBepxakcnpeccuend reHoB NtEXGT B 5.7 pa3a u PtrXTHI B
10.4 paza. A coumepxkanne GSSG B KOPHSX TPaHCTE€HHBIX PACTEHUN C T€HOM

NtEXPAS Taxke Obuto Hrke conepkaHus GSSG B TpaHCIE€HHBIX PACTEHUSX CO
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cBepxakcnpeccueil renoB XTHs: NtEXGT — B 10.7 paza, a PtrXTHI — B 19.4 paza
(puc. 3.28B, I).
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Pucynok 3.28. Cogepxanne GSH u GSSG B kopusix Tabaka /T u TpaHCreHHBIX
pactenuii npu BiusgHuu 200 MkM CdAc. A — cogepxxkanne GSH B KOpHsX
TPAHCTEHHBIX PACTEHUM CO CBEpXdKcmpeccuen reHoB EXPs; b — conepkaHue
GSSG B KOpHSX TPAaHCTEHHBIX PAaCTEHUM CO CBEpX3Kcmnpeccuen reHoB EXPs; B —
conepxanue GSH B KOpHSIX TpaHCTE€HHBIX PACTEHUI CO CBEPXIKCIIPECCUEN T'€HOB
XTHs; I — conepxxanue GSSG B KOpHSIX TPAHCTEHHBIX PACTEHUM CO
cBepxaKcnpeccueit reHoB X7THs. n = 15. 3Be3goukamu (¥*) u OykBamMu 0003HAYCHBI
JIOCTOBEPHO Ppa3/IMyalolldecs pe3yibTaThl IOCJIE€ CTAaTUCTUYECKOrO aHajau3a

cornacHo tecty Duncan (P <0.05).

3.4.8. Conep:xkaHnue NpoJIiMHA B KOPHSAX Ta0aKa NMPU HOPMAJIbHBIX YCJIOBHUSX U
NPHU AeHCTBUM KAMUEBOI0 CTpecca

CoaepxaHue MpoJIMHA NPH HOPMAJIBHBIX YCIIOBUSIX B KOPHSIX TPaHCTEHHBIX
pacteHuii co cBepxakcnpeccueit reHoB EXPs (puc. 3.29A) u NtEXGT Haxoaunoch
Ha ypoBHE cojiepxkaHus npoanHa B kKopHsax T, B To ke Bpemsi B TpaHCTE€HHBIX
pacTeHusix co cBepxdkcnpeccuer reHa PrrXTHI npu HOpPMalbHBIX YCIOBHSX
YPOBEHb COJIep KaHus TpojimHa ObuT B 3.2 pasza Beimie o cpaBHeHuto ¢ JT (pwuc.
3.29b). Ilpu BaussHUM KagMUs IPOMCXOJUIIO YBEJIMUYEHUE COJECPKAHUS MPOJIMHA B
kopHsax T B 3 paza, 355::NtEXPAI — B 3.8 paza, 355::NtEXPAS5 — B 2 pa3a, a

358::NtEXGT — B 2.5 pa3a, npu 3TOM COJEp>KaHUE NPOJMHA y TPAaHCTE€HHBIX
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pacrennii PtrXTHI ocTaBaJloCh Ha ypPOBHE COAEPKaHUS NPOJIMHA B KOPHSAX 3THUX
pacTeHnii Ipu HOpMaIbHBIX ycnoBusaX. [Io cpaBrenunro ¢ [T npu BimsiHuM Kagmus
COZEpaHWE MpoJIMHA B KOpHAX pacteHuid ¢ reHamu NtEXPAI w PtrXTHI
HaXOJWJIOCh Ha ypoBHe npoiauHa B [T, a B kopHsax pactenuit ¢ renamu NtEXPAS n

NtEXGT 6bina Huxe B 1.3-1.8 paza (puc. 3.29).

5 200
€ 150
o 100
50
=z
aT

NtEXPA1 NtEXPAS5 ar NtEXPA1 NtEXPAS5

MK/ CblpOiA
o

HopMaribHble ycrnoBus 200 mkM CdAc

] D
1 L
ar ar

k]
NtEXGT ‘ PtrXTH1

op!
N
a
o

3200

[

%* s
&
.
K5
2e%e%?

NtEXGT PtrXTH1

aci
&
o
T
<
:’0
T
e
XA

R
285
2555
Ei¥e%s!

3
o

%

0’00
KA

o
%
s

,v
8
e

.,.
3%
Oeded

o

MK/ CbIPOI M
(%)
o

HOpMarbHble yCcrnoBus 200 mkM CdAc

Pucynox 3.29. Copepxanue mpoiivHa B KOpHsX Tabaka /[T u TpaHCTEeHHBIX
pacTeHuil npu HopMasbHbIX ycnoBusaxX U BiusiHUM 200 MkM CdAc: A — cpaBHeHue
coaepxkanus nposvHa T v TpaHCTeHHBIX PaCTEHUI CO CBEPXAKCIPECCUEN F€HOB
EXPs, b — cpaBHeHue conepkanus nposvHa IT M TpaHCrE€HHBIX PAaCTEHHU CO
cBepxadkcnpeccueid reHoB XTHs. n = 15. 3Be3goukamu (*) o0003HAYEHBI
JOCTOBEPHO pa3jIMYaroIIdecs pe3yibTaThl IIOCJIE CTAaTUCTUYECKOrO aHajau3a

cornacHo tecty Duncan (P <0.05).

3.4.9. Copepxkanne BOAOPACTBOPMMBIX CAXapPOB B KOPHAX Ta0aka npu
HOPMAJIbHBIX YCJIOBHAX M NPHU AeCTBUN KaAMHEBOI0 CTpecca

Conepxkanue BogopactBopuMbix caxapoB (BPC) npu HOpManbHBIX yCIOBUAX
B KOpHSIX TPAHCIEHHBIX PpPACTEHHM CO cBepxdkcnpeccuern reHa NtEXPAI
HaxoJWIOCh Ha ypoBHe coaepkanus BPC B kopHsx Tabaka [IT. B kopHsix Tabaka
co cBepxakcnpeccueil reHoB NtEXPAS (puc. 3.30A) u PtrXTHI conepxxanne BPC
obuto Hmke B 1.3 pasa mo cpaBuenuto ¢ T, a B KOpHAX pacTeHHil coO
ceepxakcnpeccueil rena NtEXGT conepxxanue BPC Obuio Huxe [T B 6.2 paza
(puc. 3.30b). ITpu BaussHum kaamus coaep:xkanne BPC ysenmnunnocs B 1.2-1.6 pa3za

B KopHsx Tabaka JIT WM KOpHSAX TpaHCTE€HHBIX PACTEHHMM CO CBEpPXdIKCIpeccHein
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reHoB EXPs u NtEXGT no cpaBHeHuto ¢ coaepxanueM BPC npu HOpManbHBIX
YCJIOBUSIX, NPU 3TOM B KOpHsiX ¢ reHoM PirXTH1 conepxxanue BPC yMeHbIIMIOCH
B 1.3 pasza nmo cpaBHeHMIO ¢ HOpMaibHbIMU yciioBusaMmu. Conaepxkanue BPC npu
BmussHud CdAc B kopHsx JIT W B KOpHSX TpaHCT€HHBIX pAcTEHUH CO
CBEPXIKCIIpeCcCUEN TEHOB EXPS CyIIECTBEHHbIX M3MEHEHHM HE IOKa3aid, a B
KopHsAX ¢ reHoM NtEXGT BwisiBneHO meHbluee conepxkanne BPC B 4.5 paza, a ¢
reHoM PtrXTHI — B 2 pa3a, o cpaBHeHuto ¢ J[T.
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Pucynok 3.30. Conepxanue BPC B xopHsx Tabaka [IT u TpaHCT€HHBIX pacTCHHM
npyu HopMaibHbIX ycnoBusax M BiausHUM 200 MxM CdAc: A — cpaBHeHHe
conepxannsi BPC JIT M TpaHCr€HHBIX PacTEHUN CO CBEPXIKCHPECCHUEN TI'€HOB
EXPs, b — cpaBHenue coaepxxanuss BPC JIT u TpaHCreHHBIX pacTEHUU CO
cBepxakcmpeccueit reHoB X7THs. n = 15. 3Be3goukamu (¥*) u OykBamMu 0003HAYCHBI
JOCTOBEPHO PA3JIMYAIOLINECS PE3YJIbTaThl IIOCIE CTATUCTUYECKOTO aHajau3a

cornacHo tecty Duncan (P <0.05).

3.4.10. O011asi AHTHOKCUIAHTHAS CTIOCOOHOCTh B KOPHSIX Ta0aKa nmpu
HOPMAJIbHBIX YCJIOBUAX M NPHU AeHCTBUM KAIMHUEBOI0 CTpecca
O6mas anTrokcuaanTHas crocooHocTh (OAC) mpu HOPMaAIBHBIX YCIOBUSIX B
KOPHSIX TPAHCT€HHBIX PACTEHUM CO cBepXdkcnpeccuent reHoB EXPs (puc. 3.31A) u
NtEXGT naxonunack Ha ypoBHe OAC kopHel pacrenuid [{T, npu 3TOM B KOpHAX
tabaka ¢ reHoM PtrXTHI OAC Obina 6osbiie uem y AT B 7 pa3 (puc. 3.31b). B

kopHsx Tabaka /[T w TpancreHHnix pacTeHuil ¢ reHom NtEXPAI wu3MmeHeHUil B
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OAC npu BIMSHMM KagMHUs HE HAOII0JAIOCh MO CPaBHEHHUIO C HOPMaJIbHBIMU
ycinoBusimu. [lpu Bimsaun CdAc npoucxonuno ysenmuenue OAC B KOpHSX
TPAaHCTE€HHbIX pacTeHuil ¢ reHamu NtEXPAS u NtEXGT B 1.8 m 2 paza
COOTBETCTBEHHO. B KOpHSX TpPaHCr€HHBIX PACTEHHI CO CBEPX3KCIPECCHUEW IeHa
PtrXTHI OAC ymenbmunach B 1.5 pasza no cpaBHenuto ¢ OAC pacTeHuil ¢ 3Tum
K€ T€HOM INPU HOpMaJIbHbIX ycnoBusx. [1o cpaBuenuto ¢ AT npu BiustHUM KaaMus
OAC Obuta BbIllIe B KOPHSIX TPAHCTEHHBIX PACTEHUN CO CBEPXIKCIpEcCHed reHa
NtEXPAS, a B KOpHSX pacTeHuil co cBepxakcnpeccuend reHoB NtEXGT u PtrXTH1

OAC 65bura Boime o cpaBaenuio ¢ JIT B 2 u 4.3 pasza, COOTBETCTBEHHO.
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Pucynok 3.31. OOmasi aHTHOKCHAAHTHAsI CIIOCOOHOCTh B KopHsx Tabaka T u
TPAHCTEHHBIX PACTCHUH MPU HOpMabHBIX yciaoBUsX U BiausHuu 200 MM CdAc:
A — cpaBHeHue OAC /IT u TpaHCreHHBIX PaCTEHUH CO CBEPXIKCIPECCHEN T'€HOB
EXPs, b — cpaBaenne OAC JIT u TpaHCreHHBIX PaCTEHUM CO CBEpXIKCHpeccuei
reHoB XTHs. n = 15. 3Be3ngoukamu (*) u OykBamMu 0O0O3HAUYEHBI JOCTOBEPHO

pasimgarommecsa pe3ylibTaTbl MOCJIIC CTATUCTHYCCKOIO aHaJIn3a COIIACHO TCCTY

Duncan (P <0.05).

OO0cyxneHue pe3yJbTaTOB HCCJIeI0BaHUA 0 naparpagy 3.4
AOuotnueckue crpecc-(hakTopbl MOCTOSIHHO BO3JEHCTBYIOT Ha PAacTCHUS B
€CTECTBEHHOUN cpejie OOMTaHWS W WHTErPabHBIM IPOIECCOM, 3alyCKaeMbIM Ha
done crtpecca, sBuserca HakorieHne A®DK, xkoTopoe, B CBOIO oYepenb, MOKET

NPUBOAUTHh K Pa3pylICHUIO JUMUIHBIX MemOpaH, OenkoB, [IHK u Gnokuposathb
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paboty MHOTHX epMEeHTOB U TporteccoB xu3HenesrensuocTy (Gill, Tuteja, 2010).
AHTHOKCHJIaHTHAsl CHUCTEMa pAaCcTeHHMM 3amuinaer ux ot BozaeucTBus ADK
Onarogaps crennaibHbIM depMeHTaMm, TakuM kak COJl, kartayiaza U pas3ivyHbIC
MEPOKCUAA3bl, a TaKKE HU3KOMOJIEKYSIpHBIM MeTabonmutam: AK, riayratuow,
nponuH, BPC u np. (Camycuk u np., 2022). IloBsiienHoe coaepxkanue ADK B
pPACTUTENIBHBIX OpTraHM3MaX B OTBET Ha BIMSHUE PA3IUYHBIX aOHOTHYECKHUX
cTpecc-pakToOpoB, TaKUX KakK 3acyxa, 3acOJICHHE, THIOTEPMHUS U BO3JEHCTBUE
TSDKEJIBIX METAJIOB, OMMCAHO B OOJIHIIIOM KOJIMUECTBE MCCIEAOBAHUN U TIPU ITOM
A®K wu3ydaroT U paccMaTpUBAIOT KaK MapKEpPbhl CTPECCOBOTO COCTOSIHUSA
pPaCTUTENILHOTO OPraHr3Ma U KaK CUTHAJIbHBIE MOCPETHUKU PA3BUTHUS aIallTUBHOTO
otBeTa Ha ctpecc (Mittler et al., 2011; Pucciariello et al., 2012; Camycuk u 1p,
2022). Panee yxe cooOuiannch HEKOTOPbIE Pa3pO3HEHHBIE TaHHbIE 00 NU3MEHEHHSIX
B AHTUOKCHJAHTHOM CHUCTEME PACTEHUM IIPU CBEPXIKCIpEcCUr reHoB EXPs u
XTHs. Hamu BIIEPBBIE IIPOBE/ICHBI KOMIIJIEKCHBIE HUCCICIOBaHMS
AHTUOKCUJIAHTHON CHCTEMBbI TPAHCTEHHBIX PACTEHHUH, CBEPX3IKCIPECCUPYIOIIUX
9THU TeHbI. B uTore ObLIM MOJIydeHbI JaHHBIE O TOM, Ha KAKME UMEHHO KOMITOHEHTBI
AHTUOKCHJAHTHOM CHCTEMBI OKAa3bIBAIOT CBOC BIMSHHE OJKCIIAHCUHBI |

KCHJIOTJIFOKAHOHIOTPAHCTIIMKO3UJIA3kI.

Obwut pacmeopumwiii Oeok

B pesynbrare sKcnepuMeHTOB ObLIO BbIsicHEHO, uTo OPB B KOpHSX
TPAHCTE€HHBIX PACTEHUM HaxoauTcs Ha ypoBHE T mpu HOpManbHBIX YCIIOBHSX, a
npu BiusHun Cd — y TabakoB 35S::EXPs taxke octaerca Ha ypoBHe T, y
tabakoB ¢ reHoM NtEXGT conepxanue Oenka Obuio Hmke [T, a y pacrenumii ¢
reHoM PtrXTHI, nao6opot Beiie [IT. B nurepatype umerorcst JaHHBIE O TOM, YTO
cBepxakcnpeccusi reHoB niueHuubl TaEXPAS (Peng et al., 2019) u TaEXPA9
(Zhao et al., 2022) moBbIIaeT COJAEpP)KaHUE OOIIEro PacTBOPUMOro Oejka IMpu
BIIMSAHUM CTpecca. B KOpHEBOM CHCTEME PACTEHUM IIPU JEUCTBUM THUIIOTEPMUH
NPOUCXOJUT HAKOIUIEHUE JIETKOPacTBOpPUMBIX  (opm OenkoB  Omaromaps

3aMCIJICHUIO CKOPOCTH OEJIKOBOr0 CHHTE3a II0 CPaBHCHHIO CO CKOPOCTBIO POCTa
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kopHeit (Pomuenko, 1988). Ilpm sToM HET MOMOOHBIX NAaHHBIX TMPU BIUSHUU
3aCOJICHHS WJIM KaJMHUEBOTO CTPECCa, OJIHAKO, TsDKEJIble METAJUIbl MpU
NOCTYIJIECHUM B KJIETKM KOPHS PAaCTeHHUs pearupyroT ¢ (QYHKIUOHAIbHBIMU
rpynmnaMd OEJNKOB W TENTHI0B (METAIDIOTHOHEHWHBI W (DUTOXEATHHBI), YTO B
TaKOM CJTy4dae SIBJISIETCS] OTHUM M3 MEXaHU3MOB JIETOKCUKAIIMU TSXKEJIbIX METAIOB
B pacTuTeabHOM opranusme. Kaamuii, CBUHEl U IIUHK CBSI3bIBAIOTCS B OCHOBHOM C
SH-rpynmamMu G€JKOB M HAKarUIMBAIOTCS B ANOTUIACTE KJIETOK KOPHEBOW CHCTEMBI
(Ceperun, 2015). IToatomy pesynbTaThl coaepxkanus OPb B KOpHSX H3ydaeMbixX
TPAHCTEHHBIX PACTEHUN HE CMOTJIM MOATBEPAUTH (HO U UCKIIFOYUTH) CTUMYIISIIIUIO
MeXaHU3Ma JeTOKCUKauu Kaamus depe3 SH-rpymnmbel 0eTKOB M, COTJIACHO HAITUM
pe3yinbTaTaMm, 3aluTHBIN >(Q¢deKT peanuszoBaicsa, MO KpadWHel Mepe, uepes

BKJIFOUEHHE HEKOTOPBIX KOMITIOHEHTOB AOC.

Cynepoxcuooucmymasa

YcToliuuBbie K pa3auuHbIM aOMOTHYECKUM CTpecc-(paKkTopaM BHJIbI PACTEHUI
[0 CPaBHEHUIO C BOCIPUHUMYMBBIMU PACTCHUSIMH XapaKTEPU3YIOTCA BBICOKOU
akTUBHOCThIO COJl M MEHBIIMM KOJIMYECTBOM OKHCIUTEIbHBIX MOBPEKIACHUN
KJIETOUYHBIX CTEHOK M MeMOpaH. Hampumep, TpaHCreHHbIE pacTE€HUs TOoMara,
KOTOpbIE UMEIOT BBICOKYIO0 aKTHUBHOCTH (epmeHTa CO/l, moka3biBalOT OOJBIIYIO
YCTOMYMBOCTh K JEHCTBHIO abuoTudeckux crpecc-haktopoB (CepeHko u p.,
2011). Takke UMEIOTCS CBEACHUS, UYTO CBEPXIKCIPECCHUS TEHOB SKCIIAHCHUHOB
TaEXPAS (Peng et al., 2019) u TaEXPA9 (Zhao et al., 2022) noBblaer
aktuBHOCTh COJI mpu BIUSHUM CTpeccoBBIX (akTopoB. Ciea0BaTeNbHO, YTO pPa3 B
M3y4YaeMbIX TPAHCTEHHBIX PACTEHUSIX CO CBepxdkcnpeccuerd reHoB EXPs u XTHSs
aKTUBHOCTH (hepMEHTa CYMEePOKCHUIANUCMYTa3bl Haxonuiack Ha ypoBHe [T wmm
HIDKE KAaK IPH HOPMAJIbHBIX YCIOBUSX, TAK U MPU AEHUCTBUM KaJMHUEBOIO CTpecca,

TO CBEPXIKCIIPECCUA JaHHBIX I'CHOB, BEPOATHO, HC BIIMACT HA aKTUBHOCTD COI[

Ilepoxcuoaszvl
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B pesynbpTaTe mpoBeNEeHHBIX 3KCIEPUMEHTOB ObLIO BBHISBIICHO, YTO B KOPHSX
TPAHCTEHHBIX PACTEHUN KaK MPU HOPMAIbHBIX YCJIOBHUSAX, TaK W MNPHU BIUSHUU
KaaMusi uMeeTcss TnoBbllleHHass akTuBHOCTh AIIOK, npu »53TOM BBICOKas
aktuBHOCTh KAT u T'TIOK mpum 3Tux ke yciaoBusix oOHapyKHBanIach TOJBKO Y
TPAHCTEHHBIX pacTeHui ¢ reHoM NtEXGT. Y CcTOMYUMBOCTh PACTEHUHN K CTPECCOBBIM
dakTopam cBsi3aHa C YPOBHEM OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX MPOIECCOB,
MPOUCXOJAIIUX B PACTUTEIBHOM OpraHu3Me, KOTOpPbId, B CBOIO OYEpE[lb,
OTpeeNsieTcsl M0 aKTUBHOCTU (DEPMEHTOB, TaKUX Kak mepokcuaassl (O0pyueBa u
ap., 1988). MHOroQyHKIIMOHAIBPHOCTh TIEPOKCHAA3 MPOSBISIETCS B M3MEHEHHSIX
aKTUBHOCTU W B XOJE€ OHTOI€HE3a PACTUTEIBLHOIO0 OpraHu3Ma, U B pe3yjbTare
BIIUSIHUS PA3JIMYHBIX CTpeccoBbIX (pakTopoB (AHapeeBa, 1991; Passardi et al.,
2005). Takxe ycTOMYMBOCTh pPAaCTEHUN K pa3IUYHBIM aOMOTHYECKHM CTpeCcC-
dakTopam onpejenserca B OOJBIIMHCTBE CIYy4aeB AaKTUBHOCTHIO (DEPMEHTOB,
KOTOphIe 00Jaar0T nepokcuaasHbiMu cBorictBamu (Thongsook T., Barrett, 2005;
Anuesa u ap., 2010). imeercs undopmanus o BIUSIHUN HOHOB KaJMHUs M CBHHIIA
Ha 3THOJUPOBAHHBIE MPOPOCTKU 3JaKOB U OOOOBBIX KYJNbTYp C MOCIEAYIOLIUM
M3MEHEHHEM aKTUBHOCTH Kartaja3bl M mnepokcuaasbl (MBamkoBen, ApTeMyk,
2012). BnausiHue 3acoyieHUs] TaKKE CTUMYJIMPYET aKTUBHOCTh AHTHMOKCHIAHTHBIX
dbepmenToB, Takux kak AIIOK u kartanaza (Hernandez et al., 1999, Xiong et al.,
2002). JleiicTBME MOHOB CBHMHIIA HAa KOPHU CESHUEB COCHBI IOKAa3bIBAET, YTO
HU3KHE KOHILICHTPAllMM BBI3bIBAIOT CHU)KEHUE, A BBICOKHE — [IOBBILICHUE
aktuBHOcTer pactBopuMoi ['TIOK (TutoB u np., 2014). JleiicTBre HOHOB KaaMus
yBennmunBaeT akTtuBHOCTH AIIOK, TTIOK, xartamaze, COJl u depmenToB
INIyTaTUOHOBOW CHUCTEMbl PACTEHUM, OJHAKO HE 3aBHCUT OT HCHOJIb3yEMBbIX
koHneHtpaiuii Cd u Buma pactenust (TutoB u np., 2014), HO 3aBUCHUT OT
MPOJOJKUTEIBHOCT BO3JIEMCTBUS TSKEIJBIX METaUIoOB. Hampumep, akTMBHOCTH
KaTajua3bl B IPOPOCTKAX MIIEHULBI IpH BIUAHUM Zn U Cr B Hayaje SKCIEPUMEHTA
MOBBIIIAETCA, a IIOCJE€ 4YEeThIpeX JHEH CYHIECTBEHHO CHIKAETCS, MPU ITOM

aktuBHOCTh ['TIOK yBennumBaeTcs Ha 1IECTON JI€Hb, & CHUXKAETCA HAa BOCHBMOMU

(Panda et al., 2003).
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AITOK coBMECTHO € KOMIIOHEHTaMH acKOpOaT-TJIyTaTHOHOBOTO ITMKJIA
3aIUIAET KJICTKH PacTeHUI OT mepen30bITKa MmepekucHu B kieTkax (Asada,1992,
Mittler, 2002), npu stom TunakongHo-cBs3aHHas AIIOK, ydactBys B «water—
water» 1ukie yrwimsupyer A®PK (Asada, 1999). CHukeHne aKTUBHOCTU
dbepmenta AIIOK moxer ObITh cBs3aHO ¢ wucTomeHueM myia AK, koropoe
BO3HUKAET TpU pa3BUTUU okucautTenabHoro crpecca (De Pinto et al., 2002) B
pacteHusix Tabaka /[T, omHako B WM3yYEHHBIX HAMH TPAHCTCHHBIX DPACTCHHSIX
HaOmonaercst ypenuueHue aktuBHocTu AIIOK mpu Bnusauum CdAc, 4to Moxer
OBITH CBSI3aHO C TeM, 4TO TeHbl EXPs u XTHS KakuM-TO 00pa3oM CIOCOOCTBYIOT
YBEIMYCHUIO 00BEM ITyJia aCKOPOWHOBOM KHCIIOTHI, YTO TAKXKE MOATBEPIKIACTCS
yBenuuenrneM OAC B TpaHCIE€HHBIX pacTeHUsiX. Takke B JHUTEpaType HUMETCA
VICCJIEIOBAHMSI BIIMSIHUSI CBEPXIKCIIPECCUU IeHOB 3KcnaHcuHOB TaEXPAS (Peng et
al., 2019), TaEXPA9 (Zhao et al., 2022) u TaEXPB23 (Han et al., 2015) Ha
YBEIMYECHHE AaKTUBHOCTUM TMEPOKCUAA3, YTO TMOATBEPXKIAETCS U  HAIIUMHU
uccieoBaHusIMU. A cBepXdKcnpeccus reHoB 3kcrancuHoB TaEXPAS (Peng et al.,
2019) u TaEXPA9 (Zhao et al., 2022) Takke yBEeIWYMBAET aKTUBHOCThH KaTalla3bl

IIpH BJIMAHHUU CTPECCA, YTO COIIaCyCTCsa C HAIIMMH PE3yJIbTaATAMMU.

I’ nymamuonosas cucmema

B pesynpraTe mpoOBENEHHBIX OKCIEPUMEHTOB OBIJIO  BBISBICHO, YTO
akTUBHOCTH (pepmMeHTOB GST B KOpHAX TaOaKOB TPAHCTEHHBIX PACTEHUM C FeHaMU
EXPs u NtEXGT nipu HOpMalbHbIX YCIOBUAX U nipu BiusgHud Cd Oblia Bblle, YeM
y AT. ConmepaHue OKHUCIEHHOrO IJIyTaTMOHAa Haxoawiock Ha ypoBHe [T y
pactenur ¢ reHamu EXPs, mpu 3TOM y pacteHuil ¢ reHamu XTHS copepkanue
GSSG O6wuto Bhime, yem y JIT. Takum 00pa3om, TOBBINIEHHAs aKTUBHOCTH
dbepmenToB GST kak npu HOPMAJIBHBIX YCIOBHUAX, Tak W mnpu BiausHun Cd
HaOJIOAAaeTCsl TOJABKO B TPAHCTEHHBIX pacTeHUsX Tabaka CcO CBEpXIKCIpeccuen
SKCIaHCUHOB (NtEXPAI, NtEXPAS5) W KCWIOTIIOKaH3HIOTPAHCIIIMKO3UIIA3bI

NtEXGT w He HaOmoaeTcs B pacTeHUsx ¢ reHom PirXTHI.
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[Tpu BiusiHUM aOMOTHUYECKHUX CTpecc-(haKTOpPOB, OCOOCHHO NPU BO3EHCTBUU
TSKEINIBIX METAJJIOB, PACTUTEIbHBIA OPraHU3M MOJJIEPKUBAET CBOW TOMEOCTas,
Hampumep, Onaromapss CHHTE3y (DUTOXENaTHUHOB W3 TJIyTaTHOHA, KOTOpPbIE
CBS3BIBAIOT HMOHBI  TSDKEIBIX  METaUIOB Ui TOro, 4YTOOBl OHM  HE
B3aMMOJICUCTBOBAIM C LUTOIJIA3MATUYECKUMH OelKaMu. [JyTaTHOH Takxke cam
y4acTBYET B JICTOKCUKALIUU MepeKucH, npespaiasch B Gopmy GSSG nipu yuactuu
AK, a coornomenue ¢popm riayratuona GSH u GSSG siBnsieTcst xapaKTepUCTHKOM
OKHUCJIUTEIbHO-BOCCTAHOBUTEIBHOTO COCTOSIHUS KJIETKH MPU BIUSHUM PA3JIMYHBIX
ctpecc-pakropoB (Han et al., 2013a; Han et al., 2013b; 3arockuna, Hazapenko,
2016). Ilpyu BO3IEMCTBUM TSKENBIX METAIUIOB IIYTaTUOH NPHU OKUCIUTEIBHOM
CTpecce BBIMOJHIET POJib, KaK HHU3KOMOJEKYJISPHOIO AHTHOKCHUIAHTAa, TaK W
cy0OcTpaTa B peaknusx ¢ ydyacTueM riryratuoHnepokcuaassl (I'puiiko, ChIIMKOB,
2012). IIpu neiicTBUM pa3audYHBIX a0MOTHYECKUX CTpecc-(PakTOpOB B PacTEHHUAX
MEHSIOTCSl COJIep )KaHHe TIyTaTHOHA M cooTHoileHue Mexnay (opmamu GSH u
GSSG, koTopbie 3aBHUCSAT OT MPOJOJLKUTEIBHOCTH JIEUCTBUSA CTpecca U OT €ro
npuposl (Komynaes, Kapren, 2019). Hanpumep, B KOpHSX ropoxa IPUCYTCTBYIOT
W3MEHEHHUS B COJIEPKAHUU TIIyTaTHUOHA B 3aBUCHUMOCTH OT KOHIUEHTpAlUi MOHOB
Cd u Ni (I'pumiko, CeimmkoB, 2012), Takke CyHIECTBYET MpsMas 3aBUCUMOCTD
MeXIy coaepkanueM riytatuoHa dopmel GSH wu  ycroitumBocthio k Cd
pasznuuHbIX copToB ropoxa (Metwally et al., 2003). B nurepatype npeacraBieHo
OOJIbIIIOE KOJIMYECTBO PabOT O BIMSHUM aOMOTUUECKUX CTpeccoB-(pakTopoB (B
0COOEHHOCTH BIMSHMS KaJMHsI) Ha TIIyTaTHOHOBBIA myn (Sharma, Dietz, 2006,
Chen et al., 2010).

N3BecTHO, yTo yBennuenne ADK nnayuupyet nosbiienre akTuBHOCTH GST,
kotopass uHakTuBUpyeT npoaykthl [IOJI, moBpexnaromme JHK u paznuunbie
KOMIIOHEeHThI pactutenbHor kieTku (Liu et al., 2013). TpaHcreHHsie pacTeHUs
Tabaka C KOHCTUTYTUBHOW »sKcrpeccued reHoB GST uMET NOBBIIICHHYIO
YCTOMYMBOCTh K OKUCIUTEIBHOMY CTPECCY, BBI3BAHHOMY BIIUSIHUEM DPa3IUYHBIX
abuotnueckux (¢akropoB (Roxas et al.,, 1997). Hampumep, Tabak co

cBepxakcnpeccuern reHa PpGST rpymm WMMEET IOBBIIIEHHYIO aKTHMBHOCTH
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¢depmenta GST u nposiBisieT yCTOMYUBOCTh K OKUCIUTEILHOMY CTPECCy, KOTOPBIN
BBI3BAH 3aCOJICHHMEM, HeJIOCTaTKOM Bjaru u BiausaueM noHos Cd (Liu et al., 2013).
Taxke cBepxakcrpeccuss reHoB GST BIuseT Ha aKTUBHOCTh HE TOJBKO CBOMX
(bepMeHToB, HO U Ha aKTUBHOCTb bepmeHToB AIIOK U
MOHOJETHApoackopOaTpeaykTa3bl B pacTteHusx Tabaka (Roxas et al., 2000), a
pactrenus puca co ceepxdkcnpeccuend reHoB GST u KAT u3 Suaeda salsa nmerot
yinyuiieHsble nokasarenad AOC npu BiussHuM Cd ¥ TEIIoBOro moka. Y pacTeHui
yBennuuBasioch cootHomenne GSH u GSSG dopm rinyraruona, ackopbara, a
takke akTuBHOCTh COJl 1 depMeHTOB ackopOaT-riyTaTuoHoBOro Iukia (Zhao et
al., 2009). A pactenuss tabaka ¢ renom GST wu3 Trichoderma virens nmvenu
MOBBIINIEHHYIO0 YCcTOWUMBOCTh K Cd M BBICOKYHO akTUBHOCTH (epmeHTOoB CO/I,
KAT, AIIOK wu ITIOK (Dixit et al., 2011). B nureparype mNOYTH HET
HCCIEN0BAaHUM 1O BIMSIHUK CBeEpxdKcrpeccuu reHoB EXPs u XTHs Ha
[JIYTaTUOHOBYIO CHCTEMY, Jidiib B onbiTax Han c¢ komneramu (2015) ectb
NOATBEPKACHUE BIUSAHUS CBEpXIKCOpecCMu TeHa skcrnaHcuHa TaEXPB23 Ha
aKTUBHOCTb dbepmenTa [IIyTaTUOHPENYKTa3bl. Taxkum o0Opa3zom,
CTPECCOYCTOMYMBOCTh TPAHCT€HHBIX pacTteHut ¢ reHamu EXPs u XTHs,
oOycnaBiIMBaeTcs, B TOM 4HcCIe, yepe3 yBenuuenue aktTuBHOCTH GST. Mexanuzm
ATOTO B3aWMOJICUCTBUS TIIOKa OCTaeTCid HEU3BECTHBIM. B TO ke Bpems
Oo/ZIHO3HauyHble pe3ynbTathl 1o coaepxkanuto GSH u GSSG B TpaHCreHHBIX
pacTeHUsX HaM IMOJY4YWTh HE ynanocb. MX copep:kaHue CHIBHO 3aBUCENO OT

I[E€JICBOTO T€HA, KOTOPHIN OBLIT MCIIOJIB30BaH B padoTe.

Ilpoaun
[IponvH MOBBIMIAET CTPECCOYCTOMYMBOCTh PACTEHUM U MX BBDKMBAEMOCTbH B
YCIOBUSIX BJIUSHUS aOUOTHYECKUX (PAKTOPOB 3a CUET TMPOTEKTOPHOU W
OCMOPETYJIATOPHOM (DYHKIIMH, a TakKe OH SBJISIETCS CUHIJICHTHBIM TacHUTeNeM
A®K, camxkaer yposerb H,O, B kneTkax, crabunusupyet dhepmentst AOC, T.€. 1o
KOJIMYECTBY CBOOOJHOIO MPOJUHA CYIAT O CTENEHU MOBPEXKICHUS KJIETOK U

aktuBHoctu paboter AOC (Szabados, Savoure, 2009). Ilponun sBisieTcs
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oM YHKITMOHATBHBIM OMOJIOTHYECKUM COCIMHEHHEM, KOTOPOE IMOACPKUBACT
KJIETOYHOE pPAaBHOBECHME U IIOMOTaeT pPACTEHUSM aJanTUPOBATHCS K HOBBIM
ctpeccoBbiM ycnoBusM (Kysnenos, IllessikoBa, 1999). Ilpu coneBom crpecce B
pacTeHHsIX Tpoca KOJMYECTBO MPOJIMHA B JIUCThSIX YBEIWYUBAIOCH, OJIHAKO B
KOpHAX ero coaep:kanue He meHsuock (Komynaes, Kapnen, 2019). Tpancrennsie
pacTeHusi C MOBBIIMIEHHBIM COJEPKAHUEM MPOJIMHA ObUIM YCTOMYMBBI K BBICOKHM
KOHIIEHTpAIUsM COJIeH TshKeNbIX MeTaioB (Szabados, Savoure, 2009). To, uto
COACp/)KAHUE TMPOJIMHA Y HCCIEIOBaHHBIX Hamu pacrenuit [T cuibHO
yBeIMUYuBaeTcss B OTBeT Ha BozaeiictBue Cd mnoOKas3bIBaeT, 4YTO pacTEHUS
YyBCTBUTENBHBI K 3TOMY cTpeccy (Ben Rejeb et al., 2012). OnHako y TpaHCTr€HHBIX
pacTeHuit npoiarHa OpUT0 MeHble, 4yeM y [T, 4To MOXKET rOBOPUTh O BKIIOUEHUU
OPYyTUX 3alIUTHBIX MEXaHU3MOB IIPU CBEpXdKcHpeccuu reHoB EXPs u XTHS nipu
kagMueBoM ctpecce (Ren et al., 2018). Bo3M0OXHO, TpaHCT€HHBIM PACTEHUSAM JJIS
IIPEOJIOJIEHHsI cTpecca ObLJI0 HYKHO Tropas3lo MeHble mpojuHa. B nuteparype
uMeercs wuH(popManus 00 YBEIWYEHUU COACPKAHUS TMPOJIMHA TPU BIUSHUU
cTpecca y TpaHCreHHbIX pacteHud ¢ reHamu TaEXPAS (Peng et al., 2019),
TaEXPA9 (Zhao et al., 2022) u TaEXPB23 (Han et al., 2015)

B T0 %€ Bpemsi yBeIMUEHHOE COAEpKaHUE MTPOJIMHA Y TPAHCTEHHBIX PACTEHUIN
¢ reHoM PtrXTHI wmorio cnocoOCTBOBaTh eIlle OOJbIIIEMY TOBBIIICHHUIO
Hecnenn(puIecko CTPecCOyCTOMYMBOCTH 3a CUET €ro AaHTHOKCHIAHTHOW |
OCMOTPOTEKTOpHOU (yHKIMA. OHAKO y OONBIIMHCTBA U3YUYEHHBIX TPAHCTEHHBIX
pacTeHHil cojJiepKaHUWE MPOJMHA NPU BIUSHUM KaJgMUS HE TMOBBIIIAIOCH IO
cpaBuenuto ¢ JIT, cienoBarenbHO, UCCIEAYEMbI€ T€HbI HA TPOJIMH CYILIECTBEHHOTO

BJIMSIHUS HE OKA3bIBAIOT ITPHW OKHUCJIUTCIBHOM CTPECCE.

Booopacmeopumsie caxapa
BoapmMHCTBO abMOTUYECKUX CTpecc-(PaKTOpPOB KOCBEHHO WM HA MPSAMYIO
MOTYT BJHMSTh Ha KOHIIGHTPAIlMIO, CHUHTE3, 3alacaHue, TPAaHCIOPT M OOMEH
BOJOPACTBOPUMBIX caxapoB. B cBs3u ¢ yem, BPC sBmsAwoTca curnanamu

peryjsigui poCrta W pasBUTUA PACTUTCIBHOIO OpraHu3Ma IIPpyU  BJIMWAHHUHU
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abMOTHYECKNX CTpecc-PaKkTOpoB, TAaKMX KaK CBET, 3acyXa WM 3acoJieHue,
TUIIOTEPMUS, TIPU 3TOM y CaXapoOB UMEIOTCA aHTUOKCUIAHTHBIE CBOMCTBA, TaK KaK
OHU CIOCOOHBI CBSI3bIBaTh CBOOOJHBIE paaukaibl (ABepbsiHOB, Jlamukora,l1989)
WIM JIeWCTBOBATh Yepe3 META0OJMUYECKYIO PETYIISIUI0 OTACIBHBIX KOMIIOHCHTOB
AOC. Takxe B nuTepaType UMeeTcs MH(pOpMaIKs O BIUSHUU CBEPXIKCIPECCUH
reHa skcraicuHa TaEXPA9 (Zhao et al., 2022) na yBenuuenue coaepxanusi BPC
Py BIUSHUU cTpecca. Tak Kak y TPAHCTEHHBIX PACTCHW HE OBLIO TMOBBIIICHO
coaepxxanne BPC HU npu HOpMaJbHBIX YCJIOBHUSAX, HU TIPU ACHCTBUM KaaMUs,
CJIeIOBATENbHO, MOKHO TIOJIaraTh, YTO y HWCCJIEAOBAHHBIX pacTeHuWd Tabaka ¢

reHamu EXPs u XTHS aktuBupoBaHbl Apyrue komnoHeHTsl AOC.

Obwas aHmuoxkcudanmHas cnocooOHOCmy

B pesynbraTre sKCIEepUMEHTOB OBbUIO BBISBIIEHO, YTO MPU HOPMAJbHBIX
ycnoBusix OAC naxomutcs Ha ypoBHE T B KOpHSIX TPaHCI€HHBIX PACTEHUU C
reHamu EXPs u NtEXGT, n Boie, uem y [T y pacrenuut ¢ renom PrrXTHI.
Opnako npu BiausHUM KagMusi OAC moBbIIAETCA B KOPHAX BCEX TPAHCTEHHBIX
pacteHuii. TpaHcreHHBIE pacTeHUs Tabaka CO CBEpXIKcIpeccuedt reHoB EXPs u
XTHs noxka3zanu noBbilieHHYr0 OAC B kopHax npu BiausiHuu Cd, a Takke B HHUX
Ha0JI01aN1ach BBICOKAs acKopOaTnepoKcuia3Hasi akTUBHOCTh 1o cpaBHeHuto ¢ J[T.
B uccnenoBanusx Ren ¢ xomneramu (2018) Takke ecTh MOATBEPKICHUS BIUSHUS
CBEPXAKCIPECCUU TeHa 3KcnaHcuHa miueHulbl TaEXPA2 Ha komrnioHeHTl AOC
npu BozaedctBuu  CdCl,. IloBbimenne OAC TpaHCT€HHBIX PACTEHHM MO
cpaBHenuto ¢ T mpousonuio, BO3MOKHO, U3-3a TOTO, YTO MPU BIWSIHUUA KaAMUS Y
HUX MOJJIEPKUBATIOCH YBEIMUYeHHOE conepxanusi AK Onaronapsi n1eiicTBUIO T€HOB
EXPs w XTHS, 4TO 1IOMOIJIO PAaCTEHHIO IPEOAOJIETh OKUCIUTEIBHBIN cTpecc. B
JUTEpaType Takke ecTb HHpOopManus O BIUSHUM CBEPXAIKCIPECCUU TEHa
skcniancuHa TaEXPA2 (Chen et al., 2016) na yBenuuenue OAC B TpaHCTEHHBIX
pacTeHUAX MPU BO3JICUCTBUM CTpecca.

[Ipn BiMSHUM aOMOTHUYECKUX CTpecCc-(PaKTOpPOB IJIABHBIM MEXaHU3MOM

YCTOMYMBOCTU SIBJSIETCS  AKTUBALKMA OHOXMMHUYECKHX KOMIoOHeHTOB AOC
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(T'azapsir, 2006), YTO TaKKe CBHUICTEIHCTBYET 00 YCWICHHH OKHCICHUS
anTHokcugaHTHBIX BemiecTB (Prieto et al., 1999). Haubonee pacnpoctpaHeHHBIM
HU3KOMOJIEKYJISIPHBIM aHTHOKCUIAHTOM B PACTUTEIBHOM OpraHU3ME SBISETCA
acKOpOMHOBAsI KMCJIOTAa W B IMPUCYTCTBUH TSDKENBIX MeTauioB coaepxkanue AK
MOBBIIIAETCA, YTO SABJISAETCS AJaNTalMOHHBIM MEXaHU3MOM K OKHUCIUTEILHOMY
ctpeccy (Hu et al., 2009; TutoB u ap., 2014). Tak xe B 0630pe Kaur u Nayyar
(2014) roBoputrcs o BausHMM AK Ha yCTOMYMBOCTH PACTEHUH K TAKEIBIM
Metauiam. OOmias aHTHOKCUAAHTHAs CIOCOOHOCTh OIEHUBAETCA IO YPOBHIO
COJIEp)KaHUsl OSKBUBAJICHTOB aCKOPOMHOBOW KHUCIOTHI, a ackopOar sBIseTCS
npousBoaHbIM AK (Uynaxuna, 1997).

Tak e B nMTEepaType BCTpeuyaeTcs HUHPOpMalUs Mpo YyIydllleHUe
COJICyCTOMYMBOCTH TMpH dK30reHHOoN 00padoTke AK kammycoB puca (Alhasnawi et
al., 2016) c mocieayromMUM MOBbIIIEHHEM aKTUBHOCTU (pepmeHToB AOC, Takux
kak AIIOK, necneuuduueckass mepokcuaasa M KaTajiasza, a TakKe yBEJIUYEHUE
COJIep’KaHusl TPOJHMHA. A y NPOPOCTKOB KYKYpY3bl 3K30reHHass oOpabotka AK
crnocoOcTByeT yBenuueHuto coxaepxkanusi npoiauHa, GSH u BPC, a Takxe
aktuBHocT COJl m I'TIOK mpu BnusHun abuoTHYECKUX cTpecc-(akTopoB, Mpu
TOM aHaJIOTMYHas 00paboTKa ackopOATOM MPUBOJIUT K CHIKEHHMIO aKTUBHOCTU
KAT (Rady, Hemida, 2016).

Takum o00Opa3om, TpU MOBBIIIEHUU dSKcrpeccuu reHoB EXPs u XTHs
IMPOUCXOJIUT YCUIIEHHE MEXaHU3MOB POCTa U PACTSKEHUS KIETOYHBIX CTEHOK, YTO
OPUBOJUT K POCTY KOPHEBOH CHUCTEMBI pacTeHHs, KOTopas pacTeT Onaromaps
YBEJIMYECHHUIO SKCIPECCHHM MHOXECTBA TI'E€HOB-PETYJIATOPOB  POCTA, TaKKe
NPOUCXOJUT OAHOBPEMEHHAs AaKTUBAIMS JEJIEHUS KIETOK M PaCTKEHUs
KJIETOYHBIX CTeHOK. OjHaKko, NpH HTOM PpACTEHUIO BaXXHO, YTOOBI TIpU
WHTEHCUBHOM pPOCTE€ HE MPOUCXOAWIO upe3MepHoe HakormieHne AOK,
YTHETAIOIINX €ro >KU3HEAESTeNIbHOCTh, MOATOMY pacT€HHUE, BO3MOXKHO, B ITOT
MEPUOJT TOBBIIAECT CBOM AHTUOKCUIAHTHBIM CTAaTyC, MOPEXKIAE BCEro 3a CYET

yBeIWYeHUs] aKTUBHOCTH TepokcunasHbix ¢epmentoB (KAT, AIIOK, I'TIOK),
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COJIEp’KaHUSI KOMIIOHEHTOB TIIyTaTHoHOBOM cuctembl u OAC, 4to, B IEJIO0M,
SIBJISIETCS IOKA3aTeNIeM MOBBIIIEHHOTO aHTUOKCUAAHTHOIO CTaTyCa.

Tak xe B uccnenoBanusx Asada (1999) umeercs nadopmaiys 0 TOM, 4YTO JJis
yIaJleHus TEePEeKHCH BOJOPOJa PACTCHHIO HE0OX0oammo, 4ToObl ypoBeHb AK m
rJIlyTaTUOHA ObUT JIOCTATOYHO BBICOKMM U aig obOe3BpexxkuBanus H,O, ectb
ackopOaT-TJIyTaTUOHOBBIA IMKJI, B OKHCIUTEIbHO-BOCCTAHOBUTEIbHBIE PEAKIIUU
KOTOporo Kkak pa3 Bkmouatorcs ackopoar (OAC), AIIOK, koMIOHEHTHI
ryTaTnoHoBoM cucteMbl 1 HAJI®H'. TakuM 00pa3oM, TPaHCTEHHBIE PACTEHUS CO
cBepxakcnpeccueit reHoB EXPs u XTHs BUAUMO CTUMYJIHPYIOT ackopOat-
TJIyTaTHOHOBBIN ITUKJI, KOTOPBIA HAXOAHUTCS BCETJa B 00JIee aKTUBHOM COCTOSIHHH,
BIIMSASL HAa €ro KOMIIOHEHTHI, KaK IpPU HOPMAaJbHbIX YCIIOBHUSX, TaK W IpHU
BO3JICHCTBUH PA3IMYHBIX A0MOTHYECKHUX CTPeCcC-(PaKkTOPOB.

Hamu ObL1 mpoBeneH aHaim3 0€JI0K-0EIKOBBIX B3aUMOJICUCTBUN TeHOB EXPS
n XTHs ¢ noMolbto nporpammel String-db Ha opTonorax uccienyeMbiX Te€Hax B
pacTeHusix apabujorcuca, T.K. B3aMMOJICUCTBHUS JaHHBIX TEHOB y Tabaka ¢
JPYTUMH T€HaMU elle Majio u3y4eHbl ¥ B 6a3e String-db He nmpeacTaBieHbI.

[Tomy4ueHHbie cetn O0eM0K-O0ETKOBBIX B3aUMOJICHCTBUIN B TiporpamMme String-db
no renam EXPs (puc. 3.32A, b) u XTHs (puc. 3.32B, I') nna A. thaliana
COOTHOCSTCS C pe3yibTaTaMH, MOJYYEHHbBIMM B JAHHOM HCCIEIOBAHUU, U
MOKAa3bIBAIOT, YTO KCCIIEIyeMbI€ T€HBI CBSI3aHBI JPYr C APYroM U pabOTaloT B
TaHJIEME, a TAKXE OHU CBA3aHbl C T'€HAMHU, OTBETCTBEHHBIMH 3a HEKOTOPBIE

koMmmoueHTbel AOC.
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WapecTHbie B3aMMOgeRcTEMA  [porHozupyemsie B3aUMogencTeuA  inyrie

Pucynok 3.32. Cetn 6enok-0eaKoBbIX B3auMoaercTBui st reHoB EXPAIO (A),

EXPA3 (b), XTH4 (B) u XTH5 (I') B pactenusix A. thaliana, nOCTpOEHHBIE C

ucrosb3zoBanueM nporpammsl  String-db  (https://string-db.org/). JlaHHble TeHbI

SBJIAIOTCS OJIM3KUMH FOMOJIOTaMH UCCIIEAYEMbIX T€HOB Tabaka.
bruto BbIsIBIEHO, 4TO TeHbl EXPSs ko3kcrpeccupyrores ¢ reHamu XTHS,

ARGOS, a Ttakxe reHamu E3  yOMKBUTHH-NIPOTEMHIIMTa3bl, AyKCHH-

yyBcTBUTENbHOTO Oenka SAURI19, OGoratoro mnponuHoMm Oelika ceMmencTBa
AKCTEHCHHOB W pocTperynupytomero ¢aktopa 5 (puc. 3.33), KOTOpbIE SBISIFOTCS

INPpAMBIMH HWJIKM KOCBCHHBIMU PCIyJIATOpaMM pOCTa U CTpCCCOYCTOﬁ‘IHBOCTH, qTo

COOTHOCUTCS C HallMMM JaHHbIMM. B cBoro ouepeab, reHbl XTHS

KOJKCIpeccupyroTes ¢ reHamu EXPs, a Takke ¢ reHamu Oera-D-kcuno3unassr 1,
nposuH-TPHK-nuraser, Oenka cemeiictBa RALF, supormokanaszel 1, Oenka
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cemeiicTBa riauKo3uwinTpaHcdepas 1 u Oenka ceMelcTBa MOJMTATAKTypOHA3,
KOTOpBIE TaKXK€ MPSAMO MM KOCBEHHO YYAaCTBYIOT B PEryJsiLlMd U OOECHEUYEeHUU
pOCTa U CTPECCOYCTOMYMBOCTU pacteHui. llomydenHeie B mporpamme String-db
JAHHBIE KOPPEJMPYIOT C MOJIYyYECHHBIMHM pe3yJbTaTaMu. B aHanmm3upyembIX HaMH
TEHHBIX CETAX I[I0Ka HE BBIABISAIOTCA HEMOCPEICTBEHHO TEHbl OEJIKOB
AHTUOKCUJAHTHOM CHUCTEMBI, II09TOMY HCCIECIOBAaHMS B3aUMOJACUCTBUS pOCTA,
CTPECCOYCTOMYMBOCTH M AHTHOKCUIAHTHOM CUCTEMBI IPU CBEpXdKcnpeccun EXPs

1 XTHs B KOpHSIX JIOJKHBI OBITH TTPOIOJIKEHBI.

3.5. 3akiouenue K riase 3

Ha pacTteHusi moCTOSSHHO OKa3bIBAIOT BIMSHHUE pa3IU4YHble aOMOTHYECKHE
cTpecc-(hakTopbl, BbI3BIBAIOIINE PA3HOOOpa3HbIE OMOXMMHUYECKHE W3MEHEHUS,
KOTOpPbIE MOTYT CYIIECTBEHHO BIIMATh HA TMPOLIECCHI pPOCTA U Pa3BUTHUA
PaCTUTENIBHOTO OpraHu3Ma.

OKCHAaHCUHBl W KCWJIOTJIIOKaH3HIOTPAHCTIMKO3WIa3bl B PaCTEHHUSX
KOJIUPYIOTCSI MHOXECTBOM T'€HOB, IPUYEM OHU MOTYT OTJIMYATHCS IPYT OT JIpyra
II0 IATTEPHY OKCOPECCMHM BO BPEMEHM M IPOCTPAHCTBE M BBINNOIHAEMBIM
GYHKUMSIM TIPU POCTE€ U PA3BUTUU PACTUTEIBHOTO OpraHu3Ma. Y TPaHCTEHHBIX
pacteHuii Ttabaka co cBepxdkcrpeccuet reHoB EXPs u XTHs wHaOmromaercs
NOBBIIEHHAss 1O cpaBHeHHIO ¢ [T ycToM4MBOCTH K cCTpeccaM, KOTopas
nposiBisieTcs: 0oJjiee BBICOKMMHU TapaMeTpaMH pOCTa KOPHEW TMpu BIUSHUU
abuoTHYecKux crpecc-PakTopoB. Takke YyCTOWYUBOCTh PACTEHUN K CTPECCOBBIM
dakTopam ompenensercs cuctemamu obOesBpexkuBanus A®DK, Omaromaps
YBEJIMYEHUIO AKTUBHOCTH OTHEJIBHBIX €€ KOMIIOHEHTOB, HO 4allle BCEro cpasy
HECKOJIbKAX, KaK  BBICOKOMOJIEKYJSIPHBIX, TaK W  HU3KOMOJIEKYJISPHBIX
AHTUOKCUIAHTOB. Y pacTEeHUM, yCTOMYMBBIX K AOMOTUYECKUM CTPECCaM, MPOIIECCh
reHepaunn ADK wyame Bcero 3aTropMoOKEHbI, YTO OOECIEUYMBAETCS AKTHBHBIM
(YHKIIMOHUPOBAaHMEM  CHCTEM  JIETOKCHKAIIWH, HaIpuMep, ackopOart-

IIYTATUOHOBBIM LTUKIIOM.
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Takum 00pa3om, SKCIIAHCHHBI OKA3bIBAIOT CTUMYJIHPYIOIIEE BO3CHCTBUE HA
POCT KOpPHEN B YCJIOBHUAX KaJIMHMEBOIO CTpecCa 3a CYET YCWIEHHUS POCTa KIETOK
pacTsbKeHUEM, IIpU  3TOM  NIPOUCXOAUT akTuBauus KoMrnoHeHToB AOC.
KCcunormokaHsHI0TPAHCTIIMKO3WIIa3bl  TAaK)KE  OKAa3bIBAIOT  ITOJIOKUATEIIbHBIN
addexT Ha pocT KopHed npu nercTBUM MOHOB Cd, YTO BBIpaXKaeTcsl CXOKUMU
U3MEHCHHUSIMU B AaHTUOKCHJAHTOM CHUCTEME: TOBBIIMIEHUEM IEPOKCUAA3HOU
aktuBHOCTH, OAC, coliepxaHusi KOMIIOHEHTOB TIyTaTUOHOBOU cucTeMbl. Cienyer
TaK)XKe€ OTMETHUTH, 4YTO MeXaHu3MbI aeiictBua EXPs u XTHs Ha xoMmmoHeHTsl AOC
HEHU3BECTHBI, MOJKHO JIMIIb NPEANOJOXKUTh, YTO BIMSIHUE OTO HE IpsAMOE, a
KocBeHHoe. [lomydyeHHbple HaMM PE3yibTaTbl T'OBOPSAT O TOM, 4TO reHbl EXPs n
XTHs MoryT OBITh MPEAJIOKEHBI B KAUYECTBE 1IEJIEBBIX JJIsl CO3/IaHMsI TPAHCTE€HHBIX
pacTeHuil ¢ MOBBIIICHHON YCTOMYMBOCTBHIO K KaJMUIO M K JAPYTUM aOMOTHYECKUM

cTpecc-hakTopam.
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3AK/TIOYEHHUE

MexaHu3M KIETOYHOTO PACTSXKEHUSI KOPHEBOM CHUCTEMBI IPECTABISIET OO0
CJIOKHBIM Tpoliecc, 3aJeHCTBYIOIIMKA OOJBIIOE KOJIMYECTBO Pa3sHOOOPA3HBIX
($akTOpOB pocTa M Pa3BUTHs PACTUTEIHHOIO OpraHM3Ma Kak BHYTPEHHHX, TaK U
BHEIIHUX. benku 3KcrnanCuHbl U (PepMEHTHI KCUIIOTIIOKAaHIHIOTPAHCTIMKO3HIIa3hl
BOBJICUCHBl B OTBETHBIE pPEAKIMH PACTUTEIIBHOTO OpraHu3Ma MpH BIHSHUU
abMOTHYECKHX CTpecc-(DakKTOPOB M y4acTBYIOT B OOECIEUEHHHM POCTa PacTeHUM
KaK IpU HOpPME, TaK U NPU U3MEHSIOLINXCSA YCIOBUSX cpelbl. B pacTeHusix oHu
KOAMPYIOTCSI OOJBIINM YKCIOM F€HOB, OTIMYAIOLINXCSA MATTEPHOM SKCIPECCUH TIO
BpEMEHH H O0JIaCTH JIOKAJlW3allid, a TaKXe BBINOJHIEMbIM (QYHKIUSIM B
pacrenusix. llonydeHHble HaMHM pe3yJbTaThl TAKXKE MOATBEPKIAOT 3TO,
JNEHUCTBUTEIILHO ObLTO oOHapyXEeHO MHOKECTBO paznuuuit B
Mopdoduznonornyeckux 3P exrax Kaxa0ro 3 U3y4eHHbIX TPAHCTEHOB.

B nuccepranmonHoil paboTe MpeACTaBI€HBbl PE3YJbTAThl HUCCIIEIOBAHUS
BIIMSAHUSA HECKOIBKMX TIeHOB EXPs u XTHs Ha pOCT KOPHEBOM CHCTEMBI
TPAHCTEHHBIX PACTEHUM Tabaka MpPU HOPMAIbHBIX YCJIOBHUSX W MPU BO3AEHCTBUU
abMOTHYECKHX CTpecc-(PaKTOpPOB, a TAaKXKE BBIABICHO BIUSHUE TPAHCTEHOB Ha
CTPECCOYCTOMYHMBOCTh HE TOJBKO UYE€pPE3 U3MEHEHHS COCTOSIHUS KJIETOYHOU CTEHKH,
HO Y Yepe3 BO3JACHCTBUE HA OTeNIbHbIE KOMITOHEHTHl AOC.

HccnenoBaHre reHOB 3KCHAHCUHOB M KCWIJIOTIFOKaH3HIOTPAHCIJIMKO3UIIa3 B
KOPHEBOIM CHCTEME MOJIETbHBIX pacTeHUu Tabaka NpelCTaBlsIeT HHTEpPEC A
dyHIaMeHTaIbHONM HayKHd, TaK Kak J0 CHX I[Op Majo HCCIEIOBaHUN 1o
MEXaHU3MaM BIIMSHHS 3TUX F€HOB HA POCT KOPHEH NMPU HOPMAIbHBIX YCIOBUSX, a
TaK)K€ CTPECCOYCTOMYMBOCTh PACTEHUW TpHU AePUIMTE BJIard M €Ule MEHbIIE
UCCJIEIOBAHUM PO ydacTHe OpH 3TOM KOMIOHEHTOB AOC, Ha KOTOpbIE MOTYT
BIIMATH JAaHHbIE T€Hbl. B 11€0M, NMOJYyYEHHBIE JAHHBIE BHOCSIT CYIIECTBEHHBIN
BKJaJ B HU3YYCHHE PEryJsIHUA pPOCTAa KIETOK KOPHEBOW CHCTEMBI, a TaKkKe
paclupsiiOT 3HaHUSI O B3aUMOJICHCTBUU KOMIIOHEHTOB KjeTOuHOM cTeHKu ¢ AOC

KOpPHEW.
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B nanHO#l auccepTanMOHHONM paboTe BIEPBBIE M3y4yaeTCsl BIMSHUE TE€HOB
EXPs n XTHs, y4aCTBYIOIIMX B PACTSKEHUH KOPHEBOW CUCTEMBI, HA KOMIIOHEHTHI
AOC kopHE# Mpu HOPMAJIbHBIX YCJIOBHUSIX U NPU BO3JACHCTBUU MOHOB Kaamus. B
paboTe Oblia MocTaBiieHa LEeIb OLEHUTH BKIa] reHoB EXPs u XTHS B perymsiuio
u o0ecrieuyeHrue pocTa, CTPECCOYCTOMUMBOCTH M BIUSHUU Ha KOMIOHEHThl AOC
KopHeill. B pesynbrare, mocie MpoBeACHHS BCEX JKCHEPUMEHTOB M 00pabOTKU
MOJTyYEHHBIX Pe3yJIbTaTOB, OBLJIO BBISIBJICHO, UTO TPAHCTEHHBIE PACTeHHS Tabaka co
CBEPXIKCIIPECCUEN HU3Yy4YaeMbIX TI'€HOB HMEIOT YJIYYIIECHHBIE IIapaMeTphbl PoOCTa
KOPHEBOM CHCTEMBI II0 CPaBHEHHMIO C pacTeHusMH JIT Kak npu HOpMalbHBIX
YCIOBUSIX, TaK U MPU BO3ACUCTBUM aOMOTHUYECKHUX CTpecc-(haKTOPOB 4allle BCETO
Onmarojmapsi yYBEJIMYEHHIO pa3MepoB KIETOK, a Takke BiugHuio Ha OAC,
IIEPOKCHJIA3HYI0 AKTUBHOCTb W  KOMIIOHEHTHI TJIyTaTUOHOBOM  CHCTEMBI.
KonkpetHbie MosIeKysipHble MeXaHU3MBbI BIUsAHUS EXPs u XTHS Ha KOMIIOHEHTHI
AOC moka OCTarTCS HEU3BECTHBIMU M JIOJDKHBI CTATh MPEAMETOM NAJTBHEUIINX
VCCIIEIOBAaHMM.

O4eHb MHTEPECHBIMH TaKXKE SIBJISIFOTCS PE3YJbTaThl O TOM, YTO reHbl EXPs u
XTHs npu pacTsbkeHUn paboTaroT pa3HOHANPABIEHHO, OJHAKO, BIUSS HA OJHU U
Te ke KoMmrnoHeHTbl AOC mpu KagmMueBOM crTpecce. B 1emom, y TpaHCreHHBIX
pacteHuii Ttabaka co cBepxdkcrpeccueit reHoB EXPs u XTHs wHaOmromaercs
MOBBIIIEHHAsd 10 cpaBHEeHUIO ¢ [T crpeccoycToMunMBOCTB, KOTOpask MPOSBISIETCS
0oJiee BBICOKMMH TMOKa3aTeIsIMU pPOCTa KOPHEBOM CHUCTEMbI M 4Yepe3 MO3UTHUBHOE
BiusHue Ha AOC.

Takum o0Opa3oMm, Ha OCHOBAHWHU TOJYUYEHHBIX PE3YyIbTATOB MOKHO CHEIaTh
BBIBOJI, UTO CTPECCOYCTOMYMBOCTh PACTEHHMM K BIUSHUIO aOMOTHYECKUX CTpECcC-
(dakTopoB cCBsizZaHa C OOJNBIIUM CHEKTPOM MOJEKYJISPHO-TEHETUYECKUX U
bU3HONOro-OMOXMMUYECKUX MEXaHU3MOB, BaXXHOE MECTO Cpeld KOTOPBIX
3aHMMAET aKTUBALIMS POCTa KOPHEBOW CHUCTEMBbI Ojarojapsi reHaM SKCIIaHCHUHOB U
KCWIOTJIIOKAaHIHJOTPAHCTIINKO3MIIa3, a TAaKKe€ OJHOBPEMEHHAs AaKTHBALUsA Kak

BBICOKOMOJICKYJIAPHBIX, TAK 1 HU3KOMOJICKYJISPHBIX KOMIIOHCHTOB AQOC.
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Bompocer perynsinuun  paOOThl aHTHOKCHIAHTHOM CHCTEMBI MOCPEICTBOM
BIIUsiHUASL TeHOB EXPs w XTHSs, oTBeHarOMX 3a POCT KOPHEW PACTUTEIBHOIO
OpraHn3Ma pPacTSIKEHHEM SBISIIOTCA OJHUMHU M3 BAXKHBIX M AKTyaJlbHBIX
HampaBlieHUN (QyHIAMEHTANbHBIX M MPHUKIAJHBIX HCCIEIOBAaHUNA B 001acTu
¢busnonorun  pactenuil. [lomydeHHBIE pE3yNbTaThl OTKPBIBAIOT — IIMPOKHUE
MIEPCIIEKTUBBI JUISL UCIIOJIb30BaHUs T€HOB AKCIAaHCHUHOB U
KCWJIOTJIIOKAHAHIOTPAHCTJIMKO3MIIa3 C LEIbI0 IOBBIIICHUS INPOAYKTUBHOCTH H
CTPECCOYCTOMYMBOCTH PACTEHHM, YTO NPEACTABISAETCS BEChbMA AKTyaJbHbBIM IS
¢uznonornn M OMOTEXHOJOTHMH PACTCHMM, a TaKXKe CEJIbCKOTO XO3siiCTBa U
pacteHueBoAcTBa B 1enoM. Haubonee ymauHble BapHaHThl CO3JAAHHBIX HAMH
T€HHO-MHXEHEPHBIX KOHCTPYKIIMH MOTYT OBbITh UCIOJIb30BaHBI JJIs1 TEHETUYECKOU
TpaHcopMalu KyJbTYpHBIX pacTeHud. TakoBbIM, K MpUMEpY, SBISIETCA
KoHCTpykiust 35S::PtrXTHI, xoTopas Ha Tabake CHoOCOOCTBOBala YIYUYIICHUIO
poCTa KOpHEW MpHU HOPME, 3aCOJIEHUH, TUIOTEPMUU U JeicTBUM Kaamus. C apyroi
CTOpPOHBI, HauOonee cuibHO OTKIOHAomuecs ot [T mno pesynabraram
KOMILJIEKCHOTO MOP(QO(PHU3NOIOrHYeCKOT0 aHalIi3a JUHUU TPAHCTEHHBIX paCTeHUN
Tabaka MOTYT OBITh HCIIOJIB30BaHBI B  JajbHEHIIMX (yHIaMEHTaIbHbBIX

HCCIICAOBAaHUAX.
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BbIBO/1bI

1. YcraHOBIEHO, 4YTO CBEPXIKCOPECCHS] TE€HOB HKCHAaHCUHOB NIEXPAI,
NtEXPAS5, PnEXPA3, AtEXPAIO 1 TE€HOB KCWJIOTJIOKaHAHIOTPAHCTIUKO3UIA3
NtEXGT, PtrXTHI cnocoOCTByeT YBEIMUYEHHUIO IJIUHBI KOpPHEH TPaHCTEHHBIX
pacTEHUN IPU HOPMAJIbHBIX YCIOBUSX U IIPU JACUCTBUU KaJIMUS.

2. BBISIBIEHO, YTO CBEPXAKCIPECCUS TE€HOB OKCIMAaHCUHOB PnEXPA3 wu
AtEXPAI10 cnocoOCTBYEeT YBEIMUYEHHUIO JUIMHBI KOPHEH TPAaHCT€HHBIX PacTeHUU
IIPU 3aCOJICHUH, TOT/Ia KaK TpaHcreH PirXTHI oka3biBaeT MO3UTUBHBIN 3P eKT Ha
POCT KOPHEH HE TOJILKO IIPU 3aCOJICHNUH, HO Y IIPU TUIIOTEPMUH.

3. [loka3zaHo, 4TO MOBBILIEHHBIA POCT KOPHEH TPAHCTEHHBIX pacTeHUI Tabaka
CO CBEPXIKCIIPECCUEN T'€HOB 3KCITAHCUHOB U KCUJIOTJIFOKAHIHAOTPAHCTIIMKO3UIIA3 B
YCIOBUSIX KaJMHUEBOTO CTpecca OOECHeuMBaeTCs 3a CUeT CTUMYJSILUU pOCTa
KJIETOK PaCTSIKECHUEM.

4. Tloka3aHO, 4TO B TPAHCTECHHBIX PACTEHHUSX II0 TE€HAM JKCIAaHCUHOB
NtEXPAI u NtEXPAS nipu neicTBUM KaJMHUsl YBeJIMUeHa 0011asi aHTHOKCUAaHTHAs
CIIOCOOHOCTh M aKTUBHOCTHU TITYyTaTHOH-S-TpaHcdepasbl U acKopOaTHEepOKCU A3,
a aKTUBHOCTH KaTayasbl, COACP/KAHUE MPOJIMHA U BOCCTAHOBIECHHOIO TNIyTaTUOHA
CHMXKEHO, 110 CPABHEHUIO C JUKUM TUIIOM.

5. YcTaHOBIIEHO, UTO B TPAHCT€HHBIX PACTEHUSX CO CBEPXIKCIPECCHEN reHa
KCWJIOTTIOKaHAHAOTpaHCcrinko3unassl Nt EXGT nipu JeMCTBUM KaJIMUS yBEIUYEHA
o011asi aHTUOKCHJIaHTHAs CIOCOOHOCTb, AKTUBHOCTh KaTajasbl, TJIyTaTHOH-S-
TpaHcdepasbl, TBasSKOINEPOKCHAA3bl U OKUCICHHOTO IIyTaTHOHA 110 CPABHEHUIO C
JTVKUM THUIIOM.

6. BbIsSBIIEHO, YTO B TPAHCT€HHBIX PACTEHHSX CO CBEPXIKCIPECCHUEU TI'eHa
KCWIOTJIIOKAaHAHAOTpaHCTIINKo3unassl PirXTHI nipu NeiCTBUM KaaMUsl yBEIUYEHA
oO1ass aHTUOKCUAAHTHAs CIOCOOHOCTh, AKTHUBHOCTh aCKOpOATHEpOKCHIA3bI,
cojiepxkaHue OOIIEro pacTBOPUMOro OejKa, OKHUCIEHHOTO M BOCCTaHOBJIIEHHOIO

TJIyTaTHOHA IO CPABHCHUIO C JTUKHUM THUIIOM.
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