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Drought is one of the most common forms of abiotic stress and has direct impact on the viability
and productivity of plants. From the point of view of physical chemistry, drought is characterized
by a decrease of the water potential of the environment and effects on many biochemical
processes in the plant cell, which causes the development of oxidative stress. Events triggered
by water deficiency lead to disruption of the electron-transport chains of mitochondria and
chloroplasts, which leads to excessive generation of reactive oxygen species and, as a
consequence, to the development of oxidative stress. Oxidative stress, in turn, causes
modifications at the molecular and physiological levels in plants. That is why many researchers
use a wide range of physiological parameters for characterization of the development
of the drought stress response in plants. In this review, we tried to summarize the available
recent experimental data from many recent studies, describing the main mechanisms of stress
response in plants. In particular, we paid attention to those physiological parameters, whose
changes occur in most plant species.
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6 Drought as a Form of Abiotic Stress...

BnvsHve n3meHeHwlii kiumarta Ha MpoAyKTVBHOCTb
KYNbTYPHbIX pacTeHuii CcTasio OAHVMM U3  BeAyLux
HanpaBneHuin CcoBpeMeHHoW 6uonornn. OfgHon 13
BaXHELUMX NPUYMH BO3POCLUEN0 UHTEpPEeca K [AaHHOM
npo6neme ABWOCH 3ameTHoe N3MEHeHMne
WHTEHCUBHOCTU W 4YacCTOTbl MHOIMMX KanmMmaTtnyecknx
AB/IEHNIA, a Takke W3MEHEHWE XapaKTepUCTUYECKMX
noroAHbIX NapamMeTpoB, Taknx Kak nepenag CyTOYHbIX
Temnepartyp U KOMMYEeCTBO 06pasyoLmMxcsi OcafKoB B
TeyeHue nocnegHux net (Ummenhofer, Meehl, 2017).
CornacHo uvMelWUMCS NporHo3aM Ha 6awxaiime
[ecATUNeTNs, TEHOEHLUMS K CHWKEHUK KOJIMYecTBa
BbINafaloLLMX OCaLKOB COXPAHUTCS, 4YTO, OYEBUAHO,
npvBegeTr K 6Gonee 4acToMy HACTYM/IEHUKO 3acyXu

(Shanker et al., 2014).

3acyxa Kak a6uoTuyeckuii  chakTop  cTpecca
OKa3blBaeT HEMNOCPEACTBEHHOE B/MsiHUE Ha pa6oTy
CUCTEM W OpraHoB pacCTeHUs, CTAHOBSICb MPUYMHON
YIHETEHUS] POCTA, CHWXEHUSI Typropa JIACTbEB U
BOAHOr0 06MeHa. TakkKe OHa BbI3bIBAET U3MEHEHME Ha
MOJIeKyNISIPHOM

ypoBHe, HapyLas pa6oty

(POTOCUHTETNYECKOTO annapara, npueogas K
3amMefnieHnio  MeTabonMama, okasblBas BAWSHWE Ha
nartepH 6enkoB M UX  MOCTTPaHCAALMOHHbIE
Mogudpmkaumn (Verslues et al., 2006). 3T rnyOGuUHHbIE
M3MEHEHUS HEe C/lyyaiHbl M HanpaBfieHbl Ha pa3BUTHE
OTBETHbIX peakuWii pacTeHWil Ha cTpecc M aganTtauuu
pacTUTE/IbHOTO OpraHM3ama K U3MEHSIHOLLMMCS YC/TIOBUAM
(punc. 1).

PasBuTe oTBETa pacTeHWs Ha  3acyxy -
MHOrOCTaZuWiHbIA NpoLecc, 3aTparvBallLnil, Kak Bce
cMCTEMbl OpraHMama, Tak W Kaxgoh KieTtkm B
oTaenbHocT. W B nepByld o4vepedb, €ro OCHOBHOI
uenbio  ABNAETCA  MUHMMM3ALMSA  NOTepu  BOAbI,
CHWXeHMe  nocneacTsuini ee pecmumTa, a 3arem
(hopMMpOBaHME YCTOMYMBOCTU Y pPaCTEHUS K AaHHOMY
BUAY abnoTnyeckoro ctpecca. VIMeHHO No3TOMy 0COO6bIi
MHTEpPEC B [aHHOl 06n1acTM  Bbi3blBaeT  MOWCK
crneundmyHbix 6enkoB ctpecca u metabonutos (Lipiec
et al., 2013), cnocobHbIX B Byaylem cTaTtb KHOUOM He
TONbKO K 60nee rny6okoMy MOHVMaHWUK MOMEKYNSPHbIX
MexXaHW3MOB pas3BWTUSA OTBETA Ha 3acyxy, HO MU
06HapyXXeHWI0  CTpaTternii, NO3BONAKWMUX MOBbLICUTbL

3aCyX0YCTOMUMBOCTb  CE/bCKOXO3ANCTBEHHbIX Ky/bTYp

(Frolov et al., 2017).
3acyxa Kak popma aBMOTMUECKOro cTpecca

3acyxa ABNSAETCA OofHOM "3 camMbIX
pacnpocTpaHeHHbIX opm abuoTuueckoro cTpecca,
0Ka3bIBalLLMX NPSMOE B/IUSTHUE Ha XXM3HECNOCOOHOCTb
1 NPOAYKTUBHOCTb pPacTeHWil. B oCHOBe SIB/IEHUSI 3aCyXM
NIeXUT OCMOTUYECKUA CTpecc, TO €eCTb CHWKEHUE
BOAHOro noTeHumana cpefbl (Yw) no cpaBHEHMIO C
BOAHbIM MOTEHUMA/IOM pacTeHus. TakMuM 06pasom,
n3nMonornyeckne nposiIBNIEHUS 3acyxu CpaBHUMbI C
TakMMmn hopmamy abMOTUYECKOTO CTpecca, Kak ConeBoii
M TemnepaTypHbli cTpecc. B HacTosiee Bpewms,
BOAHbII noteHuuan ABMAETCA 06LLENPUHATBLIM
napameTpoM, WCMOMb3yEMbIM N5 KOJIMYECTBEHHON
OLeHKM cofepXaHus BOAbl B MOYBE, a TakkKe TKaHAX
pacteHuii 1 rpuboB. 3HayeHWe BOAHOr0 MOoTeHuMana
cpefbl cKNnafblBaeTcs U3 OCMOTUYECKOTO U MaTPUUYHOro
noteHuyuanos (WY1 n Wm, cOOTBETCTBEHHO) U1, COMNAcHO
cucrteme CcHu,

onpegendertcAd KakK BeJ/IN4YNHa,

Xapakrepuayrowiaa gasneHue, nsmepsemoe B Mla:
-Yw =-Yrr + Pm
Takum 06pa3omM, MaTPUYHBIA NOTeHUMan sBAsieTcs

06LLENPUHATO Mepoli CU/bl, C KOTOPOI YacTULLbl MOYBbI

CBsi3blBAOT BOAY. B TO e Bpemsi, OCMOTUYECKMiA

noteHuuan npeacTasnset co6oii BE/IUUMHY,
onpegensieMyto KOHLeHTpaLmeil pacTBOPEHHbIX
BELLECTB,  MNpWYEM  MeHbluMe  3HaueHuss W

COOTBETCTBYIOT X 60nee BbICOKMM KOHLIEHTpauuam, w,
cneposaTesibHO, 60/1ee HU3KOMY COAEepXaHuio BOAbl
(Auge, 2001). To ecTb, Yem 6onee oTpuLATE/ILHOE
3HaueHne wumeetr WYw, Tem 6onee cyxum SBAseTCH
aHanuaupyewmblii obpaser, (Feher, Ford, 1995), B TO
BPEMS KaK BOAHbIi NOTeHUuuan AUCTUINIMPOBaHHOM
BOAbl ONnM30K K HyMw. K3BecTHO, 4TO Jdaxe npu
He60/IbLLIOM CHWXEHUM BOAHOrO NoTeHumana pacteHus
HauYVHalT UCMbITbIBATL CTPECC, a MpW 3HaYNTENIbHOM
€ro0  yMeHblleHMn HabniogaeTca HEeKpo3  TkaHeW
(Berdanier, Clark, 2016). OgHako BenuuuHa Yw, npwu
KOTOPO pacTeHns Wb B MWHUMAIbHON CTeneHu
noABepratTca AeNCTBMI0 3aCyXn UNN TMBHYT, ABNSeTCA
cneumdnyHO  ANA  OTAENbHbIX BWAOB UM COPTOB
KY/IbTYPHbIX PacTeHWin 1 MOXeT O6blTb onpegenieHa
TO/IbKO 3KCNEPUMEHTasIbHO. Bornee Toro, Ha Be/IMYnHY

KPUTUYECKNX ON19  BbDKMBaHUA paCTeHI/Iﬁ 3Ha4eHui
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BOJAHOrO  MOTEHUMaa  OKasblBAOT  3HAUWTESIbHOE
BAVSHWE TakvMe DaKkTopbl OKpYyXalolwell cpefbl, Kak
BMI@XHOCTb  BO3[yXa, OCBELEHHOCTb, COAepXaHus
MUHEpPa/IbHbIX — NUTaTe/bHbIX BEWecTs B  Mouse,
KOHKYPEHLMS,, a Takke BO3pacT M (PM3UOSIOrMYEcKoe

COCTOsIHME camoro pacTeHus (Grote et al., 2016).

BaXHO OTMETWTb, 4YTO He TOMbKO abCconoTHas
BEINUYMHA  CHWXEHUS WYw  cpegpl, HO "

NPOAO/HKUTENBHOCTb oKasblBalT B/IMSIHNE Ha
pacTuTesibHbI opraHu3m. Bpemsi, B TeueHne KOToporo
pasBuBaeTCcs NepBuYHas msnoiornyeckas peakums Ha
cTpecc, y 60/bLWMHCTBA OPraHM3MOB CXOXe, B TO BPEMS
KaKk nepuog, Heobxoaumblii  AnA NEepecTpoiiku
MeTabonmama (OTpaxaroweiica B COOTBETCTBYHLLMX
M3MEHEHMSAX MeTabosioma W MpoTeoMa) MOXeT
CyLLeCTBEHHO pasnuuatbes. NocnegHunii nokasaresb BO
MHOrOM onpefensieTcs 3acyx0oyCTONUMBOCTbIO pacTeHns
n aBnsaeTca sugocneundnyHbiMm (Agarwal et al., 2006).
3acyx0yCTONUYMBOCTb XapaKTepusyeTcsi CNOCOGHOCTbLIO
paCTeHVIﬁ BbIHOCUTb pasnnyHble no
NpPOAO/HKNTENBHOCTU Nepuoabl 3acyxu. MNpu aToMm, Ans
GONbLUMHCTBA BWAOB PacTeHWil, OblN0 NokasaHo, 4To
KpaTKOBPEMEHHOE CHWXEHUe BOAHOrO noTeHumana
cpedbl OKasblBaeT MEHee HeraTVBHOE BUSHWE Ha
npoueccbl pocTa W pasBUTAA OPraHM3ma, Hexenu
OelicTBMe 3acyxu B TeuyeHue [/IMTE/IbHOTO BPEMEHMU

(Mendivelso et al., 2014).

C noHmkeHneM Ww npoucxoauT YMeEHbLUeHne
BOAHOTO MOTEHuMasa TKaHeil pacTeHusi. TkaHeBO
BOAHbI  noTeHuman (W) aBnAseTcs  BEIMYUHOW,
XapakTepusyloweli coaepxaHue BOAbl B CTPYKTypax
opraHu3ma, 1 Hanpsimyto 3aBucuT oT Ww (Auge, 2001).
B HopMe, BOAHbI/i MOTEHUMaT Pas3NNYHbIX TKaHeW
pacTeHus oTnmuyaeTcsi. Tak, OblI0 MoOKasaHo, YTO B
KOPHSIX N HWKHUX IMCTbAX TKAHEBOW BOAHbIN NOTEHLMan
BbllLE, HEXENU B JICTbAX, PaCMofIOKEHHbIX 6Gosee
BbICOKO Ha cTebne (Bittnera et al, 2012). MNMomumo
atoro, Wt 3aBUCMT OT CTEMNEHM pPasBETBMEHHOCTU
nobera, a Takxxe xapaktepa ¥ TOYKM Ha4yasia BETB/IEHUS
(Bittnera et al, 2012). To ectb, u4em 6onee
pa3BETB/IEHHYIO CTPYKTYPY MMEET NoGer n Yem paHblle
HauMHaeT BeTBUTbCA, TEM MeHblle abCosoTHoe
CHWXeHMe Wt annkasibHbIX JIMCTbEB MO OTHOLIEHMIO K Wt
KOPHS1. DTOT BaKHbI (pakT HEO6XO0AMMO YUUTbIBaTb NpU

N3y4eHUN BIMAHNA 3aCyXN Ha pacTeHUA.

OKucnuTenbHbIA CTpecc
Jecoununt BOAb! N36bITOYHYIO

reHepauulo CBOGOAHLIX PAAUKA/IOB B PaCTUTESbHbIX

nposouupyeT

KneTkax. HawbGoriee  pacnpocTpaHeHHol  rpynnoi

npUpoAbI,
NOCTOSIHHO 06PAa3YIOLLUXCS B XUBbIX KNETKaX, SIBASAOTCS

MeTabo1MToB CBOOOAHO-paaUKaNbHOM
aKTMBHble (opMbl kucnopoga (A®PK) (puc. 2). 3tm
coeavHeHus obpasylTca  nbo nytem  nepexopa
3/1eKTpOHA B COCTaBe artoma kuciopoga Ha 6onee
BbICOKMA  3HEPreTMYecKUin  ypoBEHb  (CUMHINETHbIN
kucnopofd - 'O;), nM60 nNPUCOEAMHEHUS OAHOMO WM
[OBYX 3/IEKTPOHOB (CynepokcuaHblii pagukan - O,
TMAPOKCUNBHBIA pagukan - HO"). Mepekuck Bogopoaa
TaKke oTHocuTcA K ADK, HO He ABMSeTCA CBOOOAHLIM

pagukanom (Cooke et al., 2015).

OtgenbHble AOK nMeT pasnnyHyro CnocobHOCTb K
andpdoysun.  Hanpumep, cynepokcuiHblii  pagvkan
ABNSETCA YPEe3BblYaliHO XMMWYECKM aKTUBHbIM N He
pacnpocTpaHseTca 3a npefensl yyacTka CBOEro
(hopmMMpoOBaHNA, B TO BPEMSA Kak Mepekuchb BogopoAa
nerko andpchyHampyet yepes MeMbpaHbl, YTo fenaet eé
naeanbHbIM KaHaMgatoM A58 yyYacTus B npouecce
BHYTPUK/ETOYHOM  curHanmsauum  (Sena, Chandel,
2012). Kpome ADPK B k/1eTKax opraHu3moB BCTpeyarTcs
cBoboaHble paaukansl asota (Ferrari et al., 2011), cepbl

(Jacob, 2006), yrnepoga (Bild et al., 2017) u mHorue
apyruve.

B ycnoBuax cTpecca 6anaHC reHepauun W©
ytunmsaumm  A®PK HapylaeTtcs, 4TO MpPUMBOAUT K
pasBuTuio

OKUCNNTEsIbHOTO CcTpecca, TO eCTb

COCTOSAHUA, npu KoTopom  obpasoBaHne  APK
npesbILaeT BO3MOXHOCTU KNETKM N0 UX AeTOoKCUKaumu,
YTO OKasblBaeT HeraTMBHOE BAWSHME Ha paboTy
pa3nNyHbIX  BHYTPUKIETOYHbIX cuctem  (Lushchak,
2011). B cwny cBoeil BbICOKOW peakTuBHOCTU, A®K
ABMAOTCA  4Ype3BblYaiHO  TOKCUYHbIMKM, TaK  Kak
BbI3bIBAlOT NoBpexaeHve 6eskoB, NMNUAO0B, YINeBo0B
1 HyknenHoBbIx kucnot (Moller et al., 2007). MNpwu aTom, B
cryyae pasBuTUA  OKUC/IUTENBHOTO  CTpecca, 3Tu
NMOBPEXAEHUSA HOCAT NPEUMYLLIECTBEHHO HEOOpPaTUMBIi

xapakTep.

M36bITOYHOE  MPOW3BOACTBO  aKTMBHLIX  (hOPM
KUCNopoga B YCIOBUSIX 3aCyxu SIBMSIETCS Pe3y/bTaToM

HapyllleHnst MPOLEeCCOB MEpeHoca 3/1eKTPOHOB B
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9M1EKTPOH - TPAHCMOPTHBLIX LEeNsX X/I0ponaiactoB u
muToxoHapuid (Skulachev, 2012). MNpwn 3TOM, B CBETN0E
BPEMS CYTOK OCHOBHbIM MCTOYHMKOM reHepauun APK B
pacTeHnax ABNAKTCA XnoponnacTtbl U NEPOKCUCOMbI, B
TO BpPEMSI KaK MUTOXOHAPUM UIparT BeayLllyl posib B
reHepauun A®PK Houbto (Foyer, Noctor, 2003). Tak,
OPNEHTUPOBOYHO 1-5% notpebnsemoro

MUTOXOHAPUSIMU kucnopoga pacxogyetcsi Ha
obpasoBaHune A®K (Moller, 2001). B kneTke cyuwiecTsyeT
MHOXECTBO  CUCTEM,  CMOCOGHbIX  TEeHepupoBaTb
aKkTVBHble (DOPMbl KUC/IOPOAA W a3oTa, HO WUMEHHO
xnoponaiactel U OTY4aCTM  MUTOXOHAPWUM  UrpatoT
K/TOYEBYIO POJib B Pa3BUTUM OKUCNUTENBHOIO cTpecca

npu 3acyxe y pacTeHuil.

FeHepayusi akmusHbiX (popM Kucsiopooa 8

X/1oporisiacmax

Y BbICWUMX pacTeHuii u Bogopocneli oTocuHTes
npoucxoanT B Xx/oponnactax, KoTopble cogepxat
MHOXeCTBO  TwinakomgoB. VIMEHHO B Memb6paHe
TUNAKOMAO0B  PacrnosiokeHa 3/1EKTPOH-TpaHCNopPTHas
uenb, no3Bo/IALLANA OCYLLEeCTB/IATb npouecc
otocuHTesa (Pfannschmidt, 2003), B xoge KOTOpOro
naeT akTMBHasA reHepauus aTtoMapHOro Kucaopoaa.
LaHHbIl npouecc npoucxoauT Mpu yyacTun GesnKoBbIX
Komnnaekcos. OAHON 13 UX FNaBHbIX PYHKUWI ABNSETCA
nepegadva cBO6GOAHbIX 3/EKTPOHOB, KPOME TOro, Cam
doToCcMHTE3 BK/OYAeT B cebss 3aTan  reHepaumm
CynepoKCUaHOro pagvkana. NmeHHO noaTomy
X/I0pONacTbl  SIBASOTCA  OCHOBHOW  CTPYKTYPHOWA
eavHuLel KneTkn, OTBETCTBEHHOM 3a MPOM3BOACTBO

A®K y pacteHuii (Bratt et al., 2016).
ABUOTNYECKME CTPECcCOopbl pPas/INYHOW Npupogbl, B
TOM uucne 3acyxa, Chnoco6CTBYT — YBEIMYEHUIO

NpoAYyKLMM
xnoponnactax. bonblloil BkNag B [aHHbI npouecc

aKTUBHbIX hopm Kucnopoga B
BHOCUT (poTocuctema |l. Beumgy TOro, 4to npwu
AnvtensHoM gedmumTe Bofpl, pabota dotocuctemsl I,
a WMEHHO H,O-nnacToxmHoHOKCUaopeayKTasbl
HapylaeTcs, a npu 3TOM reHepauus CBOBOAHbIX
3/1EKTPOHOB MPOAO/IHKAETCA, YTO NPUBOAUT K YCUTEHUIO
npogaykumn A®K B xnoponnactax B COOTBETCTBUWM C
MexaHu3MomMm, npeacTassieHHbIM Ha puc.3 (Chen et al.,

2016).

Tak, B HOpMe, B npoLiecce UOTOCMHTE3A CBOGOHbIE

3/IEKTPOHbI  MEepeaalTcss  OT  CBETOCOGMPAtOLLMX

KoMnnekcos Kk cpotocucteme |, koTtopasi, B CBONO
ouyepenb, BOcCCTaHaBnuBaeT heppopefokcuH. [anee,
3TN 3KBMBAIEHTbl PAaCXOAYKTCA Ha BOCCTAHOB/EHWE
NADP+ po HAL®H depmeHTOM eppopesoKCHH-
HAL®- peayktasoii (puc. 3). OgHako B YC/IOBUSIX
CHWXeHUs BOAHOrO noTeHyuana npoucxoauT
neperpyska 3/1eKTPpOH - TPAHCMOPTHOM LEenn U 4acTb
9N1EKTPOHOB  (heppopesokcuHa U Xene3ocepHblX
KnacTepoB ooTocucTeMbl | pacxogyeTcs Ha YacTuyHoe
BOCCTaHOBJ/IEHME KWUC/IOPOAa B Xofe peakumn Menepa
(Mehler),

CynepoKCUAHOIo

COMNpoBOXAatLeecs reHepaumei
pagukana  (Heber, 2002). B
COBOKYMHOCTKW,  [aHHble Npoueccbl  CnocobCTBYHOT

Pa3BUTUO OKNCIUTENIbHOIO CTpecca.

FeHepayusi aKmMusHbIX (popM Kucsiopoda 8

MUMOXOHOPUSIX

MWTOXOHAPUN  pacTEHUA  BbIMOSHAOT  OYHKLUIO
SHepreTnyeckmx abprk 1 ABNSAIOTCA  OCHOBHbLIMU
WCTOYHMKaMn Takoro Buga A®PK, Kak nepekuchb
Bogopoga (Huang et al, 2008). W3BecTHO, uTO
o6pasoBaHne HeEGOMbLIOIO KOMNYECTBA aKTUBHBLIX (hOpPM
KMcnopoga sIBNSeTcs HOpMOI NpW npolecce asapobHOro
Abixanua (Rhoads et al.,, 2006). OgHako, B YC/OBUSX
3acyxu, npoaykumsa A®K B MUTOXOHAPUAX 3HAYMTENTbHO
yBenuuuBaeTcs. pu 3TOM OCHOBHbIMU MCTOYHWKaMU
A®K B ycnosuax crTpecca gasnawTca  HALH-
JernaporeHasHblii M uuToxpom-bcl  KoMnaekcol
MWTOXOHAPUA/IbHOW  3/1EKTPOH-TPAHCMOPTHON  uenu
(puc. 4).

Takke, NOMMMO O6€efnKoB AbIXaTesibHOW uenu B
reHepauuy  akTUBHbIX (DOPM KMCropoga MpuHUMaloT
yyactme epMeHTbl - aHTUOKCUAaHTbl. Tak, 6blIo
nokasaHo, 4TO CcynepokcugauMcmyTtasa  MoBbILLAeT
YPOBEHb Nepekncn BOA0POAa B TKaHsx pacTenuii (Wang
etal., 2016).

Takke HeobXxoAMMO OTMETUTb BKNaL peakuuu
®eHTOHa, TO €eCTb BOCCTAHOB/IEHWE Mepokcuaa
BOAOpPOAA [0 rmapokcunbHoro pagukana (‘OH), B
npUCyTCTBUA VOHOB nepexoaHbIX MeTas1/10B
NepemMeHHON BaNIEHTHOCTM (NPenMyLLecTBeHHO Fe? nnu
Cu"), B passutne okucnutenoHoro ctpecca (Glasauer,

Chandel, 2014).

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 14 No. 4 2018



Shumilina et al. 9

AHTUOKCUAAHTHbIE CUCTEMbI paCTEHVIVI

B ycnoBusx 3acyxu pacTeHuss nojgepralTcs
OKUCNUTE/IBHOMY CTPECCY U CTPEMATCA NPOTUBOCTOATh
paspywaiowemy BosgeictBuio  A®K  n gpyrmx
CBOGOAHbIX pagukanos nytem 3anycka
aHTMOKCUAAHTHLIX  cucTemM. B HacTosiwee Bpems
M3BECTHO HECKO/IbKO CTpaTerunii, HanpaBfieHHbIX Ha
COXpaHeHns XM3HeCnocoOHOCTU pacTeHUs B YCOBUAX
OKMCNUTENIbHOrO cTpecca. Bce oHM  BOBMEYeHbl B
aKTMBaUMl0 WM CUHTE3 de novo (hepMeHTaTMBHBLIX W
HedpepMEHTaTUBHBLIX  aHTUOKCUAAHTOB, TO  eCTb
BELLEeCTB, CMOCOOCTBYIOLMX AETOKCHMKaumm CBOBGOAHbLIX
pagukanos 1 nepekncu Bogopoda (Hassan et al., 2017).
OCHOBHbIMU aHTUOKCMAAHTHBIMU hepmeHTamu,
06/184a0WMMN BbICOKMM CPOACTBOM K OMNpefe/ieHHbIM
ADK, ABIAOTCA pasnuyHble n30hopMmbl
cynepokeugamcmytasel  (COL) un  katanasel. CO[J,
npeactaBnser cob6oii rpynny  MeTaoddepMeHTOB,
KaTa/IM3NPYIOLWMX  Peakuuio  AMCrnponopLMOHMPOBaHNS
CYNnepoKCuAHOro pajvkana ¢ obpa3oBaHUEM NepPeKmcu
Bogoposa un kucrnopoga (Wang et al., 2013). Katanasa,
B CBOIO O4Yepe/ib, BOCCTaHaB/NMBAET NEPEKNCb BOAOPOAa
o sogbl (Mhamdi et al., 2010). Takum o6pasom, COJ, u
KaTanasa obpasyeT MNepByl0 JIMHUIO Cheumduryeckoi

aHTI/IOKCIA,D.aHTHOI?I 3allUTbl KNTETKA.

HedhepMeHTaTUBHbIE aHTUOKCMAAHTLI HE 06naaaT
cneumuyHOCTLIO K onpeaesieHHbIM akTUBHbIM hopmam
Kucopofa u crnocobHbl 0b6e3BpexuBaTb f0bble BUAbI
CcBOBOAHLIX pafukasioB. K K/IOYEBbIM aHTMOKCMAAHTaM
npupoasl
ackopbuHoBasi KMc/oTa, [/lyTaTMOH, KapoTuHObAbI,

Hed)epMeHTaTUBHON OTHOCATCS:
thnaBoHounapbl 1 Tokogpeponsl (Ahmad et al., 2010). Tak,
nNpu M3y4YeHWM BAWSHWSA 3acyxu Ha nweHuly 6bl10
nokasaHo, 4To ackopbar W T[yTaTMoOH MNO3BONSAIOT
pacTeHuio  MOAAepXMBaTb  YPOBEHb  Mepokcuaa
BOAOpPOJA B  TKaHAX Ha  MNOCTOSAHHOM  YpOBHE
(Szechynska et al., 2007). Kpome TOro, o6HapyXeHbl
MEeTasI/IONPOTENHBI, CBS3blBAOLLME WOHbI METaUI/I0B
NepeMeHHON Ba/IEHTHOCTU W MPENATCTBYOLWME KX
BOB/IEYEHUNIO B peakunio PeHToHa M CBA3aHHOe C 3TUM
ycuneHne reHepaumm A®K (Fry et al, 2002).
MepeyncneHHble  aHTUOKCUAAHTbI  CMOCOOHbI  NErko
HeiTpasim3oBaTb HebOMblUMEe KOMYECTBa M36bITOUYHbIX
aKkTVBHbIX hopM Kucropoda. OfHako npu pasBUTUK

CUNBbHOIO OKUC/TNTE/IbHOIo CTpecCca OHM He CMOCO6HBI

NO/THOCTbIO npegortepaliaTtb okucnnTesnibHoe

nospexaeHne nunnaos, 6enKoB U HYKNENHOBbLIX KUCNOT.

DdU3noNoruyeckuii OTBET PacTUTESILHOIO OpraHmsmMa

Ha peiicTBue 3acyxu

Kak no6oii apyroi Bug, cTpecca, 3acyxa CTaHOBUTCSA
NPUYMHOM  pasBUTMSA WU3MEHEHWIA Yy pacTeHuii Ha
(3M010TMYECKOM YpPOBHE. HecMoTps Ha obwmpHoe
BMAOBOE pa3Hoobpasne, y OONbLUMHCTBA PaCTEHWUN
NPOSBNSATCA CXOXMEe (PU3MONOrMYECcKNe U3MEHEHUS B
ycnosusax  gecumunta  BoAabl.  VIMEHHO  no3Towmy,
60/MbLUMHCTBO UccnefoBaTteneil B JaHHOW 0651acTu
MCMONb3yKT B paboTe Klaccuyecknii  MOAENbHBIN
06bekT: Arabidopsis thaliana L., Tak Kak oH obnafaet
XOPOLLUO M3YYEHHbIM, MOMHOCTLI CEKBEHWPOBAHHbLIM 1
He60/1bLWMM N0 pasMepy reHoMoM (0Ko0 157 mnH. nap
HYKN1eoTWA0B), a Takke HEeMpuxOT/IMB B BblpallyBaHUM
(He et al., 2017). OpHako B mnocrefHue rogbl BCe
60/blle BHMMaHWe yAensetcs W3yYeHU OTBeTa Ha
CTPecC y KynbTypHbIX pacTeHuii, Befb WHTEHCMBHOCTb
NposiBNEHMA  TeX WIN  WUHbIX  (PM310NOrMyecknx
W3MEHEHUI HaMpsSMYyK  KOpPPenMpyeT C  YPOBHEM
WHTEHCWBHOCTHU 3acyxu, KOTOpbIl ABNseTcs
BugocneumueduyHbiM. B HacTosiwee Bpemsi, B
KayecTBe MOJesibHbIX 06BbEKTOB Yalle BCEro BbiGmparT
LUIMPOKO pacnpoCTpaHeHHble KY/IbTYpHbIE pacTeHus,
Takne kak sumeHb (Gonzalez et al., 2008), nweHuua
(Moinuddin et al., 2005), kykypy3a (Chimenti et al.,
2006), cos (Taheri et al., 2012), nogconHeuHuk (Rauf,
Sadagat, 2008), panc (Niknam et al., 2003) n ropox
(Naim-Feil et al., 2017).

UN3meHeHuUe KkopHesol cucmembl

BaxHeliwei CTPYKTYpOIA, HenocpeacTBEHHO
BOB/IEYEHHOW B OTBET Ha CHmKeHne Ww, aABnseTcs
KOpHEBAs CUCTeMa pacTeHusl. BcacbiBaHe 1
npoBefeHne nuTaTenbHbIX BELECTB, MUKPO3/IEMEHTOB
N BOAbl SIBNSIETCA OCHOBHOW ee hyHKUuen, kotopas
yrHeTaeTca B YCNOBMAX 3acyxu. [loTomy peakums
KOPHEBOI CUCTEMbI Ha 3acyxy BbI3bIBAET 0COObIN
nHTepec y uccneposareneii (Comas et al., 2013). Takas
peakuma HOCUT, B 3HAUMTENbHON CTENEHN, afanTUBHbI
xapaktep. [MHa  KOpPHeR, WX  KO/IMYecTBO WU
pas3BETB/IEHHOCTL U3MEHSIeTCH B 3aBWCMMOCTW  OT
CTENEHN BbIPAKEHHOCTM AechuumTa BoAbl. M3BECTHO,

YTO YCTOIUMBBIE K 3acCyxe pacTeHus obnagatoT Gonee
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pasBuTOl KOPHEBOW CUCTEMOW, YTO Heob6xoauMO Afis
yBENMYEHNS MIOLLAAN BCaChIBAOLLE NOBEPXHOCTM Npu
HepocTatke Bnaru (Liu et al.,, 2008). ViHTepecHo, 4yTO
KpaTKOBpPEMEHHas 3acyxa CNoCOOGCTBYET YBESIMYEHMIO
[ONMHBbI KOPHEN, B TO BPEMSA Kak AuTeNnbHblid aechuumt
BOAbl OTpULATESIbHO B/IMSIET HA CKOPOCTb pPasBUTUA
KopHeBoii cuctembl (Luo et al, 2016). OueBugHo,
YCWIEHHBIA POCT KOPHEN Ha HBEHW/IbHbIX CTaamsax
pasBUTUS pacTEHU UMEEeT BaxHOe 3HayeHne u
no3eosseT opraHusmy npucnocobuTbes K
N3MEHSIIOLMMCS  YC/IOBUAM  Cpefibl  Ha  HayaslbHbIX
sTanax MOCTSMOPUOHANBHOTO  OHTOreHe3a,  Korga
3anacHble nuTateflbHble BeLecTBa CeMeHu AaloT
BO3MOXHOCTb OCYLLECTB/IATb POCT WM nponvdepaumo
KNeToK. B Toxe Bpems MnokasaHo, YTO yCuieHne pocTa
KOpHeli  COonpoBOXAaeTcs  TOPMOXEHUEM  pasBUTUA
nobera (Wu, Cosgrove, 2000). 370, B CBOK o4epefb,
00YyC/IOB/TIEHO MEHbLUEA YYyBCTBUTE/IbHOCTBLIO  KTETOK
KOpHEW K AeduunTy BOAbl, MO CPABHEHUIO C K1eTKaMu
no6era. NpuyvHO 3TOMY, BO3MOXHO, fBNsieTcs 6onee
CWMbHasA TpaHcnupaumsa NUCcTbeB nobera no cpaBHEHWo

C KOpHEeM.
N3meHeHue yCInbU'-IHOlj nposooumocmu

Ewe ogHWM HanpasneHnem agantaumn pacTeHus K
AedvumnTy BOAbl ABMSETCA MUHUMM3AUNUA ee noTepw,
KoTopas nposiBNSeTCs W3MEHEHUEM  MOABWXHOCTU
NNCTa, YTOJILLEHNEM KYTUKY/bl U 3aKpbITUEM YCTbWUL,.
Bbbino nokasaHo, uto Ao 90% wucnapeHns BoAbl C
NMOBEPXHOCTU PacTeHWil NPoMCXOAUT yYepes3 YCTbUYHbIe
wenn (Wang et al, 2009). Ycrbuya nucta
npeactaBnsioT  coboil  CTPYKTYpbl, Yepe3 KoTopble
NPOVCXOANT Tra3000MeH Mexay TKaHaMW smcta U’
oKpyxatoLeli cpefioil. MNMokasaHo, YTO BbICOKMIA YPOBEHb
rasoobmeHa Heo6xoaum ans ahheKkTuBHOro
ocyulecTBneHns HoTOCUHTESA, NPV 3TOM, NOTEPU BOAbI
orpaHuuuBatoTca 6narogaps apdeKTMBHOMY KOHTPOSIO
YPOBHA TpaHcnvpaumm nyteM W3MEHEHWs YCTbWUYHOWA
nposogumoctn (Yang et al., 2011). B cseTte 3Toro,
3aKpbITUE YCTbUL, NPU NOHWXEHUW BOAHOIO NoTeHumana
ABNSAETCA BaXHEWLLUMM MeXaHW3MOM, HarnpaB/ieHHbIM Ha
COXpaHeHvie BOApl B YC/IOBUSIX 3acyXu. [leicTBUTEsbHO,
Aaxe npu Hebo/bLLIOM CHMKeHUN Ww yCcTbuLa pacTeHuns

3akpbiBatoTcs (Fang, Xiong, 2015).

OmHocumesibHoe codepxaHue B80O0bI ilUCMa

OTHOCWTE/NbHOE COAepXaHue BOAbl B JINCTE Takke
N3MEHSAETCS B YCNIOBUAX 3aCyXW U HANPAMYIO 3aBUCUT OT
Yw, YpoBHA TpaHcnvMpauuM W  HenocpefcTBEHHO
CBSI3aHO C aKTMBHOCTbIO TkaHel pacTenus (Siddique et
al.,, 2001). B ycnosuax 61aronpuAaTHOrO BOAHOIO
pexumMa, TKaHeBbli BOAHbIA NOTeHuMas MOMoLoro
nuicta Bblwe, yem 3penoro. OfHako, B YC/OBUSAX
fecbmumta  BOAbl, Wt MCTbEB BCcex BO3PacToB
CHWXaeTcs, MNOTOMY JaHHbIA  napameTp yacto
MCrnonb3yeTcs B KayecTBe nNokasaresns YCTOW4MBOCTM
pacTeHunii K germgpatauum  TKaHeil.  CHwxeHue
OTHOCWTE/IbHOTO  COAEpXaHusi BOAbl B TKaHAX B
YCNOBUSIX 3acyXu MNoKasaHo AN MHOTMX pacTeHwuit
(Nayyar, Gupta, 2006). Kpome TOro 06GHapyXeHo, 4TO
WHTEHCUBHOCTb W MPOAO/IKUTENbHOCTb 3acyxu BvsieT
Ha CKOPOCTb CHWXEHWUS OTHOCUTE/IbHOTO COfepXaHus
BOAbl B TKaHsX nucta. Mpu atom, yem Hwke WYw u
OMTEeNbHOCTb BO3AENCTBMS OCMOTUYECKOTO CTpecca,
TeM MeHblUe cofepxaHue Boapbl B TkaHsx nucTta (Deeba
etal., 2012).

BnusiHue 3acyxu Ha akmusHoCcmb

¢homocuHmemu4ecko20 annapama

[edunumnt BOAbI, CBA3AHHbLIA C AENCTBMEM 3acCyxu

okasblBaeT HernocpeacTBEHHOE B/IUSIHNE Ha
poToCUHTETMYECKNI annapaT KIeTku, BO3AENCTBYS Ha
hyHKUMK BCex ero komnoHeHToB (Allen, Ort, 2001). 370,
B CBOW Ouyepedb, MNpUBOAMT K  MepecTporike
MeTabonn3ma pacteHus u, cnefosaTtefibHO, BAUSET Ha
poOCT 1 ypoxaiiHocTb pacTeHus B uenom (Chandra,
2003). Yxe Ha nepBbiX 3Tanax pPasBUTUS 3acyxu
JetbuunT BOAbI NPMBOAMT K 3aKPLITWMIO YCTbWL, 4TO
B/IeYeT 3a Co60Ii CHKeHNe ypoBHA noTpebneHns CO2,
ABMAOLErocA  K/NOYEBbIM  YYAaCTHUMKOM  fpolecca
choTocuHTE3a. B pesynbTate HapylueHuss rasoobmeHa
CHKAEeTCA akTMBHOCTb dhotocuctem | u I, uTto
HeraTvBHO BNMSIET Ha CKOpOCTb dhoTocmHTesa (Chaves
et al, 2009). Takum o06pa3om, 3amenneHune
(hoTOCMHTE3a TaKke SBNASETCA paHHeil peakuuein
pacteHns Ha [geduunT BOAbl. YCTaHOB/IEHO, 4TO
WHTEHCUBHOCTb TpaHcnupaumu n aKTVBHOCTb
(hOTOCMHTE3a COr/IACOBAHHO CHWX&/IUCb B YC/IOBUSX
3acyxu B iMCTbsx xnonyatHuka (Deeba et al., 2012) n

KyKypy3bl (Anjum et al., 2011).
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Figure 3. Cxema 31eKTpOH-TPaHCNOPTHON Lenn xnoponnactos: PSlI-gpotocuctema Il, PSI- choTocuctema I,
PQ/PQH2- BoccTaHOBNEHHAs M OKUCMEeHHasa hopMbl nnactoxmHoa, Chef -untoxpom b6f, Fd -

deppenokcnH, FNR - cheppepokcuH-HALD-peaykTasa, PC - nnactoumaHuH.
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Figure 4. Cxema 311eKTPOH-TPaHCNOPTHOM uenu mutoxoHapuii: Cl — HAOH-gernaporeHasHsbiin komnniekc, Cll
- CcyKuuHatgernaporeHasa, FMT - doymapaTt, SCT - cykuyuTtart, Clll - koMmniekc uutoxpoMos bcl,
CIV - yutoxpom c okcugasa, CytC - umtoxpom C.

K npuumHam CHWXeHWs aKkTMBHOCTM (poToCcuHTE3a
Takke OTHOCAT M3MEHEHWE cofepXaHus XNopoduinos
a n b nog BAusHWEM 3acyxu. YMeHblueHue unu
OTCYTCTBME B W3MEHEHWM YPOBHA Xnopodumnna B
YC/IOBUSIX CHWXEHHOTO BOAHOrO noTeHumana 6biio
[aBHO OTMeYeHO uccrefoBaTensiMu, Npuyem [faHHbIi
napameTp TaKke 3aBUCUT OT WHTEHCUMBHOCTUM U
NPOAO/KMTENIBHOCTN CTPECCOBOro Bo3AelicTans (Zhang,
Kirkham, 1996). MNoa BNAUAHWEM 3acyXu MNPOUCXOAUT
ayTooKUCneHve X1opodnasioB, a CWMHTE3  HOBbIX
(HOTOCMHTETUYECKNX NMUIMEeHTOB 3amepserca
(Manivannan et al., 2007), 4TO W BbI3bIBAET CHWXEHMNE
aKTMBHOCTM  (poTOoCMHTE3a. Tawkke MnokKasaHo, 4To
(hOTOCMHTETUYECKWI annapaT HOBEHWU/bHLIX U MOMOAbIX
NINCTbEB NPOSABASET 60/bLUYI0 YCTONUYMBOCTb K 3acyxe,
no cpaBHeHMIO C 6onee 3pesnbiMu Nuctbamm (Chastain

et al., 2016).

CONCLUSUSION

Takum 06pas3om, B HACTOSILLEE BPEMSI MOKa3aHo, YTo
OKWCNNTENbHBIA CTPECC, BO3HWKAKLWWIA Nof BAUSHUEM
3aCyxm B PaCTUTESIbHLIX KMeTKax, C/YXUT TPUIrepom
3arnycka 3aliMTHbIX CUCTEM U Pa3BUTUI U3MEHEHWI Ha
pM310/IOrMUYECKOM YpoBHE. [JaHHble U3MEHEHWSI MOryT
ObITb UCMO/Ib30BaHbI Kak MapKepbl CTPECCA Y pacTeHuil,
CTOJIKHYBLUMXCA C AedMUMTOM BOfpbl, UYTO MomoraeTt

uccnefosatenito  6onee  TOYHO — OXapakTepusoBatb

CbVI3VIOfIOFVI‘-IECKO€ COCTOAHKE JKCnepuMeHTasIbHbIX

pacTeHuii. HekoTopble  MoAXOAbl,  NPUMEHSIEMblE
uccnegosartensaMy onucaHbl Hamu paHee B 0630pe
OcmonoBckoli ¢ coaBTopamu «Modeling of Drought in
the Experiment and Assessment of its Effects on

Plants» (Osmolovskaya et al., 2017).
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