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B 0030pe paccmaTpuBarOTCA CTpECC-IPOTEKTOPHBIE (DYHKIMHM TMOJMAMHUHOB y pacteHuil. KpaTko
OXapaKTepPU30BaHBl OCHOBHBIC IYyTH HMX CHHTE3a W JeTpajallid, JOKaJW3alus B PaCTUTEIHHBIX
kietkax. [IpuBeneHsl mqaHHBIE 00 M3MEHEHWH SHIOTEHHOTO COACPIKAHUS MOJMAMHUHOB y PAaCTCHHMA
Pa3HBIX BUAOB IIPH ACHCTBUH CTPECCOPOB pa3iIH4IHOMN mpuponsl. OOOOIIEHBI CBEICHUS O BIUSHUH
9K30TCHHBIX MMOJHAMHHOB, & TaKKe TpaHchopMaIy reHaMu, 00YCIOBIHBAOIIUMHI UX HaKOIUICHHE,
Ha YCTOMYUBOCTh PACTEHUIN K HEOJIArompusTHBIM YCIOBHSIM cpenbl. [IpoaHanu3upoBaHbl pa3iudHble
ACTEeKThl JIEUCTBUS MOJMAMUHOB B PAaCTUTENbHBIX KJIETKaX: CTa0MIM3alusig UMH MOJIEKYNl OeJKoB,
HYKJICHHOBBIX KUCIIOT, MEMOpPaHHBIX CTPYKTYp, BIMSHHC HA HOHHBINA romeoctas. Ocoboe BHUMaHHE
YIIEICHO AHTHOKCHIAHTHBIM 3(deKTaM MOTHAMHHOB, OOYCIOBJICHHBIM MPSIMBIM JCUCTBHEM Kak
CKaBEH/DKEPOB THUAPOKCIIIPHBIX WM IEPOKCHIIBHBIX PAIUKalOB, a TaKXKe CIOXHBIM BIHSIHHEM Ha
(epMEHTATUBHYI0 aHTHOKCHJIAHTHYIO cHCTeMy. PaccMmoTpeHsl 3((eKkTsl WHTHOMpOBaHUS U
aktuBanuu noauamuHaMu HAJIOH-okcnnazel. OnncaHo UX AeHCTBHE KaK MCTOYHUKOB CHUTHAIbHBIX
MOJIEKYNT — aKTHUBHBIX (hOpM KHCIIOpona W OKcHuza asora. CHenaHo 3aKIFOYCHHE, YTO MOJIMAMUHBI
BOBJICKAIOTCS B pa3HBIe CTOPOHBI PEIOKC-PETYJSIMHA B PACTUTEIBHBIX KiIeTKaxX. s mo3HaHHA
MEXaHU3MOB WX IIEHCTBHSA aKTyalbHBIM OCTAeTCS M3yYCHHE CHEHU()UIHOCTH BIHMSHUS OTHCIHHBIX
MOJINAMUHOB, BBISICHEHHE WX CBSI3€H C JPYTUMHU CUTHAJIBHBIMHU MOCPETHUKAMU, UCCIETOBAHHE HX
(G YHKIIMOHATIBHOTO B3aMMOJICHCTBHS CO CTPECCOBBIMH (PUTOTOPMOHAMH.

KaioueBble ciioBa: noauamumsl, nympecyun, CRepmMuH, CHepMUOUH, aKmusHvle Qopmbl KUCI0poOd,
OKCUO  asoma, AHMUOKCUOAHMHAS — CUCeMd,  KIeMOYHbIY  CUSHANUHZ,

ycmouuueocms pacmenuil

OTBETHBIE PEaKUU PACTEHUN Ha JEHCTBUE
HeOJIaronpusaTHbIX (aKTOPOB Cpelbl BKIIOYAIOT B
ce0s 3aIycK YHUBEPCABHBIX 3alIUTHBIX CHCTEM, K
KOTOPBIM OTHOCSTCSl CHHTE3 CTPECCOBBIX OEJIKOB,
aKTUBALMs AHTHOKCHIAHTHOW CHCTEMBI W HaKOII-
JIeHWEe TOJNU(PYHKIIUOHAIBHBIX HH3KOMOJIEKYIISIp-
HeIXx mpoTrekTopoB (Komymaes, Kapmen, 2010).
HmenHo ¢ monoOHBIMU peakysMU, T0-BUJUMOMY,
BO MHOTHX CIy4asiXx CBSI3aHbI 3(QQPEKThl HECTEIHU-
buaeckoit YCTOWYHUBOCTH 60 Kpocc-
TOJIEPAHTHOCTH — TOBBIIIEHNUS PE3HUCTEHTHOCTH K
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ompeJieieHHOMY cTpecc-(hakTopy TNpenBapHTelb-
HBIM YMEpPEHHBIM BO3JIEHCTBHEM CTpeccopa MHOH
npupozsl. IIposiBieHne nepekpecTHOl yCTOHYUBO-
CTH TIpH JIGUCTBHH CTPECCOBOTO (PAKTOpa MOXKET
OBITH OOYCIIOBJICHO HE TOJNBKO MHIYKIHMEH OTHUM
CTPECCOBBIM BO3JIEHCTBHEM IIMPOKOIO CIIEKTpa
aJlalTUBHBIX pEaknud, HO W CHOCOOHOCTHIO 3a-
LIMTHBIX BEMIECTB (Hampumep, OEJIKOB MIIM MaJlbIX
OpraHMYeCKMX MOJIEKYJ) BBIOJNHITH MHOXeE-
cTBeHHble WM Hecnenuduyeckue ¢GyHkiuu (Co-
noBbstH, 1990). Cpenn Takux OpraHUYECKUX MOJe-
Kyl oco0oe 3HaueHWe /sl afanTaluud HMeeT
HaKOIUIEHHE PsJIa a30TCOAEPIKALINX COeTNHEHNH —
HEKOTOPBIX CBOOOJHBIX aMUHOKHUCIOT (B TIEPBYIO
odepenb MPOJMHA), 0€TanHOB (METHWJIMPOBAHHBIX
MPOM3BOJHBIX aMHUHOKHUCIIOT) U mosmamMuHoB (Ko-
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nynaes, 1995; Sakamoto, Murata, 2002; Ky3Hemos
u ap., 2006; Takahashi, Kakehi, 2010).

[TonraMuHBl TpeACTaBISAIOT coboil anuda-
THYECKHE aMHUHBI, 00HApY)KEHHbBIE BO BCEX >KUBBIX
Ki1eTkax. X 0COOCHHOCTBIO SIBIISETCS PETYISPHOE
NPOCTPAHCTBEHHOE PACIIOJIOKCHUE TTOJIOKHUTEIb-
HBIX  3apsmoB B Momekyne  (Kuznetsov,
Shevyakova, 2011). CampiMu pacmpocCTpaHEHHBI-
MH Yy PacCTEHHH SIBISIOTCS MOJIMAMHMHBI MYTPECLH-
HOBOro psizma. K HUM OTHOCATCS MyTpECLUH

[H.N(CH,)4N,H], CIIEPMUIHH
[H2N(CH,)sNH(CHy)4NH;] u CIIEpPMUH
[H2N(CH2)3NH(CH2)4NH(CH2)3N Hz] (Gupta et

al., 2013). Menee pacupoCTpaHEHHBIM TIOJTHAMU-
HOM DJTOTO K€ pAda sBISETCS KaJaBepHH
[H2N(CH,)sNH,] (Kysuenos u ap., 2006). ITomwa-
MHUHBI B PACTHTEJBHBIX KJIETKAaX MPUCYTCTBYIOT B
CBOOOJHBIX, KOHBIOTHPOBAHHBIX C MalbIMH MOJIC-
KyJlaM# (TakuMH Kak (EHOJbHBIE KHUCIOTHI) HIIH
CBSI3aHHBIX C PaA3IMYHBIMH MaKpOMOJIEKYJIaMH
dhopmax.

[lonnamuHbl B KJIETKaX PaCTEHUH JIOKaIu-
30BaHbl B OCHOBHOM B KJICTOYHBIX CTCHKAaX, BAKYO-
JIIX, MHTOXOHJIPHSX, XJIOPOIUIACTax MU  sjIpax
(Kuznetsov, Shevyakova, 2011; Minosha et all.,
2014). Onn SIBISIOTCS HEOOXOIUMBIMH KOMITOHCH-
TaMU PACTUTEIBLHOM KIIETKH, CIOCOOHBIMHU pPEry-
JIUPOBaTh MHOTHE JKU3HCHHO BaKHBIC IPOLECCHI
Kak B (DU3UOJOTMYECKH HOPMAIIbHBIX YCIIOBHSX,
tak u B crpeccoBbix (Ficker et al., 1994; Yang et
all.,, 2010; Pagroxuna, 2015). ITonuaMuHbl OTHO-
CATCS K MOJU(PYHKIHOHATBHBIM coequHeHusM. K
HACTOSIIIEMY BPEMEHH YCTAHOBJICHA MX POJIb B Ta-
KHX TIpOIecCax, KaKk KJICTOYHOE JICJCHHE, KOPHEe-
oOpa3oBaHue, dMOPUOTCHE3, OMNbUICHHE, WHHUIIMA-
Usl [[BETEHHsI, 00pa3oBaHUe 3aBsi3eil, co3peBaHUe
wionoB, kierouHoe crapenue  (Kuznetsov,
Shevyakova, 2011; Pagtokuna, 2015). [Tomuamunb
B HOpME COJICP)KATCSI B PACTUTEIbHBIX TKAHSIX B
KOHIICHTPAIHSX, OJIM3KHUX K QUTOrOPMOHATIBHBIM —
10°-10° M (Pamokuna, 2015). Tlpu neiictaun
CTPECCOPOB UX KOJUYECTBO MOXKET YBEIMUHNBATHCS
B HECKOJIBKO pa3 U JIaXe Ha TIOPSIOK.

B nocnennue nBa AecATHIETHS aKTUBHO HC-
CIIEIYIOTCSI MEXaHM3Mbl y4acTUsl MOJMaMHUHOB B
ajianTanuyl pacTeHWH K HeOIaromnpHATHBIM YCIO-
BusM (Alcazar et al., 2006; Groppa, Benavides,
2008). Otuactu mpOTEKTOpHBIE 3(PQEKTH HoNna-
MHUHOB CBSI3aHbl C WX KATHOHHBIM COCTOSIHUEM
(Bouchereau et al., 1999; Kaur-Sawhney et al.,
2003). bnarogapsi 3TOMy OHHM MOTYT OKa3bIBaTh
cTa0mIM3upyrolee AecTBHEe Ha OENKH, HyKJIeu-
HOBBIE KHUCIIOTBI U MeMOpaHHBIe CTPYKTYpHl (Roy
et al., 2005). OxHaKo B LENOM CIEKTP OHOIOTHYE-
ckux 3((eKTOB MOJUAMUHOB YpE3BBIYAHHO ILU-

pok. B psae paboT moka3aHO MX ydacTHE B Kile-
TOYHOM CUTHAJIMHTE Y PACTCHUH, YTO MOXKET OBITh
00ycroBIeHO 00pa3oBaHWEM aKTUBHBIX (opM
kucinopona (APK) u okcuaa azora mpu UX Mera-
6ommsme (Pal et al., 2015), BausHHEM Ha COCTOS-
HHe HOHHBIX KaHanoB (Dobrovinskaya et al., 1999)
W IpyruMu MexaHu3mamu. [lonnaMuHbI B KiIeTKax
MOTYT MPOSIBIISITH IPsiMOE, 00yCIOBICHHOE CBSI3bI-
BaHHMEM CBOOOAHBIX pamukaiioB (Ha et al., 1998), u
KOCBeHHOE aHTHOKcHumaHTHoe mericrBue (Ghosh et
al., 2012; Pal et al., 2015). Cpenu Takux 3dpdexron
MOJMAMUHOB BJIMSIHUE HA DKCIIPECCHUIO0 TCHOB aH-
THOKCHIAHTHBIX (pepmentoB (Tanou et al., 2014;
Pal et al., 2015), crabunu3anust CTpyKTypbl O€JIKO-
BBIX aHTHOKCHJIAHTOB, 3alllUTa WX OT MPOTEOIH3a
(Kaur-Sawhney et al., 2003) u mp. C mpyroi cro-
POHBI, OKHCJICHHE IOJIMaMHHOB COMPOBOXKIAETCS
o0pa3oBaHHEM 3HAYUTEILHOTO KonmnuecTBa ADK —
nepokcuaa Bogopoa (Saha et al., 2015).

[lepeuncnennple BbIme (EHOMEHBI JAIOT
OCHOBaHHMS PACCMATPUBATh MOJHAMHHBI KaK CO-
CAWHCHH, OKa3bIBAIOIIMUE CJIOKHOC BJIHWAHHEC Ha
PEIOKC-CTaTyC pPACTUTEIBHOM KIETKH. AHAIM3
JaHHBIX JUTEPATyphl O TakuxX 3 dexTax mornamu-
HOB U UX CBS3U C QANTUBHBIMU PEAKIMAMH Ha
CTPECCOpPHI U SIBUICS OCHOBHOM II€JIbI0 HACTOSAIIE-
T0 KpaTKoro 063opa.

Cunmes u dezpaoayus noJauaAMUHOS

[TyTn OnocuHTE3a MOJTMAMUHOB U KIIIOUEBBIE
(epMEHTBI UX METa00JIM3Ma U3YUYCHBI JIOCTATOYHO
xopoino. [lyTpecliuH CHHTE3UpyeTcsl MyTeM Tpsi-
MOTO JeKapOOKCHIMPOBAaHUSI OPHUTHHA OPHUTHH-
nexapookcunazor (Kuznetsov, Shevyakova, 2011;
Minosha et al., 2014). JIpyro# myTs oOpazoBaHUs
MyTPECIHA CBsI3aH C MPEBPALICHUIMHU aPTUHUHA C
y4acTHeM apTUHUHICKapOOKCUIIa3bl, 00pa30BaHU-
€M  I[POMEKYTOYHOro  armatiHa W N-
kapOamounnmytpecuuna (Gupta et al., 2013; Wen,
Moriguchi, 2015) (puc. 1). /IBa mytu O6uocuHTe3a
MIPOCTPAHCTBEHHO Pa300IICHBI, TKaHECTICIIM(DUIHBI
W HAXOJATCS IOJT OHTOTCHETHYECKHUM KOHTPOJIEM
(Kuznetsov, Shevyakova, 2011; Minosha et al.,
2014).

O6pa3oBanue IIyTpeCIIMHA W3 apTHHUHA
OOBIYHO CBSI3aHO C OTBETHBIMHU PEAKIMSIMH pacTe-
HUI Ha gelictBue crpeccopoB (Bouchereau et al.,
1999). I'enom apabujornicuca UMeeT JBa reHa, Ko-
MUPYIONIMX apruHuHaekapookcunasy: ADCLl wu
ADC2. ADC1l KOHCTUTYTUBHO 3KCIIPECCUPYETCS
BO BCEX TKaHSAX. B TO ke Bpems 3KcHpeccus reHa
ADC2 npoucxoauTt B OTBET Ha JCUCTBUE aOMOTH-
YECKUX CTPECCOPOB: 3aCyXH, MMOpaHEHUs U 1p. My-
TaHT ¢ HeakTuBHBIM ADC2 He o0namaeT crocoo-
HOCTBIO TOBBIIIATE AKTUBHOCTH ()EPMEHTA M CHH-
TE3UPOBATh IYTPECLUUH MPH OCMOTHYECKOM CTpEC-
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Puc. 1. Cunre3 nontuaMuuoB y pactenuii (mogudpuxauus: Gupta et al., 2013; Wen, Moriguchi,
2015). AJIK — aprununnekapbokcmnasza; JTAO — muamunHokcumasza; OJIK — opHuTHHAEKApOOKCHIA3a;
I[MTAO — nonmuamunokcunasza; CAMJIK cynshoanenosmimeTnonnsaekapookcunasza; CI1IJIC — cnepmuau-

HcunTaza — CIIMC — criepMuHCHHTA3a.

ce, OJTHAKO B HOPMAJBHBIX YCIOBHUSX OTCYTCTBHE
aktuBHOCcTH reHa ADC2 He cka3biBajoch Ha QyHK-
nuonnpoBannu  pacteHus (Takahashi, Kakehi,

2010).

Taroke CylecTByeT Kackaja peakiiuii, mo3Bo-
JISIFOINMI PACTEHUSIM CUHTE3UPOBATh MOJIMAMUHBI B
pe3yJiibTare mpeBpalieHuid MeTuoHUHA. 13 MeTHno-
HUHA TIOJ] BIUSHHEM S-aJCHO3MIMETHOHUHCHH-
Tas3el o0pasyercs S-afeHO3UNIMEeTHOHUH. [IpH ero
JeKapOOKCUIIMPOBAHUN  CYJb(oaseHO3UIMETHO-
HUH-IeKapOoKcHIa3on o0pa3yeTcss aMUHOIPOTIHI,
HEOOXOUMBIH JJIsi CHHTE3a CIIEPMUHA W CIICPMU-
nuHa (puc. 1, Ky3aenos u ap., 2006).

CriepMuivH M CHEPMHMH O0pa3yloTcsl NpH
IIOCJIEIOBATENIbHOM IPUCOEANHEHUM aMUHOIPO-
Iuja CHayana K IyTPECLMHY, a 3aTeM K CIEepMHu-
IuHy. JlaHHBIE peakuMuM KaTalu3UpYIOTCA COOT-
BETCTBYIOIIUMH aMUHOIIPONMITpaHcepazamMu —
CIIEpMUJIMHCUHTA30M 1 cnepMuHcuHTa30# (Pal et
al., 2015; Wen, Moriguchi, 2015).

KanaBepun oOpa3yercs W3 JIM3MHA IIyTEM
nupuaoKcanbpochaT-3aBUCUIMOTO  JISKapOOKCHITH-
POBaHUsI, KaTalH3UpPyeMOro IU3UHIIEKapOOKCHIIa-
3o0it (Ky3uenoB u np., 2006). 3ToT mpoiecc mpo-
UCXOAMT B cTpoMe xioporactoB (Minosha et all.,
2014).

Jerpamanuss MoNMMaMUHOB B PACTEHUSAX
ocyIecTBIsieTcss JByMsT (DepMEHTaMH: MEIbCO-

Jepxamield MaMHUHOOKCHIA30M W (raBoIpoTeu-
HOBOH MOJIMaMHHOKCHIa30H, TOKaTH3UPOBAHHBIMH
B kierounoit creHke (KysmemoB u ap., 2006).
Kpome Toro, cooOrmaercsi 0 BBISBICHHH JTHAMUHO-
OKCHJIa3bl B MUTOXOHJIPUSX KIJIETOK JINCTHEB SUMeE-
Hs (Scoccianti et al., 1991).

Honuamunvt u aoanmauus pacmenuii K
delicmeuto cmpeccopos

Crpecc-uHayIMpOBaHHas aKKyMYJISIUS T10-
JIMAMUHOB XapaKkTepHa JUIs pa3InIHbIX BUOB pac-
TEHWH BO BCeX KieTkax W TkaHsx (Bouchereau et
al., 1999). DHporeHHble ypOBHU MOJMAMHUHOB YBe-
JUYUBAIOTCS TIPU BO3ACHCTBHU TaKUX aOUOTHYe-
CKHX CTPECCOPOB, KaK 3acyXa, 3aCOJICHHUE, THIIO-
TUIEPTEPMUS, TUIIOKCHS, 030H, YIbTpadHuoJIETOBOES
W3JIy4YeHHE W BO3JEHCTBUE TSDKEIBIX METaJIOB
(Alcazar et al., 2010; Gill, Tuteja, 2010, Saha et
al., 2015). Ilpu 3TOM, OTHAKO, KOPPETSAIIUN MEKITY
COJICP)KAHUEM TOJIMAMUHOB M YCTOHYHMBOCTHIO
pacTeHHll K JEWCTBUIO CTPECCOPOB IMPOSIBIISIOTCS
He Bcerna (Liu et al., 2014; Pal et al., 2015). B ps-
e paboT cooOIaeTcs, YTO y PACTEHHU CO CBEPX-
9KCHpEecCcHeil TeHOB, KOAUPYIOIUX (EPMEHTHI, BO-
BIICYCHHBIC B OMOCUHTE3 MMOJIMAMHUHOB U HAKaIUIH-
BAaIOIIMX MX OOJIbIIee KOJIMYECTBO, OTMEYAIOT TO-
BBIIICHHYI0 YCTOWYMBOCTh K Pa3IMYHBIM CTPECCO-
pam (tabmnuna) (Kasukabe et al., 2004; Alcazar et
al., 2011; Fariduddin et al., 2013; Minocha et al.,
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Bansinne 3K30reHHBIX MOJIMAMUHOB U FeHeTHYeCKUX TpaHchopmanmii,
NMOBBIIAKOIINX UX COAEPKAHNE, HA YCTOMYHUBOCTh PACTEHUH K cTpeccopam
U (pYHKUMOHHPOBaHME CTPECC-NPOTEKTOPHBIX CHCTEM

IMonmuaMuH NN TeH,
3a7eliCTBOBAHHBII B

O0bekT Ctpeccop peryamam conep- Xapakrep 3¢pdexToB Hcrounux
JKAHUSI OJTHAMUHOB
Hyr (Cicer ari- T'unotepmus ITyrpecuH, ciep- [NoBBIICHNE XOJIOX0YCTONINBOCTH, CHHU- Nayyar, Chan-
etinum) MUH, CTIEPMHIHH skenue conepxxkannst MJIA u H,0,, moBeI- der, 2004
HIeHHe cojepkaHus ackopoara, GSH, ak-
THBHOCTH KaTasa3bl
Cresus (Stevia re- Tunorepmust CHHTETHYECKHUIA TToBbIIIEHHE XOIOA0YCTOHINBOCTH, CHHU- Peynevandi et
baudiana) MOJIMaMHUH skeHue comepskanust MJIA u H,0,, noBbI- al., 2018
LICHUE COJEPKAHUS NPOJIMHA U TIULIIH-
OeTanHa, aKTUBHOCTH KaTaJiasbl
Puc (Oryza sativa) I'mneprepmus CnepMuniH TloBbimieHne TemoycroitunBocty, cHmke- | Mostofa et al.,
HUe conepkanust MJIA, moBbIIeHUE coJie- 2013
pkanus ackopbara, GSH, akTHBHOCTH
CO/l, xarana3sbl, ackopOanepoKCHaassl,
TIIyTATHOH-S-TpaHcdepaspl
Apab6unoncuc (Ara- luneprepmus CriepMuH [oBpImIeHNE TEIIOYCTOMYHBOCTH Sagor et al.,
bidopsis thaliana) 2013
Towmart (Lycopersi- Tuneprepmus CriepMUITUH [ToBbIICHNE TEMIOYCTOWYMBOCTU ¥ HHTCH- Murkowski,
cum esculentum) cuBHOCTH (poTOCHHTE32 2001
IMmenura (Triticum l'uneprepmus ITyrpecuuH, criep- [loBbIIeHHE YCTOHUUBOCTH K TUIIEPTEP- Koxopes u np.,
aestivum) MUH MUH, CHIDKeHHe conepxkanus MJIA, yenu- 2018
yeHne aktuBHOCTH CO/], rBasiKOIIEpOKCH-
J1a3bl M KaTanasbl
Puc (Oryza sativa) CorneBoit CriepmuH, criepMu- | YMeHbIICHHe HHrMOUpOBaHus pocra, cHu- | Roychouchury
cTpecc JTIIH xenue coneprxanust MJIA u H,0,, oBsI- etal., 2011
IIICHUE COJICPKAHMUSI IIPOJIHHA, aHTOL[HAHOB,
caxapoB, aKTHBHOCTH T'BasiKOJIIICPOKCH A~
3bI, ACKOPOATIIEPOKCH 1a3bl, KATAIa3bl
XpycraipHasi TpaBKa - Kanasepun Ycunenue sKcrpeccuu reHa UTo30JIbHOM | ApoHOBa U 1p.,
(Mesembryanthe- Cu/zn-CO[Z 2005
mum crystallinum)
Cadguop (Carthamus 3acyxa IMyTpeciyn Cuwxkenue HakoruieHust MJIA Khosrowshahi et
tinctorius) al., 2018
Tomar Tuneprepmust | T'en aposxokeBoit S- | TToBsleHue ycroitunBoctr k runeprepmun, | Cheng et al.,
(Lycopersicum escu- ameHo3mi-1- yBenunuenue aktuBHocTH COJl, ackopbar- 2009
lentum) METHOHHH- HEePOKCH/Ia3bl, TBAsKOJIEPOKCH IA3hl H KaTa-
JIeKapOOKCHIIa3bl J1a36l
Crnanxuit kapropens | ['mneprepmus, I'en cnepmuaus- IMoBsieHne TeruIoycToiuuBoCcTH U pe3uc- | Kasukabe et al.,
(Ipomoea batatas) napaxkBaT cuHTasbl u3 Cucur- TEHTHOCTH K MapakKBary 2006
bita ficifolia
Bbaxnaxan CozneBoit CHHTETHYECKUH reH [ToBbIlIEHHE YCTOMYMBOCTH K COJIEBOMY Prabhavathi, Ra-
(Solanum cTpecc, 3acyxa, apTUHKH- CTpeccy, 3acyxe, THUIIO- ¥ TUIIEPTePMHUN jam, 2007
melongena) THITO- U TUIEpP- |  JAeKapOOKCUIIA3bI
TepMHs
Tabax (Nicotiana - I'en S-aneHo3mi- VYeunenue sxcnpeccun TeHoB ackopbarne- | Wi et al., 2006
tabacum) METHOHHH- pokcuaassl, Mn-COJI 1 Tty TaTHOH-S-
JieKapOOKCHIIa3bl TpaHcepasbl
Tabak Tuneprepmust CHMKEHHE DKCII- [ToBsIeHHeE TeruoycToiiunBocTH, comep- | Millidou et al.,
(Nicotiana tabacum) peccuu reHa monu- | JkaHus (HIIaBOHOM/IOB, AKTHBHOCTH KaTaa- 2017

aMHH-OKCHJJa3bl

3bl, ICPOKCHUIA3bL

2014). Tak, IOBbIIEHHE TEIUIOYCTOMYUBOCTH pac-
TeHuil cnaxkoro kaprodens (Ipomoea batatas)
NPOUCXOJMIO MpPU HX TpaHCHOPMAIMU T'€HOM

CIIEpPMUINHCUHTA3bI

n3

TBIKBbI

¢durommcTHON

(Cucurbita ficifolia) (Kasukabe et al., 2006).
CeMeHna pacTeHuid OakiaxkaHa, TpaHC(HOPMHPO-
BAHHBIX OHOCHHTETHUYECKHM T€HOM ApPTUHUH/IC-

KapOOKCHIIa3bl, Jy4Ylle MpOpacTajd B YCIOBHAX
JIercTBUS  BbIcOKMX Temmeparyp (Prabhavathi,
Rajam, 2007). C npyroii cTOpoHbI, IOKa3aHO, YTO
CTpecc-IPOTEKTOpHBIE 3(PQPEKTHl MOTYT OIpese-
JIATBCSL COAEPKAHHEM KOHKPETHOTO IOJMaMHUHA.
Tak, 5K30T€HHBIN CIIEPMHUH BbI3bIBAJI 3aMETHOE T10-
BBHIIICHWE BBDKUBAHUSI PAcCTeHUHl apaluporcuca
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nocjie TEeIUIOBOTO crpecca, 3ddekT cnepmumuHa
OBLT MEHee 3aMETHBIM, a 00paboTKa MyTPECIITHOM
He BJIMsUIA Ha MX TEIUIOYCTOWYMBOCTH (Sagor et al.,
2013). OK30TreHHBIH CHEPMHUH OKa3bIBal 0oJiee BbI-
paKEHHOE IIOJIOXKUTEIbHOE BIMSHUE Ha TeEIUIo-
YCTOMYMBOCTh IMPOPOCTKOB IIICHHUIIB! 110 CPaBHE-
HUIO ¢ JeiictBuem mytpecumHa (Kokope u np.,
2018).

BonbmHCTBO HCCe0BaHui, MPOBEIEHHBIX
JI0 CUX TIOp, CPOKYCHPOBAHBI Ha MOJIOKUTEIHLHOM
adpexTe TOTMAMHUHOB M TIOWCKaX ITO3UTHBHBIX
KOppENsAUUA MEXAY YCTOMYMBOCTHIO K CTpECCOpaM
U cojaepkaHueM mnonuaMuHoOB. OJHAaKO peasibHas
CUTyaIusl CIO)KHEe, B HEKOTOPHIX CIydasX W30BI-
TOYHOE WX HAKOIUIEHHWE H3-3a CBEPXIKCIIPECCHU
COOTBETCTBYIOLIUX I€HOB WJIM TOTJIOUIEHHUS H3BHE
OKa3bIBAIOTCS BPEAHBIMH JUIS PACTUTENBHBIX KIIe-
tok (Kasukabe et al., 2004; Hamdani et al., 2011).
Kpome TOro, HakoruieHHEe MOJUAMHUHOB SBISETCS
JUHAMUYHOMN peaklMeil, uX coJepKaHue U3MEHs-
€TCsl B 3aBUCHMOCTH OT MPOAOJDKUTEIEHOCTH ACH-
CTBUSL CTpeccopa, MpU 3TOM MOXKET H3MEHSATHCS
COOTHOIIEHHE MEXIY KOHKPETHBIMH MOJHMaMHHa-
Mmu. Tak, y pakyapbTaTHBHOTO ramouTa XpyCTalh-
Hoii TpaBku (Mesembryanthemum crystallinum)
coJlep)KaHue CIepMHUIMHA M IyTpecluHa Cyllle-
CTBEHHO YBEIMYMBAIOCH Yepe3 3 CYTOK Iocie
BO3/Ie¥CTBHA MOBBIIIEHHON KoHIIeHTpanuu NaCl, B
TO BpeMS Kak cofep)KaHue CIIepMHUHA U KaJlaBepH-
Ha MOCTENEHHO YBEINYUBAIOCH B TE€UEHHE 6 CYTOK
(ITapamonoBa u ap., 2003). IlokazaHo, 4TO MOCIE
00ydeHns pacTeHUI apaObuIoINCcuca yMEepEHHBIMHU
nozamu YO®-B paguauuu B HUX IPOUCXOJHUIIO
TPaH3UTOPHOE YBEIMYCHUE CONEP)KaHUS IMyTpec-
nuHa. [Ipu 3ToM coxmepikaHue CriepMUHA U CIEp-
MUJMHAa HEMHOTO yMeHblnanochk (Pakutun u np.,
2008). ABTOpBI MONAararmT, YTO HAKOTUICHHUE ITyT-
pECIFiHA TIO3BOJISIET TOJJIEPKUBATh ITYJI CIIEPMHU-
JUHA U criepMuHa. M3BeCTHO, YTO UMEHHO 3TH TIO-
JMAaMUHBI, y4acTBYs B cTaOwim3anuu OHOMakKpo-
MOJIEKYJI, MOTYT HMHTEHCHUBHO pacXOJ0BaTbCsi B

crpeccoBeix ycrmoBusix  (Kaur-Sawhney et al.,
2003).

Y puca orMmeuanach MOJIOKUTEIbHAS CBSI3b
COJISYCTOMYMBOCTH C HAKOTUICHHEM CIIEpMUJINHA, HO
oTpHIaTeNnbHast ¢ conepxkanueM crepmuna (Do et al.,
2014). Crpecc-MHIYIIMPOBAaHHOE HAKOIUICHHE ITy-
TpecIiHa, CIIEPMUJIMHA U CliepMHHA ObLIO Oolee
BBIPQKEHHBIM Y YyBCTBHTEIILHOTO K 3acyXe HYyTa,
4eM y ToJiepaHTHbBIX aAukux BuaoB (Nayyar et al.,
2005). KommuecTBo myTpecyHa 3HAYUTEIHLHO
YBEITMYUBAIOCH BO BPEMSI XOJIOJIOBOTO 3aKaJnBa-
HHS O3MMOM IIICHHIBI H YMEHBIIAIOCH TIPH 3aKa-
JIMBAaHUU SIPOBOW TIIICHHIIBI, B TO BPEeMsi KaK CO-
JiepKaHue CIepMUJITHA BO3PACTAIO Y 000UX pas-
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HOBHIHOCTEH MIIICHUIIBI, & YPOBEHb CIICPMHHA TI0-
BBIIIAJICS TOJIBKO Y sIpOBOH mieHuiisl (Szalai et al.,
2009). Takum oOpazom, HECMOTpPS Ha TO, YTO Y
MHOTUX BHJIOB HAKOIUICHUE MTOJIMAMUHOB SIBIISICTCS
B2)XHOM 4YacThIO ajanTalu K crpecc-pakTopam,
X abCONIOTHBIE KOJHMYECTBA JAIEKO HE BCeraa
KOPPENHUPYIOT C YCTOMYUBOCTBIO K TEM WJIM WHBIM
ctpeccopam (Pal et al., 2015).

B cTpeccoBBIX YCIOBUSX TONHAMHHBEL, TO-
BUAMMOMY, BBHIMIOJNHSIOT B KJIETKAaX PacTEHUH pas-
HOOOpasHble (PpyHKIMU. B cBsA3M ¢ HammameMm mo-
JIOKHUTENBHBIX 3apsfoB TpU  (PU3NOJIOTHYECKHX
3HaueHUsX pH OHU CIOCOOHBI B3aMMOACHCTBOBATh
C OTPULIATENBHO 3aPSDKEHHBIMH MaKpOMOJIEKYIaMU
oOpaTMBIM 00pa3oM, TEM CaMbIM CTaOWIM3UPYS
ux cTpykrypy. OHE MOTYT cBs3bIBaThCs ¢ hocdo-
JUNUAIHBIMUA «TOJIOBKAMHW» MEeMOpaH U TakuM 00-
pa3oM BIHATH Ha WX mponumaemocts (Pang et al.,
2007). OHu MOTYT TaKXe CBS3BIBATHCA C pa3iindy-
HBIMU O€JKaMH, CTaOMIM3UPYsl WX CTPYKTYpy H
NPUBOJS K M3MEHEHMAM UX (YHKIHOHAJIBHOM akK-
tuBnoct (Pal et al., 2015). CooGmaercst o cro-
COOHOCTH TOJIMAMHHOB HMHTHOMPOBATH MPOTEA3bI
(Kaur-Sawhney et al., 2003). Kpome Toro, mosua-
MHUHBI MOTYT BIIMSTH Ha CHHTE3 CTPECCOBBIX Oell-
KoB. Hanpumep, 3K30Tr€HHBIN yTPECLMH YCUIUBAII
cunte3 BTUI 17 y mmenuist (Kumar et al., 2012).

Cpenu MHBIX CBOMCTB MOJMAMHUHOB Ba)KHOE
3HaUCHHWE MUMEIOT aHTHOKCHJIAHTHBIE. MHOrue aB-
TOPBI OTHOCAT MOJMAMHHBI K KaTerOpuH BOJOpAC-
TBOPUMBIX COEJIMHEHHH C aAHTHOKCHJAHTHBIMH
CBOMCTBAaMHM Hapsly ¢ TIIyTaTHOHOM, ackopOaTom,
nonudenonamu u nponunom (Mittler, 2002; Ozgur
et al., 2013; Todorova et al., 2013; Saha et al.,
2015).

B psae paboT mokazaHO cMsTYEHHE IIPOSB-
JIEHUH OKHCJIMTEIIBHOIO CTPECCa Y PACTEHHH IO
BIUSHUEM OHK30T€HHBIX NOJMAMHHOB (TabmuIa).
Tak, ONPBHICKUBaHKUE pUCA CIIEPMHIMHOM CHIKAIIO
COJIepKaHUE MPOAYKTa MEPOKCHIHOTO OKUCIICHUS
JUTAA0B MaJIoHOBoro muanbaeruna (MJA) mocie
neiicTBusl moBpexaatomero HarpeBa (Mostofa et
al., 2014). Anamoruyneiii 3(G¢GeKT 3aluThl OT
OKHCIIMTENBHOIO CcTpecca BbI3bIBaJla 00paboTKa
MPOPOCTKOB MIIEHUIBI MYTPECLIMHOM M OCOOCHHO
CIIEPMHUHOM (BBEIEHUE HYepe3 KOPHHU) Tepes Ter-
noBbiM cTpeccoMm (Kokoper m mp., 2018). Taxxe
9K30T€HHBIM IyTpeCUMH YMEHbLIal HaKOIUICHHE
MJIA B KOpHSAX M JUCThSIX cadiopa Mpu 3acyxe
(Khosrowshahi et al., 2015), B opranax Hyrta mnpu
coneBoM ctpecce (Kumar et al., 2012). Tlox Bnus-
HUEM MYTPECLHHA, CIEPMUHA U CIIEPMUINHA CHU-
KallUCh  TEHepalus CYNepOKCHIHOTO  aHWOH-
panukana, coaep)kaHue MepoKcHIa BOAOPOAA U
MJA y puca nupu comeBoMm crpecce (Roy-



KOAYIIAEB, KOKOPEB

choudhury et al., 2011; Ghosh et al., 2012). ¥ pac-
TEHUI HyTa B YCIOBUSAX XOJOJOBOTO CTpecca CHH-
’KajJoch HaKOIUICHHE TIepoKcHaa Bogopoaa u MJIA
MOJ] BIMSIHUEM D3K30TE€HHBIX MOJIMAaMHHOB MyTpec-
muaoBoro psma (Nayyar, Chander, 2004). Dk3o-
TeHHBIE CHHTETUYECKHE MOTMAMHUHBI TaK)K€ BBI3bI-
BalM TOBBIIICHUE XOJIOJOYCTOMYMBOCTH CTEBUH,
CIOCOOCTBYSI CHIKCHHUIO COJCpPKaHUSI MEpOKCHIa
Bogopona u MJIA B muctesix (Peynevandi et al.,
2018). Ha BaxxHy!O pOJTb MTOJMAMHUHOB B 3aIIUTE OT
OKHCIIMTENBHOTO CTpecca YKa3bIBaeT MX HaKOIUIe-
HUE B OTBET Ha 00IydeHHe yIbTpaduoIeTOM U 00-
pabotky o3oHoM (Groppa, Benavides, 2008). B
LEJIOM, BO MHOTHX pa0oTax MOKa3aHO IOJIOXKU-
TEJbHOE BIMSHHUE S5K30T€HHBIX TOJIHAMHHOB Ha
YCTOHYHMBOCTh PACTEHUH K a0MOTHYECKHM CTpec-
copaMu pa3IUYHON MPHUPOIbI (Ta0IHIIA).

Oeil-

Mexanuzmbvt  anmuoKcuOaGHmMHO20

cmeus nojidmMuHoe

[Ipeanonaraercs, 4To OJHOM W3 COCTaBIIs-
IOIIUX TIPSMOTO 3aIUTHOTO ACUCTBHS MOJIHAMU-
HOB B CTPECCOBBIX YCJIOBHSX SIBJISIETCS CBSI3bIBAHUE
umu paaukanbHeix ADK. Hambonee axTUBHBIMHU
CKaBeH/)KepaMH KUCIOPOAHBIX paJWuKalioB CUHUTA-
10Tcs ciepMuanH U ciepmuH (Wimalasekera et al.,
2011). AHTHOKCHIAHTHBIC CBOWMCTBA ITOJIMAMHHOB
MOTYT OBITH OOYCIIOBIICHBI BO3MOKHOCTBIO KHCJIO-
POA-3aBUCHMOTO aBTO- M ()epMEHTATUBHOTO (C TO-
MOILIbIO M- W TOJIMaMHHOKCHA3) OKHCJICHUS
amusorpynn (Kuznetsov, Shevyakova, 2011). Ilo-
Ka3aHO, YTO MpPH TOCTYIJICHHU B PacTEHHs XpPY-
CTaJIbHOM TpaBKM JK30TE€HHBIX KaJaBepHHA MU
CIepMHHA B MaJIbIX KOHUEHTpauusax (< 1 MM) stu
MOJIMaMUHBI BeJIN ce0sl KaK aHTHOKCUIAHTHI, TOT/a
KaK MpH BBICOKMX KOHIEHTpauusx (> 1 MM) oHu
NPOSIBIISUIM POOKCHAAHTHBIE CBOMCTBA, YTO SIBIISI-
eTcsl CIIEACTBUEM MX MHTEHCHUBHOHW Jerpajaliu B
cllydyae HEKOHTPOJIHMPYEMOTO TOBBINICHHS UX
BHYTPUKJIETOUHOTO coaepkaHus (ApoHoBa H 1p.,
2005; Minocha et al., 2014).

[IpsMoe aHTMOKCHUAAHTHOE ACWCTBHE IOJIU-
aMUHOB YCWJIMBAETCsl IIPU UX KOHBIOTAIMH C apo-
MaTHYECKMUMHU KHCJIOTaMH — KO(eHHOH, Kymapo-
Boil U Qepynosoii (Bors et al., 1989). Ycranosie-
HO, YTO KOHBIOTaThl aM(paTHIeCKUX MMOJIMaMHHOB
(myTpecunHa, CIepMUIMHA, CTIEPMHHA) C OKCHKO-
PUYHBIMH KHCIOTaMHU ((peHUIIAMUIIBI) OTIINYAIOTCS
SBHO BBIPQXEHHOH CIIOCOOHOCTBIO K TallICHHIO
CHHTJIETHOTO KHCIIOpOJa, THAPOKCHIBHOTO U TIe-
pokcuisHOTO pammkanoB (Empesa m ap., 2007).
IlokazaHo mpenoTBpalleHUE MOJIMAMHHAMHU OKHC-
autenbHbIX moBpexiaennit JTHK B cucreme in
vitro, reaepupyromieii AOK (Hussian et al., 2011).

Eme OAHUM MEXAaHHU3MOM CMATYCHHUA IIPO-
SIBIICHUI OKHCJIHUTEIHHOTO cTpecca IMoJimaMruHaMu
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MOXET OBITh WHTHOMPOBAaHWE WMH OOpPa30BaHUS
A®K HAJI®H-okcumaszoit (Ghosh et al., 2012). B
pabore Shen u coast. (2000) mokazaHo ycTpaHe-
HUE y PACTCHMI OTyplia SK30TCHHBIM CIICPMUJIH-
HOM ToBbIeHNs akTuBHOCTH HAJIDH-oKkcHmassl
Y COJIEpKaHUs TIEPOKCH/Ia BOIOPO/Ia, BEI3BIBAEMBIX
JIEHCTBUEM HU3KHUX TOJIOKUTEIBHBIX TEMIIEPaTyp.
[Ipu 3TOM HMHrHOWUTOpP CHHTE3a TOJMAMHHOB MeE-
THITIHOKCATh-0MC-(TYaHHITHIPA30H)  yCHIIMBAI
XOJIOJIONHAYIIUPYEMOE TIOBBIIIEHHE aKTUBHOCTH
HAJI®H-okcuaassl U OKUCIUTEIBHBIE TTOBPEXK/IC-
HUS JIHCTHEB. B TO ke BpeMs MpHu OOBIYHBIX TEM-
MEePAaTypHBIX YCIOBHUSIX CIIEPMHUINH CYIIECTBEHHO
HE BJIMSAJ HAa aKTUBHOCTH (pepMeHTa. B CBs3m C
STUM TIPEANONAracTcsi, YTO HMHIHOMPOBaHUE UM
xonogosor uHaykuun HAJIOH-okcuaaszsl B MUK-
POCOMAJIbHOM (hpaKIMKM MOXKET OBITh CBSA3aHO CO
crabunm3aneir memOpan (Shen et al., 2000). C
JIPYTOH CTOPOHBI, UMEIOTCS TAHHBIE B O CIIOCOOHO-
ctu  mytpecumHa — wHrHOWpoBath  HAJIDH-
okcuaazy (Pang et al., 2007; Ghosh et al., 2012).
[Tpu sTOM >ddekT yraeTeHus 3Toro hepMeHTa npu
JIEUCTBUM CIIEpMUHA HE BbIABICH. be3ycioBHO, B
cucrteMe iN VivO BIUSHHE DK30TE€HHBIX IMOJHAMU-
HOB Ha aKTHBHOCTH ()EPMEHTOB MOKET OBITH OoJice
CJI0XHBIM, 00YCJIOBICHHBIM TIPEBPAIIEHUEM OJHHIX
ux ¢opm B apyrue (Pal et al., 2015).

B To ke BpeMs MOTMaMHHBI MOTYT OKa3bl-
BaTh KOCBEHHOE aHTHMOKCHIAHTHOE JICHCTBHE, aK-
TUBUPYS QHTUOKCHIAHTHBbIC (PEPMEHTHI WJIH YCH-
JUBasi OKCIPECCHIO0 COOTBETCTBYIOIUX TE€HOB
(Tabnumua). Y pacTeHuil prica BBIABICHO YyBEIHYe-
HUE IO/ BIMSHUEM IyTPECI[MHA aKTUBHOCTHU KaTa-
Ja3bl U TIIYTaTHOHPEIYKTa3bl B YCIOBHSX COJIEBO-
ro crpecca (Ghosh et al., 2012). O6paboTka pac-
TEHUH HyTa MyTPECIIMHOM, CIIEPMUHOM U CIIEPMHU-
JIMHOM CIIOCOOCTBOBAJIA MOBBIMICHUIO AKTUBHOCTH
Katasazel U cynepokcuagucmytasel (COL) mpu
xojo10BoM crpecce (Nayyar, Chander, 2004). Ak-
TUBHOCTh KaTaJla3bl B BapuaHTe C 00paboTKOMH
CHHTETHYECKUMH TOJIMaMUHAMH TIOBBIIIANIACH TIPU
JUTHTEIIHHOM XOJIOZIOBOM CTpEcCe y PacCTeHHH CTe-
Bun (Peynevandi et al., 2018). OmnpsickuBaHue
pacTeHHll puca CIEPMHUIMHOM CIIOCOOCTBOBAJIO
noBeimieHnto aktuBHoctu COJl, karanassl, IiiyTa-
THOH-S-TpaHcdepa3bl W acKopOaTIEpOKCHIa3bI
mocsie BO3ZeWcTBHs TeroBoro crpecca (Mostofa
et al., 2014). Tlox BausiHUEM MyTpPECMHA U CIIEP-
MHHA B OOBIYHBIX YCIOBHIX B MPOPOCTKAX IMIICHH-
1Bl HaOmoAanoch moBkIeHne akTuBHOCTH COJl
Karajas3bl, a TAaK)Ke TCHJCHIIUS K TOBBIIICHUIO aK-
TUBHOCTH TBasKOJIIEPOKCHIA3bl, a IMOCIE MOBpe-
JIAIONIETO MPOrpeBa B BapHaHTaX C IOJIMAMHHA-
MU OTMEYalIHNCh 00Jiee BBICOKHE 3HAYCHHUS AKTHB-
HOCTH BCEX HM3y4aeMbIX AHTUOKCUJAHTHBIX (ep-
MeHToB (Kokopes u 1p., 2018).
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TpaHCTeHHBIC pacTCHHS TOMATOB, JKCIpEC-
CUPYIOIIHE JIPOKEBYIO S-anenosmn-1-
METHOHWHAEKapOokcuna3y (KiIo4eBord ¢GepMeHT
CUHTE3a IOJINAMUHOB), OTJIMYAJIUCH MOBBIIICHHON
aktuBHOCTRIO CO/I, ackopOaTmepokcuma3sl U Ka-
Tanasbl, 0COOCHHO B YCJIOBHUIX TEIUIOBOIO CTpecca
(Cheng et al., 2009). V tpanchopmanToB Tabaka ¢
oCIIa0JIeHHON 3KCIPECCUel T'eHa MOJMaMUHOKCH-
Jla3pl OTMEYAIach MOBBIIICHHAS AKTUBHOCTH KaTa-
Ja3pl U MEPOKCHIA3bI, TIPH STOM OHHM OBLIM Oojee
termoycroiunesiMu (Mellidou et al., 2017).

[oBrIIeHHE aKTUBHOCTH aHTUOKCHIAHTHBIX
(depMeHTOB Ha GoHE yBETHMUCHHS COAEPKAHHS TO0-
JUAMHHOB Yy PAacTeHHA MOXET OBITh CBS3aHO C
(hopMUpOBaHUEM CHTHANIA, WHAYIUPYIOMIETO aH-
THOKCHJIaHTHYIO0 cucTeMy. OJHUM U3 BEPOSTHBIX
MEXaHN3MOB TAaKOW aKTUBAIIMH MOXET OBITH TIO-
BBIIIICHUE COMIEPIKaHUs MEePOKCH A BOAOPOIa B pe-
3yJIbTaTe PEAKIMH OKHCIEHUS MOJUAMHUHOB IOJIH-
aMHHOKCH1a30% win quamuHokcuason (Pal et al.,
2015). OmHako 3TO HE SAMHCTBCHHBIA MEXaHHU3M
ycunieHus: resepannu AOK pactenusmMu moj Biu-
SIHAEM TOJIMaMHHOB. Hapsimy ¢ yrmOMSHYTBIM BbI-
me 3¢pdexTom cHmkeHus aktuBHoctH HAJIDH-
OKCH/Ia3bl Y PacTEeHUH TpH CTpeccaxX, UMEIOTCS U
MPOTHUBOIIOJIOKHBIE JJAHHBIE O CIIOCOOHOCTH 3K30-
TEHHBIX TIOJIMAMHUHOB TIOBBIIATh aKTUBHOCTH
HAI®H-okcnnaspl, 4To 0COOEHHO XapaKTepHO
s cnepmuanaa (Andronis et al.,, 2014). Dtot
ekt ocmabmusyics 00pabOTKONW HMHTHOUTOPOM
HAI®H-okcunasel qudeHUIeHHOIOHUYM HOMIH-
JIOM.

Take TMOJMaMHHBI MOTYT WHAYIIUPOBAThH y
pacteHuii oOpa3oBaHHEe APYroro CUTHAJIBHOTO TO-
cpeqanka — NO (Palavan-Unsal, Arisan, 2009).
Oxkcup a30Ta MOXKET OBITh MPOJYKTOM OKHCIIEHUS
nojmaMuHOB TnojmamuHokcuaazamu (Pal et al.,
2015). IlonmuamMuHBI TakKe MOTYT MOIYJIHPOBATh
o0Opa3oBaHHe OKCHA a30Ta MPH OKHUCIICHUH apTH-
nuHa (Rosales et al., 2011) u akTMBUPOBATH HHT-
parpenykrazy (Shi, Chan, 2014). Tak, moka3zaHo
onicTpoe HakoruieHne NO pacTeHUsSIMH apabumoI-
cuca 1mociie 00padOTKH CHEPMUIMHOM U CIIEPMH-
HoM (Tun et al., 2006). IlyTpecua HHAYIIHPOBAIT
obpazoBarmne NO y com (Yang et al., 2014). Dop-
MHUPOBaHHUE O] BIUSHUEM IMOJMAMHUHOB CHTHAIIA,
BKJroyaromero B cedoss ADPK u okcupg azora, mo-
BUIMMOMY, MOXKET YCHJIMBATh aHTHOKCHUIAHTHYIO
aktuBHOCTh (Pal et al., 2015). Kpome Toro, ecth
uHpOpMAIUS O BIMSHUM TIOJMAMHHOB Ha S-
HuTposwiupoBanue 6enkos (Tanou et al., 2014).

CurnanbHble 3G (GEeKTh TOIMAMHUHOB MOTYT
OBITH CBA3aHBI M C WX BIUSHHEM HAa aKTHBHOCTh
MOHHBIX KaHAJIOB. DTO KacaeTcs Kak mpuroka Ca”’,
aKTUBHpYEMOro rumnepnoisgpusanueii, Tak u NO-
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WHAYIIUPOBAHHOTO BBICBOOOXICHUS BHYTPHKIIC-
touoro Ca’* M ero MOCTYMICHHWS B ILMTO307b
(Pottosin, Shabala, 2014; Pottosin et al., 2014).
[Nokazano, yTo 00pabOTKa PaCTUTEIBHBIX KIETOK
CIIEPMHUHOM MOXET BBI3BIBAThH MOBBIIIICHNE aKTHB-
HocTH (hochonmmaszel C, KoTOpas 3aAcicCTBOBaHA B
3aBHCUMBIX OT (oc(hOMHO3HUTONIA HN3MEHEHHSIX
kajbrueBoro romeocrtasa (Echevarria-Machado et
al., 2004). HssectHo, uro axTuBHOCTE ADK-
TeHepUpPYIOMKUX  (EepMEHTOB, B  YaCTHOCTH,
HAJI®H-okcraas3pl, MOXKET TOBBIIIATLCS TO]T BIH-
sHHEM Kanbiiusa U okcuma asora (Kolupaev et al.,
2015). Takum 06pazom, MOIMAMUHBI MOTYT HHIY-
IUPOBaTh B3aMMOCBS3aHHOC YBEIWYCHUE COJEP-
JKaHUS B KJIETKaX TPEX KIIFOYEBBIX CHTHAIBHBIX
MOCPEIHUKOB: HOHOB Kaibuusi, ADPK u okcuaa
azora.

BnusHMe MOIMAaMHHOB HAa AIKCIIPECCHIO Te-
HOB aHTHOKCHIAHTHBIX (PEPMEHTOB MOXET OBITH
00yCJIOBICHO HE TOJIKO TOSIBICHHUEM TOCPEIHU-
KOB, BBITIOJIHSIONINX CUTHAJIbHBIE (PYHKIUH. DKC-
[O3ULus KOpPHEBOH CUCTEMBI pacTeHuit
Mesembryanthemum crystallinum B npucyrcrBun
9K30T€HHOTO KaJIaBepHHA WHIYLIUPOBANA HWHTEH-
CHBHYIO SKCIPECCHIO T'€Ha, KOAWPYIOUIETO LHUTO-
miazmMaruueckyr uzopopmy Cu/Zn-COJl (ApoHo-
Ba U ap., 2005). Hanssri a¢dekt He ycTpaHsics
MHTHOMTOPaMHU THaMHHOKCH/IA3bl, HA OCHOBAaHHUH
Yero aBTOpHI MPEIONaraloT BO3MOXKHOCTh MPSIMO-
rO BJIMSHUS TOJIMAMHHA Ha TPOILECC KCIIPECCHH
T'€HOB.

Eme onHol mpuYMHON aHTHOKCUAAHTHBIX
3¢ (EeKTOB MOIMaMUHOB MOXET OBITH CTa0MIIN3a-
Ul MOJIEKYJI aHTHOKCHIAaHTHBIX (DepMeHTOB, 3a-
IIMTa UX OT JICHATYPUPYIOLINX areHTOB B CTPECCO-
BBIX ycnoBusix (3¢pQexTsl, moxoxue Ha AeWcTBHE
maneporoB) (Kysuemos u np., 2006; Tiburcio et
al., 2014).

B kadectBe ere 0qHOTO0 BO3MOXKHOTO MEXa-
HU3Ma yCUJICHHS (DYHKIIMOHMPOBAHUS AHTHOKCH-
JTAHTHOW CHUCTEMBI PACTCHHH O] BIUSHUEM TOJH-
aMUHOB CIIIyeT YIOMSHYTh M BBI3BIBAEMOE HMU
MOBBIIIICHHE AKTUBHOCTH (hEeHUIIaJaHMHAMMOHHMIA-
JMa3bl — KIFYEBOTr0 epMeHTa cHHTe3a (hIaBOHO-
ugoB (Cakmak et al., 2009; Ghosh et al., 2012;
Mellidou et al.,, 2017), obmamarommx BBICOKOI
COOCTBEHHOM AaHTHOKCHUIAHTHOW aKTHUBHOCTBIO
(Khlestkina, 2013). HMmeroTcs u BecbMa MHOTO-
YUCJICHHBIC JTaHHBIEC O TIOBBIIIICHHOM COJEpKaHUH
JIPYTHX HU3KOMOJICKYJIIPHBIX AHTUOKCHIAHTOB —
TIIyTaTUOHA, ACKOPOMHOBOM KHCIIOTHI, a TaKkKe
MPOJIMHA Yy PACTEHUH B YCIOBUAX Pa3IUYHBIX
cTpeccoB mpu  uX 00paboTKe MOIMaMHHAMH
(Nayyar, Chander, 2004; Roychouchury et al.,
2011; Ghosh et al., 2012; Mostofa et al., 2013).
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Puc. 2. MexaHu3MBbl y4acTHS MOJJHAMHUHOB B PeryJisiiuy pefokc-romeocra3a. AO — aHTHOKCUIAHTHI;
AO®K — aktuBHBIE Popmbl Kucopoaa, JAO — nuamuHOKCHAa3a, [IAO — nonmaMuHOKCHIa3A.

Takum  oOpa3oM,  NOJIMaMHUHBI,  IO-
BUAMMOMY, OKa3bIBalOT BECbMa CIIOKHOE BIMSHHUE
Ha penokc-romeocTtas (puc. 2), KOTOPOE MOXKET
OBITH CBSI3aHO C TPSMBIM aHTUOKCHIAHTHBIM JICH-
cTBUEM (cBsi3biBaHUe panukaibHeix ADK n nHak-
TUBAIMSl CHHIJIETHOTO KHCIOpoJia), dPQeKTamu,
OTOCPE/IOBAHHBIMH  ()OPMUPOBAHHEM  PEIOKC-
curHanoB (cuare3 AD®K u NO, ycunenne nocryr-
JIeHHsl KalbLUS B IIMTO30J1b) M MHIYLIUPOBAHHUEM
9KCIPECCHH TEHOB aHTHOKCHJAHTHBIX (DEPMEHTOB.
OTnenbHBIM ~ MEXaHM3MOM  aHTHOKCHAAHTHOTO
JIEeHCTBUS TIOJTMaMUHOB MOKET OBITH 3amura Oel-
KOB, B TOM YHCIIE aHTHOKCHJIAHTHBIX ()EPMEHTOB,
OT JICHATYpAIlMOHHBIX TOBPEXKJICHHUN, a TaKKe
MeMOpaHonpoTekTopHbie 3G dekTsl. Hakonern, mno-
JMAMUHBI MOTYT OBITh BOBJICYCHBI B PETYIISIHIO
CHHTE3a HU3KOMOJICKYJISIPHBIX aHTHOKCHJAHTOB

(puc. 2).

OO06cyxasi aHTHOKCHIAHTHOE JICUCTBHE II0-
JIMAMHUHOB, HEJIb3S HE YIOMSIHYTh U UX OYE€BHIHBIC
npookcuaanTHeie 3 dexTol. Kak orMevanoch, npu
OKHUCJIUTENIBHOM Jerpaialiuy MoJIMaMuHOB 00pa3y-
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€TCsl TIEPOKCH]T BOJOPOia. B CBSA3M € 3THM JHCKY-
THUPYETCsl BONPOC, HACKOJILKO Benuk Bkian H,O,,
o0pa3yrolnerocs npu KatadboJiM3Me MOJIMaMUHOB, B
MOBPEXKIAMONIEE  BO3JCHUCTBHE  aOHOTHYECKHUX
CTPECCOPOB M KaK 3TO COOTHOCHTCSI ¢ CUTHAITbHBI-
MU QYHKIMSIME TTepokcua Bogopoa (Kysuemos u
1p., 2006 Campestre et al., 2011).

Ha npumepe pacTeHuil XpyCTaJIbHON TPaBKU
IMOJIYy4YC€HbI JaHHBIC, CBUACTCIILCTBYIOIIHE B ITOJIB3Y
MPEINOIOKEHHS O (PU3UOTIOTUIECKON POIIH MEPOK-
cyza BOJIOpoza, 00pasyrolerocs Mpu Aerpaialuu
MOJIMAMHUHOB, KOTOpasi He CBs3aHa C MHIYLIMPOBa-
HUEM AaHTHOKCUJAHTHOW cucteMbl. KpaTkoBpe-
MeHHass 00pabOTKa ATHUX PACTEHUH SK30T€HHBIMH
KaZaBEPUHOM HJIM NOYTPECOMHOM aKTHBHpPOBajia
(depMeHT KaTaboaM3Ma MOJIMaMUHOB JAUaMHUHOKCH-
Jla3zy, IpH 3TOM MOBkIIAaNock cogepxanne H,O, n
AKTUBUPOBAJIaCh KOBAJICHTHO CBsA3aHHAs I'BasgKOJI-
nepokcuaasa kinetoynbix creHok (IlapamonoBa u
ap., 2003). DneKTpOHHO-MUKPOCKOIMHYECKOE HC-
CJIEJIOBAaHHME YJIBTPACTPYKTYphl aroIuiacta Iocie
00pabOTKM HK30T€HHBIM IYTPECIIMHOM JIUCTHEB
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XPYCTaJILHOW TPaBKH, MPOU3PACTABIICH B yCIOBH-
X 3aCOJICHUS, TIO3BOJIIIIO O0OHApPYXUTH 00pa3oBa-
HUE CyOepHMHOBOI IIACTWUHKH HAa HApYXHOU TO-
BEPXHOCTH KJieTouHol cteHku ([TapamonoBa u ap.,
2003). depMeHTH OKHCIUTEIHHOW AeTpamgariiu
MOJTMAMUHOB PacCMaTpPUBAIOTCA KaK TEPOKCHII-
TeHEePHUPYIOLINE CUCTEMBI, HEOOXOAUMBIE IS IPO-
IIECCOB JIMTHU(HKAIMK, cyOepeHu3alu 1 00pas3o-
BaHUS TIEPEKPECTHBIX CBS3EH MEXIy KOMIIOHEHTa-
MU KIIETOYHOW CTEHKH B XOJI¢ HOPMaIBHOTO POCTa
pacTeHUl, a TakKe Kak 3alUTHBIH MEXaHU3M TpU
HeOmaronpuaTHeix ycnoBusix (Cona et al., 2003;
Ky3znenos u ap., 2006).

3aknouenue

IlomnamMuHbl BOBJICUEHBI B OYEHb MHOTHE
(GYHKUMM pacTeHUH, B TOM 4YHCJIE CBS3aHHBIE C
ajanTanyei K neicTBuio ctpecc-paxTopon. Ha ato
YKa3bIBaCT USMCHCHHUEC UX COJCPKaHUA B paCTCHH-
AX B CTPECCOBBIX YCIIOBHSAX, MOJOXHUTEIBHOE BIIU-
SIHUE Ha YCTONUYMBOCTH HK30TCHHBIX HOJIMAMHUHOB,
TIOBBIIIIEHUE PE3UCTEHTHOCTU PACTEHUH C YCUIIEH-
HOM DKCIPECCUE T€HOB CHHTE3a IOJMaMUHOB U
OCNabIeHHON IKCIIPECCUeil TeHOB MOIMaMUHOKCH-
na3. B 1o ke Bpems abcoirOTHOE copepkaHHe To-
JMaMUHOB, OCOOCHHO CyMMapHOE, BPSI JIM MOXKET
TECHO KOpPPEIHPOBaTh C YCTOHYMBOCTBIO, IIO-
CKOJIBKY IIpU ajanTaluy HU3MCHACTCA HE TOJIBKO
coJlep)KaHue TOJIMAMHUHOB, HO M COOTHOIIEHHE
MEXIY HUMH, a TaKKe UX JIOKIN3ALMs B OpraHax
U KJIETKaX.

3amuTHble 3G (GEKTHl TOJMAMHHOB MOTYT
OBITH 0OYCIIOBJIEHBI cTaOMIM3alueil OMOMaKpOMO-
nekyn (0enmKoB, HYKJIEHHOBBIX KHCIOT) U MEM-
OpaHHBIX CTPYKTYp, MPSMBIM JIEHCTBHEM KaK CKa-
BEH/KEPOB KHUCJIOPOJHBIX PAJUKAIIOB U BO3MOXK-
HbIX nHTHONTOpoB HAJI®H-0okcHmaszpl. OgHako B
MOCJICAHUE TOJbI 00JIee BaXKHBIMH CUYUTAIOT (-
(heKTHI MONMaMUHOB, CBSI3aHHBIE C X yYacCTHEM B
kierounom curHaiuure (Pal et al., 2015). Tlpu
3TOM OCTaeTCsl HESICHBIM, MOTYT JIM IOJIMAMUHBI
JIECTBOBATh KaK «CaMOCTOSITEJIbHBIE» CHUTHAJIb-
HBIC MOJICKYJIBI WJIM WX y4acTHE B CHUTHAJIHMHIE B
OCHOBHOM CBSI3aHO C JEHCTBHEM B KayecTBE HC-
tounnkoB ADK u okcuaa azora. MajgousyuyeHHbIM
OCTaeTCs BIHSHHEC IMOJUAMHHOB Ha KallbI[UEBBIN
TOMEO0CTa3 paCTUTEIbHOUN KIETKH.

HccnenoBanne (GpU3NOIOTUIECKON POJIH TIO-
JUAMUHOB OTPAHUYUBAETCS OTCYTCTBHEM JOCTYII-
HBIX METOIOB OTPEACICHHS UX CYOKIETOYHOM JIO-
KaJlh3aluy B peaibHOM BpeMeHu. He uckitoueHo,
YTO UX COJIEPKaHME U COCTaB MOTYT WU3MEHSITHCS
JIOKaJhHO M JUHAMUYHO, YTO XapaKTEePHO JIJISi CHUT-
HaJbHBIX MOCPEeNHUKOB — Kaibiusi, ADOK u apy-
TuX.
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B menmom ke MOXHO KOHCTaTUPOBAaTh, YTO
MOJTMAMUHBI BOBJIEKAIOTCS B pa3HBIE CTOPOHBI pe-
JIOKC-PETYIIALIMA B PACTUTENBHBIX KJIETKaX: OHHU
MOTYT HENocpeAcTBeHHO CBs3biBaTh ADK, ObITH
WX XK€ MCTOYHWUKAMH, BIUATH Ha IKCIPECCHIO Te-
HOB AaHTHOKCHIAHTHBIX (PepMEHTOB, OKa3bIBATh
3alUTHOE M PETYJIATOPHOE JNCHCTBHE HA KOHKPET-
Hble Oenku. JIJis Mo3HaHUS MEXaHU3MOB HX JIEHCT-
BUS aKTyaJbHBIM OCTAaeTCS H3ydeHHE CHEeIruQud-
HOCTH 3(PPEKTOB OTAETHHBIX IMOJIMAMHUHOB, BBISC-
HEHUE UX CBS3EH C IPYTMMU CUTHAJILHBIMH TOCPE-
THUKaMU. 3aciy)KUBaeT BHUMAaHWS U HCCIEI0Ba-
HUE (QYHKIMOHAIHFHOTO B3aWMOJEWUCTBHUS TIOJHA-
MUHOB CO CTPECCOBBIMH (PUTOTOPMOHAMH, MOCKO-
JIbKY B TIOCJICIHHUE TOJbI TOSBUIUCH COOOIICHUS O
BIUSHUH TTOJIMAMAHOB M aOCIIM30BOM KUCIIOTHI Ha
cunre3 apyr apyra (Urano et al., 2009; Suzuki,
2015; Wen, Morguchi, 2015), a takxxe 006 akTuBa-
MU IKCTIPECCUH T€HOB IMOJIMAMHUHOKCH/IA3 METHII-
’KaCMOHATOM, aOCIIM30BOM M CAJHIIMJIOBOM KHCIIO-
tamu (Hao et al., 2018).
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PARTICIPATION OF POLYAMINES IN REGULATION
OF REDOX HOMEQOSTASIS IN PLANTS

Yu. E. Kolupaev*?, O. I. Kokorev'
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(Kharkiv, Ukraine)
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The review is focused on the stress-protective functions of polyamines in plants. The main ways of
their synthesis and degradation, localization in plant cells are briefly characterized. The data of the
change in the endogenous polyamines content in different plant species under the action of stressors
of different nature are given. The data of the effect of exogenous polyamines, as well as the
transformation by genes causing their accumulation, on the resistance of plants to unfavorable
environmental conditions are summarized. Various aspects of the action of polyamines in plant cells
were analyzed: their stabilization of protein molecules, nucleic acids, membrane structures, the
effect on ionic homeostasis. Particular attention is paid to the antioxidant effects of polyamines, due
to the direct action as scavengers of hydroxyl and peroxyl radicals, as well as a complex effect on
the enzymatic antioxidant system. The effects of inhibition and activation of NADPH oxidase by
polyamines are considered. Their action is described as sources of signaling molecules — reactive
oxygen species and nitric oxide. It was concluded that polyamines are involved in different
directions of redox regulation in plant cells. In order to understand the mechanisms of their action, it
remains important to study the specificity of the effect of individual polyamines, to clarify their
relationships with other signal mediators, and to study their functional interaction with stress

phytohormones.

Key words: polyamines, putrescine, spermine, spermidine, reactive oxygen species, nitric oxide,
antioxidant system, cell signaling, plant resistance
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YYACTHE ITOAHAMHHOB B PEI'YASILIHH PEZJOKC-TOMEOCTA3A Y PACTEHHH

YUYACTD MOJIIAMIHIB B PETYJIALII
PEJOKC-TOMEOCTA3Y ¥ POCJIMH

10. €. Konymaes" %, O. I. Koxopes

"Xapriscokuii nayionaneruii azpaphuil yuieepcumem im. B.B. [lokyuaesa
(Xapxis, Ykpaina)
E-mail: plant_biology@ukr.net
zXapKiechuﬁ HayionanvHull yHigepcumem im. B.H. Kapasina
(Xapxis, Ykpaina)

B ormsani po3risnaroTeest cTpec-npoTeKTopHi (QyHKIIT nojiiaMiHiB y pocnuH. KopoTko oxapaxkrepu-
30BaHO OCHOBHI IIJSIXM 1X CHHTE3Y 1 erpajaiii, JIokajizalis B pOCIMHHMX KiiTHHaX. HaBeneHo na-
Hi PO 3MiHY €HJOT€HHOT'0 BMICTY IOJIiaMiHIB y POCIWH Pi3HUX BHIB 3a Aii CTPECOpiB pi3HOI MpH-
poau. Y3arajapHEHO BiIOMOCTI PO BIUIMB €K30T€HHUX MOJNiaMiHiB, a TaKOX TpaHcdopMarii reHamu,
SIKI 3yMOBJIIOIOTh 1X HaKONWYEHHS, Ha CTIMKICTh POCIUH 10 HECHPHUSTIMBUX YMOB CEpPEIOBHIIA.
[IpoanamnizoBaHO pi3HI ACMIEKTH Aii MOMIaMiHIB y POCTHHHUX KIITHHAX: CTaOLIi3aIiss HUIMU MOJICKYT
OLTKiB, HyKJIETHOBHX KHCJIOT, MEMOpaHHHUX CTPYKTYp, BIUTUB Ha i0HHUH romeocTa3. OcoOmuBy yBa-
Ty IPUAIICHO aHTHOKCHIAHTHUM e(DeKTaM II0JIiaMiHIB, 3yMOBIICHIM MPSIMOIO €0 K CKaBEHIDKE-
pIB TiIPOKCUIBHUX 1 MEPOKCIIIEHHX paJuKaliB, a TAaKOX CKIAJHHM BIUIMBOM Ha (pepMEHTATHBHY
AHTHOKCHIAHTHY CHCTeMy. PosrisiHyTo edektn iHriOyBaHHS i1 aktmBamii momiaminamu HAJIOH-
okcunasu. OmucaHo X Ji0 SK JDKepel CHTHAJBHUX MOJICKYN — aKTHBHHX (OPM KHCHIO i OKCHIY
a30Ty. 3po0JeHO BHCHOBOK, 1[0 MOJIiaMiHK 3aJTy4alOThCs 10 PI3HUX CKJIJ0BHX PEAOKC-peryisuii y
POCIMHHUX KITITHHAX. J[JIs1 Mi3HAHHSA MEXaHI3MIB 1X il aKTyaJbHUM 3aJUIIAETHCS BUBUCHHS CIICIIH-
(IYHOCTI BIUIMBY OKpEMHX IOJIiaMiHIB, 3'ICyBaHHS iX 3B'SI3KiB 3 IHIIMMU CUTHAJbHUMHM ITOCEPEAHHU-
KaMH, JIOCIIJDKEHHS X (YHKIIOHAJIBHOI B3a€EMO/IIT 31 CTPECOBUMH (DiTOrOPMOHAMH.

KurouoBi ciioBa: noniaminu, nympecyuwn, CnepmiH, CnepmiouH, aKmMUueHi opmu KUCHIO, OKCUO
a30my, aHMUOKCUOAHMHA CUCMeMA, KITMUHHUL CUSHATIHS, CIIUKICIb POCIUH
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