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3acyxa SBISIETCSI OMHUM M3 OCHOBHBIX (DAKTOPOB Cpeibl, TUMUTUPYIOIINX POCT 1
MPOAYKTUBHOCTh pacTeHuil. B 0030pe mpoaHanim3npoBaHbl MPUYMHBI yCWICHUS
reHepaluu aKTUBHBIX (popM kuciopona (ADK) mpu 3acyxe B XJIoporiactax, Mu-
TOXOHIPUSIX, TEPOKCMCOMAax M KIETOYHBIX CTeHKaxX. PaccMOTpeHO 3HaueHMe
HAJI®H-okcuaasbl, BHEKIETOUHOM MTEPOKCHUAA3HI M CYTIEPOKCUIIUCMYTa3bl B 00-
pazoBaHuM cuTHaIBHOTO ITyja ADK B yCIOBHSIX OCMOTHYECKOTO CTPecca U MHIY-
IIMPOBAHUM 3AIIMTHBIX peakinii pacteHuii. [IpuBeaeHbI XapaKTepUCTUKKA KOMITO-
HEHTOB aHTMOKCHUIaHTHOW crucTeMbl. OLIEHeH BKJIall OCHOBHBIX aHTHMOKCHIAHTHBIX
(epMEeHTOB M HU3KOMOJIEKYJISIPHBIX aHTMOKCHUIAHTOB B TMOJACPXKaHUE PEIOKC-
romeoctaza npu 3acyxe. Ocoboe BHUMaHWE YIOEJIEHO PO TMPOJIMHA U APYTUX
COBMECTUMBIX OCMOJIUTOB B AaHTMOKCUIAHTHOM 3aruTe pacteHuii. [IpoaHammsnpo-
BaHO (DYHKIIMOHATBHOE B3aMMOJCICTBIE aHTUOKCHIAHTHBIX (DEPMEHTOB, HI3KOMO-
JIEKYJISIPHBIX aHTUOKCUAAHTOB U OCMOJINTOB C aHTMOKCHIAHTHBIMU CBOMICTBAMU B
YCIIOBMSIX 3acyxu. PaccMoTpeHa BO3MOXXHOCTD TTOBBIIIEHMST YCTOMYMBOCTH pacTe-
HUI K HEIOCTAaTKy BJIaTM TIPU TTOMOIIM 9K30T€HHBIX aHTHOKCUAAHTOB, TTpaiMUH-
TOM C MCITOJIb30BAHUEM CHUTHAJBHBIX MOJIEKYJI U CTPECCOBBIX (DMTOTOPMOHOB, a
TakKe IMyTeM TpaHc(opMauy reHaMu aHTUOKCUIAHTHBIX (hePMEHTOB JIMOO H-
3MMOB, 3aJICMCTBOBAHHBIX B PETYJISILIMU COMAEPXKaHUS HU3KOMOJEKYJISIPHBIX TTPO-
TEKTOPOB. YKa3aHO, YTO IPOTPECC B MCCAEIOBAaHMU aHTHOKCHUIAHTHOW CHUCTEMBI
cTaHeT OoJiee AMHAMUYHBIM TTPY UCTIOJIb30BAHUM METOIOB aHaIM3a aHTUOKCHIAH-
TOB in Vivo B OMpeNeIeHHBIX KJIETOUHBIX KOMITAPTMEHTAX U PEalbHOM BPEMEHH.

Knroueswie cro6a: 3acyxa, akTUBHBIE (DOPMBI KMCJIOPOIA, aHTUOKCUIAHTHASI CHCTEMa,
AHTUOKCHIAHTHBIE (DEPMEHTBI, HU3KOMOJIEKY/ISIPHbIE AHTUOKCHUAAHTHI, TIPOJIH.

V3MeHeHnEe KOIMYEeCTBA U XapaKTepa PacIpelesIeHUus] 0OCaIKOB BO BpeMe-
HU W TIPOCTPAHCTBE SIBJISICTCS OOHOM M3 OCHOBHBIX COBPEMEHHBIX KJIMMa-
Tyeckux yrpo3 [1]. IIporHo3upyercs, 4To K MOCIEeAHENR TPETH HBIHEIIHE-
TO CTOJIETHS BJIAXXHOCTb ITIOYBBI BO MHOTHMX YacTSIX 3€MHOIO Iapa
YMEHBIIUTCS MO cpaBHeHMIO ¢ HavyajgoMm XXI Beka Ha (oHe cyliecTBeH-
HOTO YBEJIMYCHUS PA3IMUMM IO KOJIMYECTBY OCAAKOB MEXIY OTACIBbHBIMUA
permoHamu. 3acyxa CUMTAETCsl OMHUM M3 OCHOBHBIX (haKTOPOB CPEIbl, M-
MUTHUPYIOIIMX POCT Y MPOAYKTUBHOCTh pacteHuii [2]. Ee Bo3aeiicTBuio Ha
pacTeHusT OOBIYHO COMYTCTBYET BIMSIHUE BBICOKOU TEMITEpaTyphl, M30bI-
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TOYHOI OCBEILIEHHOCTH, 3aCOJICHHUS MOYBBI M APYyrux ¢hakropos [3]. B cBs-
31 C OTMM CYMTAETCs, YTO 3HAUYMTENbHBI BKJIAI B 3aCYyXOYCTOMUYMBOCTh
BHOCST Hecreuv@uyeckre MexaHU3Mbl Pe3MCTEeHTHOCTH, CPEAU KOTOPBIX
ocoboe 3HaueHHe uMeeT aHTuoKcuaaHTHas cucteMa (AOC) [4, 5].

HapyiiieHre mpocTpaHCTBEHHO-BPEMEHHOTrO OajlaHca MeXay reHepa-
uueit u mHakrtuBammeir APK MoxeT NMPUBOAUTL K OKUCIMTEBHBIM T10-
BPEXIACHUSIM OMOMAKPOMOJIEKYJT M JEeCTPYKTHBHBIM KJIETOUHBIM MPOLIEC-
caM, KOTOpbIe MPUHSTO Ha3bIBaTh OKHUCIUTEJIBbHBIM cTpeccoM [6]. Ilpm
3acyxe, MPEeXIe BCETO B CBI3U C OrpaHMUYEHUEM TTOCTYTUICHUS YIJIEKMCIIO-
ro raza B (hOTOCHMHTE3UPYIOLINE TKAHUW, CO3MAIOTCS MPEANOCHIIKU s
ycwieHus oopazoBanus ADK, HapylIeHUsT TTPOLIECCOB pea0KC-PeTY ST
U Pa3BUTHUS OKMCIUTEIBLHOTO CTpecca.

HecMotps Ha To uyto akTuBaiusi AOC siBsieTcs yHUBEpCaabHOM aaar-
TUBHOM peaklei, MpHu 3acyXxe OHa MMEET OTIMYUTENbHBIE OCOOCHHOCTH,
CBSI3aHHbBIE, B YaCTHOCTH, CO 3HAUMTEJIbHBIM BKJIAJIOM B aHTHUOKCHUAAHTHYIO
3alUTy OOJIBILIOTO KOJIMYECTBA COEAMHEHMH, KOTOPhIE HE MPUHSATO CUUTATh
KJIaCCUMYEeCKVMMM aHTMOKCUIAHTaMM — IIPOJIMHA, CaxapoB, IOJUAMUHOB U
Ip. YKa3zaHHBIE COEMMHEHMSI HE TOJIBKO SIBIISIOTCST cKaBeHmkepamu ADK,
HO Y HAXOJATCS B CJOXKHOM (DyHKIIMOHAIBLHOM B3aMMOJACHCTBUM C APYTUMU
aHTokcumaHTtamu [7, 8]. @eHOMEHOIOTHS M MEXaHU3MBI TaKuX 3(DGhEKTOB
aKTHMBHO MCCIEIYIOTCS JIMIIb B Ttocienaue ronsl [9, 10]. Llensio HacTosmie-
ro ob63opa ObLT aHaJIM3 JaHHBIX 0 MexaHu3Max obpasoBanust ADK mpu 3a-
cyxe, (pyHKIIMOHAJbHOM B3aMMOJAEMCTBUM Pa3HbIX TUIIOB aHTMOKCUIAHTOB U
MX BKJIaIe B (DOPMUPOBAHME 3aCYXOyCTOMUYMBOCTU PACTCHUM.

Hcrounukn odpaszosanuss ADPK y pacrenmii mpu 3acyxe. Kak mn3Bect-
Ho, on ADPK moapa3ymMeBaOT COBOKYITHOCTh B3aMMHO ITpeBpalaionIX-
Csl PeaKIIMOHHOCTIOCOOHBIX (hOPM KUCIIOPOAa, OOJIBIIMHCTBO M3 KOTOPBIX
CYILIECTBYIOT KOPOTKOe BpeMsl. Cpelir HUX BbIIEISIOT CBOOOIHOPAANKATb-
HBIE YaCTUIIbl — CYNEPOKCUIHBIA aHMOH-paxukan (O,), TUIAPOKCUIIb-
Hbli pagukan (OH®), mepokcuanbie pamgukansl (RO, ™M Op.) U HEATpasb-
HbI€ MOJIEKYJIbI, TakMe Kak nepokcun somopoma (H,O,), cuHriaeTHbii
kuciopon ('0,) u mp. [11].

Ienepamusgs ADK y pacTeHMii IPOMCXOOMT B KJIETOYHBIX CTEHKAX,
IIa3MaTU4YeCKoi MeMOpaHe, IMTOIUIa3Me, XJIOPOIIacTaX, MUTOXOHAPHUSIX,
MepoKcrcoMax M, BO3MOXHO, B APYyrux KommnaptMeHTax [11, 12].

Xnoponaacmei. Tlponiecc (poTocrHTE3a — OOUH M3 OCHOBHBIX MCTOYHU-
KoB obOpazoBaHuss ADPK B kieTkax 3eleHbIX pacTeHuil. CynepOoKCHIHBIIN
AHMOH-PaIUKaj SBISETCS TJIaBHBIM TEPBUYHBIM ITPOAYKTOM BOCCTaHOBJIE-
HUSI MOJIEKYJISIPHOTO KMCJIOPO/a B XJIOPOILIacTax Mpu (PyHKIIMOHMPOBAHUU
dorocucremsr 1 (PC I). PorounnynupoBanHas reHepanuss APK B oc-
HOBHOM 3aBUCHUT OT YCJIOBUI BHEIIHEW Cpeabl U OT (PM3MOJOTUYECKOTO
cocTosiHug ¢poTocuHTeTMYecKoro anmnaparta [13]. Ilpu orpannyeHuu puk-
cauun CO, B ycnosusx 3acyxu ny1 HAJI®H pacxonyercs ciabo, Beien-
CTBME YEro MPOMCXOAMUT «yTeuKa» 3JEKTPOHOB OT heppesoKCHHA K MOJe-
KyJISIPHOMY KMCJIOpPOAY B peakumu Menepa.

OO6pasyloluecs B XJIOPOIUIACTaX CyNepOKCUAHbIE aHMOH-PaarKaIbl
noa BiaMsiHUEeM cynepokcuaavcemytadsl (COJl) nerko mpeBpalialorcsl B
nepokcua Bogopona. IlocinenHuii MOXET BBIMOJHATh CUTHAJIbHbBIE (DYyHK-
LIMY B XJIoporuiactax, u, 1upGyHAupYsT B IUTOILIa3My, y4acTBOBaTh B 00-
1IeM KJIETOYHOM CUTHajuHre [14].
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[lepokcua Bomopoda TakkKe MOXKET 00pa30BbIBATh TMAPOKCUILHBIN
pagukai, BcTymas B peaknuio @DeHTOHa, I KOTOPOW B XJIOPOILIACTaX
MMEIOTCS COOTBETCTBYIOIIME YCIOBUS (HAJIMYKME MOHOB METAJVIOB C Iepe-
MEHHOM BaJICHTHOCTEIO) [15].

®otocuctreMa 11 (DC II) paccmarpuBaeTcst B Ka4eCTBE OCHOBHOTO MC-
TOYHMKA CUHIJIETHOTO Kucjaopona. OH oOpasyeTcsl B pe3yJibTare Iepexoaa
xnopoduiia Py B TPUILIETHOE COCTOSIHME B peakUMOHHbIX LeHTpax PC 11
n (WIM) B CBETOCOOMpaIoleM KOMIUIEKce. BeposaTHOCTh oOpa3oBaHUSI CUH-
[JIETHOTO KMCJIOPOAA YBEJIMUYMBAETCS TPU IEPEBOCCTAHOBICHHOCTU 3JIEK-
TPOHTPAHCIOPTHOM 1IN B YCJIOBUSIX ACUCTBUS cTpecc-(pakTopoB [16].

Ilepokcucombl SABISIOTCSI KOMIAPTMEHTaMU, B KOTOPBIX ITPOMCXOIST
WHTEHCUBHBIE TTpoliecchl oOpasoBaHus n yruansdanun APK. OmHa u3 oc-
HOBHBIX (DYHKUMI 3TUX opraHeul — ¢oroasixanue. [Ipu doToabixaHuu
(ocdornukonar, mocTynarolmuii U3 XJI0pOIUIACTOB, MPeBpalllaeTCcs C yJa-
ctueM (ocdormkonatdocdarassl B IIMKOJAT, a 3aTeM IO BIUSHUEM
JIMKOJIATOKCHUIA3bl B TIMOKCHIAT ¢ 0O0pa3oBaHMEM MEPOKCHUAA BOIOPOA.
ITepokcua BOOoOpoaa TaKKe MOXET 00pa3oBBIBATHCS B ITEPOKCUCOMAaX IpU
B-OKMCIIEHUN XHUPHBIX KUCIOT [16]. DoTombIXaHME CUMTAETCSI BasKHBIM
MEXaHU3MOM MpeAoTBpalleHus (OTOMHIMOMPOBaHMS, TMOIAEPKAHUS
TpaHcnopTa 31eKTpoHoB depe3 PC II B ycmoBusix 3acyxu. [lokazaHo, 4ro
Y 2Kapo- M 3aCyXOYCTOMYMBBIX COPTOB MILUEHULIbI YyCHIIeHUE (POTOIbIXaHUS
B CTPECCOBBIX YCIOBHUSIX CITOCOOCTBYeT Toaaepkanuio aktuBHoctu OC 11
[17]. B ToO ke Bpems MOBBIIIEHHME MHTEHCUBHOCTU (DOTONBIXaHUS TIPU 3a-
CyX€ COMNPOBOXIAETCS YBEJMUEHVEM COIepXKaHMUs MepoKCcuaa BOAOpoaa B
KiIeTkax. Paccunrano, uro 6onee 70 % obero konmyectsa H,O, B ycio-
BUSIX 3acyxu oOpasyeTcs 3a cuyeT oronbixaHus [18].

Mumoxondpuu, Kax M XJOPOIUIACThI, coaepXkar 00JbIIoe KOJIUYeCTBO
MEePEeHOCYMKOB 3JIEKTPOHOB. OKMCIUTEIHHO-BOCCTAHOBUTEIbHBIM MOTEH-
LMaja TeX U3 HUX, KOTOpble 00pa3yloT HavyajdbHbIe U CPEAHME YYaCTKM 1ie-
M1, 4acTO OKa3blBaeTcs oTpuuareibHee, yemM —0,3 B (moreHuuan mapsl
0,/0,7). D10 03HayaeT, YTO Ciy4yaiiHOE B3aMMOAEHCTBME JAHHBIX IEpe-
HOCYMKOB C MOJIEKYISIPHBIM KMCJIOPOJOM MOXKET MPUBECTH K OTHODJIEK-
TPOHHOMY BoccTaHoBieHuio O, no O, [11]. DneKTpOHTpaHCIOPTHLIE
komiuiekcsl I n III paccMaTprBarOTCS KaK OCHOBHBIEC CAWTHI YTEUKM 2JIe-
kTpoHOB [19]. Ckopoctb reHepannu ADK cyliecTBEeHHO 3aBUCUT OT CTe-
MEeHU BOCCTAHOBJAEGHHOCTU 3JIEKTPOHTPAHCHOPTHON LIENM M MEMOpPAHHOTO
noreHumana. Juccumnamus MeMOpaHHOTO IOTEHIMajda IMPOMCXOAUT IIpU
okucauteabHoM (pochopmimpoBanuu AJIP. [TosToMy, €CiM B MUTOXOH-
npusix noctatoyHo AI® u oH akTMBHO (hocHopuIupyeTcs, TUCCUTIALIAS
MPOTOHHOIO TpagvMeHTa CHMWXAeT MeMOpaHHBI TMOTEeHLUMAT U BEPOSIT-
HocTh TeHepauuu O, [19].

B 1iesoM cuuTaercs, 4To AbIXaTesibHas 1IeNb MUTOXOHIPHUI MeHee
MOIIHBINA McToyHUK ADPK 10 cpaBHEHMIO C 3JEKTPOHTPAHCIOPTHOM 1ie-
nbio xjoporiactoB. OnHako B TEMHOTE WIM B HE(OTOCHMHTETUUYECKUX
TKaHSIX MUTOXOHAPHUHU MOTYT BHOCUTD CYIIIECTBEHHBIN BKJIaj B T€HEPALUIO
A®K [20]. IMomyyeHbl mMaHHBIE, CBUACTEILCTBYIOIIME O 3HAYUTEIHBHOM
BKJIaJile MUTOXOHAPHUI B MPOLECCHl OKUCIUTEIbHBIX TTOBPEXACHUI pacTe-
HUI B YCJIOBUSIX 3aCyXu. Tak, B CTPECCOBBIX YCIOBUSX B JIMCThSIX MILIEHU-
1kl cofepkaHue KapOOHUIMPOBAHHBIX OEJIKOB B MUTOXOHAPHUSX OBLIO Ha
MOPSIIOK BBIINIIE, YeM B Xyioporuractax [21].
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Anonaacm. Penokc-meTaboam3M amoruiacta ornpenessieTcst (yHKIINOo-
HupoBaHvueM ADK-reHepupyonx 1 aHTUOKCUAAHTHBIX (PePMEHTOB, JIO-
KaJIM30BaHHBIX HE TOJILKO B CAMUX KJIETOYHBIX CTeHKAaX, HO M B Iula3Ma-
TU4YecKoi MeMmOpaHe [22].

Ocoboe 3HaueHue B obOpasoBaHun ADPK B amomiacre uMeeT
HAJI®H-okcunasza (K® 1.6.3.1). DT0T (pepMEeHTHBIII KOMITJIEKC BOCCTA-
HaBJIMBAeT MOJICKYJISIPHBIM KHUCJIOPOI ¢ OOpa30BaHUEM CYNEePOKCUIHOTO
aHMOH-paanKaa:

HAI®H + 20, - HAI®* + 20,~ + H*,

B peakium ucrnons3yercsa nutoruiazmatudeckuii HAJI®H, snexrpo-
HBI OT KoToporo ¢ ydactueM PAJl 1 rema repeHocsTCsl CKBO3b MeMOpa-
HY Ha Hapy>XHYIO €€ CTOPOHY K MOJIEKYJSIPHOMY KMCJIOpPOAYy ¢ oOpa3oBa-
HUEM CYIIEpOKCHIHOIO aHMOH-pamukania [23, 24].

PactutenbpHass MmeMOpaHocBsi3aHHasl cyobenuuuia HAJI®H-okcuna-
3bl MMeeT N-KOHIIEBO y4YyacTOK, KOTOPBI CBSI3bIBAET MOHBI KaJbLIMS.
PacturenbHbie romoniorn HAJI®H-okcraassl comepkaT TakxKe IIUTO30J1b-
oot ®AJ1- 1 HAJI®H-cBs3bIBalole TOMEHBl U 1IeCTh TPaHCMEMOpaH-
HBIX crupajeil ¢ AByMs TeMaMu, HeOOXOAMMBIMU JIJIsI TPAaHCIIOPTa 3JIeK-
TPOHOB K BHEKJIETOYHOMY AaKIIECITOPY MOJEKYJISIpHOro Kuciaopoma [23,
24]. Perynsuust aktuBHocT HAJIPH-0KCMmasbl MPOMCXOIUT C TIPSIMBIM
M KOCBEHHBIM y4yacTMEM MOHOB Kajblius, ¢ochaTuaHON KHUCIOTH U ITy-
TeM (HochOpUINPOBAHMS KaTaIUTUUECKON CyObeanHuULIb [25].

HAJI®H-okcunasza urpaet poib B (opMUpoBaHUM CUTHATBHBIX ADK,
MpUYeM He TOJILKO B OTBET Ha 3apa’keHue MaToreHaMu, HO M B PEaKLMSIX
Ha abMOTUYECKHNE CTPECCOPHI, B TOM 4mciie 3acyxy [26]. [TokazaHo, 4TO B
HavyaJbHBIA MOMEHT 00€3BOXMBAHUS KOPHEN IMMPOPOCTKOB MIIEHUIIBI JEH-
cteueM [19I" 6000 mporcxoanao KpaTKOBpeMEHHOE YCUJIEHHWE TeHepalluu
WMHU CYNEPOKCHMIHOIO aHWOH-paauKasa, KOTOpoe MpeaoTBpallaioch Iei-
ctBueM uHrnoutopoB HAJI®H-okcunassr [27]. PanauMm addexrom meii-
CTBUSI YMEPEHHOTO 00€3BOKMBAaHUS ObLIO TakKe IOBBILIEHNWE aKTUBHOC-
™ COJM. B Oosiee mo3mHuii Tepuoj ACHCTBUSI CTpeccopa B KOPHSIX
MPOPOCTKOB TOBBIIIAJINUCH aKTUBHOCTY APYTUX AHTHOKCHUIAHTHBIX (hep-
MEHTOB — acKopOaTrmepoKcuaasbl, rBasKoJNepoKCcuaas3bl, Katanaasbl. [1pu
3TOM MpenodbpaboTka nmpopocTtkoB nHruouropamu HAJPDH-okcumassl u
CO/Jl cuumana 3p¢heKkT MOBbIIEHNs aKTUBHOCTH aHTUOKCUAAHTHBIX (hbep-
MEHTOB M CHMXKaJla YCTOMUYMBOCTh MPOPOCTKOB K MOCIEAYIOIIEMY NEMCT-
BUIO XXECTKOTO OCMOTHYeCKoro crpecca [27].

I'emoBbIE TIEpoKcHAa3bl kinacca [I1 cocTaBIsIOT OKOJI0 MOJIOBUHBI OK-
CUIOpPENyKTa3 KJIETOYHbIX CTeHOK [22]. Hapsimy ¢ aHTMOKCHIAHTHON aK-
TUBHOCTBIO TMEPOKCHUIA3bl MOTYT MPOSIBJISITh MU OKCHUIA3HYIO aKTUBHOCTb,
CBSI3aHHYIO C Tiepenayeid 2JeKTPOHOB OT BOCCTaHOBUTEJEH (Hampumep,
HAIIH) na xucnopox u obpazoBanuemM ADK [28]. BrioirHe BeposiTHBIM
MpeAcTaBisieTcs ux yvyactue B obpaszoBanmu ADPK mpu ocmoruueckom
ctpecce. Tak, mokazaHO, YTO yMEPEHHOE OCMOTHUYECKOE BO3JACHCTBUE Ha
KOPHM TIPOPOCTKOB MIIEHMIIBI, KOTOPOE WMHAYLMPOBAIO IOCIEAYIOIIee
pa3BUTHE MX YCTOMYMBOCTM K TOTEHIMAJbHO JIETATLHOMY OCMOTHUYECKOMY
CTpeccy, BbI3bIBAIIO KPATKOBPEMEHHOE TMOBBIIIEHNE aKTUBHOCTHA BHEKJIETOY-
HOI TIepOKCHIa3bl M comepxXaHMsl Iepokcuaa Bomopoda [29]. OOpaborka
MPOPOCTKOB MHIMOMTOPOM TEPOKCHAA3Bl CATULIWITHIAPOKCAMOBOM KHCIIO-
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TOI cHUMaa 3¢ (EKT MOBBIIICHNS] aKTUBHOCTU (pepMEHTa M YACTMYHO HU-
BeJpoBaa nospiieHue cogepxanus H,O, B kopHax. MHrubuposanue
BHEKJIETOUHOM TTEPOKCHIA3BI TTPETISITCTBOBAJIO TAKXKE IMOBBIIIEHUIO YCTOM-
YUBOCTHU MPOPOCTKOB K OCMOTHMYECKOMY CTPECCY, BBI3BIBAEMOMY TpeIBa-
pMTEJIbHBIM yMEpeHHbIM ero BosaeiictBueM [29]. Takum oGpasom, ecTb
OCHOBaHMSI TIojlaraTh, 4To Tepokcumaza Hapsay ¢ HAJIPH-okcunasoi
MOXET OBITh MCTOYHMKOM oOpasoBaHuss ADK B amoruiacte, MHIyLMpYye-
MBIM OCMOTHYECKMM CTpeccoM, a Takxke, yto ADPK, reHepupyemble ABY-
M 9TUMU (PepPMEHTAMHU, BBITIOTHSIIOT CUTHAIBHBIC (DYHKIIMM ¥ HEOOXOIH -
MBI JIJIS aKTUBAIIMU 3alIUTHBIX peaKlMii Ha OCMOTUYECKMIT CTpecc.

DOyHKIMOHUPOBAHHE KOMIIOHEHTOB AHTHOKCHIAHTHOM 3aIIMTHI MpH 3a-
cyxe. YHMBEpCAJbHON U OOIIETIPUHSITON Kiaaccu(UKalMU aHTUOKCHIAH-
TOB JIO CUX TIOp He cyiiecTByeT. MMeeTcst MHOXKECTBO TOIBITOK CHCTEMa-
tr3au KoMnoHeHTOB AOC 1Mo pa3IMyHbIM MPU3HAKAM: MOJICKYJISIPHOM
Macce; MeXaHU3My JeCTBUS, B TOM YMCJIe KaTaIUTUIeCKONH aKTUBHOCTH,
ruapodobHocTu U ruapoduibHocTU [30]. CornacHo kiaccugukamnum, 0a-
3UPYIOLIEHCS OMHOBPEMEHHO Ha MeXaHWU3Me JCUCTBUSI U MOJECKYJISIPHOM
Macce, BBIICSIOT CICIYIOIIe TPYIbl aHTUOKCUIAHTOB: 1) (hepMeHTHI,
o6e3BpexuBalone APK (CO/, xaTanasza, pasiddHble IePOKCUIA3HI);
2) depMeHTHI JEeTOKCHKALIMK JUMIUIOB (TJIyTaTuoH-S-TpaHcdepasa, ¢oc-
hommnua-ruaponepoKCUa-rIyTaTUOHIIEPOKCHAA3a U Jp.); 3) HU3KOMOJIE-
KYJISIpHBIE aHTHOKCUIAHTBI — TJIYTaTMOH, acCKOPOMHOBasl KMUCIOTa, (e-
HOJIBHBIE COENMHEHUSI, TOKODepobl; 4) pereHeparopbl aKTUBHBIX (DOPM
aHTUOKCHAAHTOB (MOHOIETHIpoacKopOaTpemnyKTasa, AeTuapoackopoarpe-
JyKTasa, TayratuoHpeaykrasza) [31—34|. B mocienHee BpeMsi K aHTMOKCH-
JAHTaM OTHOCSIT HEKOTOpbIe COCTMHEHUS, UII KOTOPBIX aHTUOKCUIAHTHAST
byHKIIMS He SBISIETCS OCHOBHOM, HO 00JIamalolye SBHO BBIPAXKEHHBIMU
AHTUOKCUIAHTHBIMM CBOMCTBAMM M HaKaIUIMBAIOIIMECS B OTBET Ha JCMCT-
BHe CTpecc-(haKTOpOB, B TOM YHCIIE 3aCyXH, B OOJIBIIMX KOJWYECTBaX, B
MEePBYIO ouepeb MPOJMH U HEKOTOpbIe MOauoisl [7, 33].

Depmenmamuervle aHMUOKCUOAHMb! KATATU3UPYIOT TTPEUMYIIICCTBEH-
HO IETOKCHKAIIMIO CYITepOKCHIa M MepoKcumaoB. O0IIme cBeaeHus o dep-
MEHTAaTUBHBIX aHTUOKCUAAHTaX MPUBEACHHI B Ta0I. 1.

Cynepokcugnucmyrasa (COI, K® 1.15.1.11) saBusieTcd Kiode-
BBIM (DEpMEHTOM aHTMOKCHIAHTHOMW 3allIMTHl ¥ BBHITIOJHSET POJIb TTEPBUY-
Horo pybexa mpotuB AMK [35]. Takyio dyakuuo COJl CBSI3BIBAOT C
TEeM, UYTO, BIMMUHUPYS CYMEePOKCUIHBIC paavKalbl, 3TOT (PePMEHT OTIO-
CpPeIOBaHHO YMEHBIIAET BEPOSITHOCTh O00pa30BaHMST TMIPOKCWIBHBIX pa-
MIUKAJIOB, CUHTJIETHOTO KUCJIOpoaa, epoKcuHUTpuTa U npyrux ADK, ko-
TOpBIE B CHJIy BBICOKON pPEaKIIMOHHOW CIIOCOOHOCTM HE MOTYT OBITh
yaajeHbl OeTKOBBIMU Katanm3atopamu [36, 37].

CO/l xaTanu3upyeT peakuuio TUCIPOIOPLIUOHUPOBAHUS CYyHEPOK-
CHUIHBIX aHWOH-PAINKAIOB IO MOJICKYJISIPHOTO KUCIOPOIa M MepOKCHUIa
Bogopona. OHa MpencraBieHa 3HAYUTEIbHBIM KOJUYECTBOM MOJIEKY-
JISpHBIX (popM. B MX aKTMBHBIX IIEHTpaX MOTYT OBITh TaKMe METaJUIhI,
kak Cu, Zn, Mn, Fe.

Cu/Zn-COJ (M, 30—33 k/I) aBngerca HamboJee PacIpOCTPaHEH-
Hoit dopmoii COJl B ximetkax pacteHumii. OHa JOKajaM30BaHA B Pa3HBIX
KOMITapTMEHTaX — XJIOPOIUIACTaX, MUTOXOHIPUSIX, TIEPOKCUCOMAX 1 arto-
mwracte [35—37]. 3nauurenpHoe KojmdecTBOo Cu/Zn-COJl BEHISIBICHO B
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uuto3one. LlurozonbHast ¢opMa depmeHTa OOHapyXeHa Ha TOHOILIACTE
WJIM BO3JIe HEro, a Takke B caMoMm simpe [35]. Ilpenronaraercs, 4ro B sii-
po CO/l momamaer depe3 simepHbIe mopbl M 3ammuinaer JHK-durramenTs
OT OKMCJIMTEIbHBIX MOBPEXKICHUI.

Mn-COI (M, 75—94 x]I) conepXuTcad B MaTpUKCe MHUTOXOHAPUI
[37] n repokcucomax [38]. OTMeueHa 3HAYMTETbHASI TOMOJIOTHSI aMWHO-
KHCJIOTHBIX MOCJIEI0BAaTEIbHOCTEH (hepMEeHTa B MUTOXOHAPUSIX C TAKOBOM
B Ilepokcucomax [38].

Fe-COJl (M, 36—48 k/l) sokanu3oBaHa B KJIETKAaX PACTEHWI Ipe-
MMYILECTBEHHO B XJIOPOILJIAacTaX KaKk B CTpOMeE, TaK U Ha MeMOpaHax Tu-
Jakounos [35].

Bo MHorux pabortax mpeanpuHUMAINUCh MOMNBITKU MPOAaHATIU3UPOBATh
CBSI3b MeXay oO1ieil akTuBHOCTBI0O COJl MM aKTUBHOCTBIO €€ OTIAEIbHBIX
¢dopM M 3aCyXOyCTOMUYMBOCTEIO. B OOJBIIMHCTBE MCCIeIOBaHUIA OTMEUYeHA
MOJIOXKUTENbHAS CBSI3b MEXy aKTMBHOCTBIO (DepMEHTa B YCIOBUSIX CTpecca
U YCTOMYMBOCTBIO pacTeHuid. [lokazaHo, 4TO y 3aCyXOYCTOMYMBBIX COPTOB
pYca B OTJIMYME OT HEYCTOMYMBBIX B OTBET Ha CTPECC IMOBBIIIANACH aKTHB-
Hocte CO/I [39, 40]. [Ipu cuibHOM 00E€3BOXMBAHUM y 3aCYyXOYyCTOMYMBOTO
copra mieHulbl aktuBHOCTh CO/l BnBoe mpeBbilliaja KOHTPOJIBHBIC 3HAUe-
HMSI, B TO BpeMsI KaK y HEYCTOMYMBOIO ObUIa B 2 pa3a HWXKE, YeM B KOHTPO-
ne [41]. B da3ze MOIOUYHO-BOCKOBOI CITEJIOCTH Y MHTEHCHUBHOTO COPTA ITIIIe-
Hunbl  ®aBoputka aktmBHOcTh COJl B XJIOpoIulacTax oOcCTaBalach
CcTaOMIbHOM M 3HAYMTEIBLHO MPEBbIlIAia TAKOBYIO Y COpPTa «CTapoi» Celek-
mu MupoHoBckast 808, 4TO MpeaoTBpaIlaio CTapeHNEe JTUCTEEB M CIIOCO0-
CTBOBAJIO COXPAHEHMUIO JOCTAaTOYHO BBICOKON MHTEHCHMBHOCTU (hOTOCHMHTE3a
[42]. TToBbieHHas aktuBHOocTh COJl ObUTa XapakTepHa W AJIs1 3aCyXOYCTOM-
YUBBIX THOPUIOB KYKYypy3bl [43]. Y 3acyxoycToitumBoOro copra copro 3¢g¢exT
(boToMHTMOMpPOBaHNS, BBI3BIBAEMBII BOXHBIM Je(UIIUTOM, TPOSIBISUICS B
MEHbIIIEeH Mepe, YeM y HeycToHuuBoro [39]. BToT (peHOMEH aBTOPHI CBSI3bI-
BalOT ¢ MeHbIIMM HakoruieHueM AM®K y 3acyxoycTtoifumBoro copra, obyc-
JIOBJICHHBIM OoJibieit akTuBHOCThIO CO/l 1 Apyrvux aHTUOKCUAAHTHBIX (hep-
MEHTOB B Xxjoporuiactax. I 3acyxOoyCTOMYMBOIO COpTa WHAMKACKON
TOpYMIIbI TakXke ObUTa XapakTepHoi BbicOKasi aktuBHOCTHL COJl [44]. V 3a-
CYXOYCTOMUYMBOIO COpPTa MaHAapyWHA 3KCIIPECCUSI TEHOB M aKTMBHOCTb pas3-
HbIx popm CO/I mipu coyeTaHHOM JAEWUCTBUM 3aCyXM M TEIUIOBOIO IIIOKA CO-
XpaHsulach Ha 0oJjiee BBICOKOM YpPOBHE MO CpPaBHEHUIO C TaKOBOH Yy
yyBcTBUTENBHOTO [45]. [lonoxurenbHas CBSI3b MEXIY 3aCyXOYCTOMUMBOCTHIO
u aktuBHOCTBIO CO/I TakKe IMoKa3aHa Ha TIpUMEpPe COPTOB BUTHHI [46], jTto-
uepHsl [47], BuHOrpaaa [48] u MHOTUX APYTMX BUIIOB.

Karamaza (K® 1.11.1.6) mpeacraBiseT coboii TeMOCOIEpXKallluii
depment ¢ M, okono 250 xJI, karanusupyoumii pasnoxenue H,O, Ha
BOJYy ¥ MOJIEKYJSIpHbIN Kucnopond. KaTanaza jokann3oBaHa MperMyIIECT-
BEHHO B MEPOKCHMCOMAX M TJIMOKCHCOMaX, ee crneuuduieckas ¢popma Bbl-
sIBJIeHa TaKke B MUTOXOHIpHX (cMm. Taom. 1) [49, 50].

Y XMBOTHBIX OOHapyXeHa TOJbKO OofaHa u3odopma KaTanasbl, KO-
Jupyemasi OmHUM reHoM. B To XKe BpeMsi B pacTeHMSIX cOoAepKaTcs pas-
JMIHBIE N30(pOpMBI (hepMeHTa, KOIMpPYeMble TeHHBIM ceMelicTBoM. Taxk,
B MaTpUKCE MEPOKCUCOM apabuaorncuca ooHapykeHbl TPU MOJIEKYJISp-
Hble (OpMBbI Karajiadbl, KOTOpPbIE MO-Pa3HOMY 3SKCIPECCUPYIOTCS Ha
pa3HbIX cTaausax pa3Butus [51].
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CuuraeTcs, 4TO KaTajaza B OTJMYME OT mepokcuaas 3¢h@eKTUBHO
JENCTBYET Npu BICOKMX KOHLEeHTpauusax H,O,. I1pu stom ogHa mMoseky-
Jia Katajasbl 3a 1 MMHYTYy MOXET MpeBpaTUTh 0Koj10 6 MiiH Mosekysn H,O,
B H,O u O, [52]. CBa3b MeXy 3aCyXOyCTOMYMBOCTBIO PACTEHUIA U aKTUB-
HOCTbBIO KaTaja3bl He sSBJseTCS oueBUAHOM. Tak, copTa ToMara, yCTOMYM-
BbI€ K OCMOTMYECKOMY CTPeCCy, OTJINYaIUCh HU3KOM aKTMBHOCTBIO KaTa-
JIa3bl, P 3TOM B CTPECCOBBIX YCJIOBHMSIX OHM HAKaILJIMBAIM TE€POKCHIA
BOJIOPOJia MEHbIIIe, YeM 4yBCTBUTEJIbHBIE [53]. Bbhicokasi akTUBHOCTb Ka-
Taja3bl IIpU 3acyxe Oblja XapaKTepHON MJIs1 HEYyCTOMYMBOIO COpPTa JIIOLEp-
Hbl [47]. B TO ke BpeMs y 3aCyXOyCTOMUYMBBIX COPTOB pUcCa B MEPOKCUCO-
MaxX aKTMBHOCTb KaTajasbl Obula BbIIIE, YeM y HeyCTOMuuBbIX [54]. V
3aCyXOyCTOMYMBOIO COpTA IILIEHUIIbI B TeueHue 12-CyTOUYHOI MOYBEHHOM
3aCyXM aKTMBHOCTb KaTaja3bl 3aMETHO MOBBIIIAIACH OTHOCUTEIHHO KOH-
TpoJsisl, a Y HeycToiumBoro cHizkanachk Ha 20—70 % [41]. INoBbieHHas
aKTMBHOCTb (pepMeHTa IpHu 3acyxe 3apMKCUpPOBaHA Y PACTEHUI KyKYpYy3bl
[43], naoumiickoii ropuniibl [44], BuHOTrpana [48], BUrHbI [46].

Ackop6arnepokcunasza (K@ 1.11.1.7) obesppexusaer H,0, ¢ yua-
CTHMEM acKOpOMHOBOI KHUCIOTHL. OHa SIBISIETCS TeMOcoIepXKaliuM (hepMeH-
TOoM [55]. AckopbaTtnepokcuaasa J0KaJIM30BaHa MPEeUMYILECTBEHHO B XJIO-
poracTtax, OAHAKO COMAEPXKWTCS TakXkKe B IUTOIJIa3Me, MUTOXOHIPUSX,
nepokcucomax M aroriacre (cm. tada. 1) [12]. XnopomiactHeie (hopmbl
(bepMeHTa JIOKAIM30BaHbI B CTPOME, TUJIAKOMIHOM JIIOMEHE M THUJIAKOMAAX
[5]. B 3aBUCMMOCTM OT Buma pacTeHusi (PopMbl acKopOaTIIepOKCHIA3bl MO-
TYT KOAMPOBAThCS MO0 OMHMM TeHOM (Tabak — Nicotiana tabacum) co cie-
IYIOIIMM aJIbTePHATUBHBIM CIUIAMCUMHIOM IPOAYKTa, JMOO HECKOJIbKUMU
reHaMu, Kak y apaounoricuca (Arabidopsis thaliana), puca (Oryza sativa) n
tomata (Solanum lycopersicum) ¢ nuddepeHIIMaIbHOM peryasauueit [56].

[Mpenmonaraercs, yto THiakoumHas ¢dopma (epMeHTa BHOCUT OOJIb-
LM BKJIaA B 3aCyXOYCTOMUYMBOCTh MO CPABHEHUIO CO CTpoMaibHOM [J]. Tak,
Y PacTeHUI MILEHULIB B YCJIOBUSX 3aCyXM KOJMYECTBO TPAHCKPUIITOB THJIA-
KOMIHOM acKopOaTNepoKCUIa3bl Y 3aCyXOyCTOMUYMBOTO T€HOTHUIIA YBEJIMYM-
BaJIOCh 00JIee CYIIECTBEHHO MO CPABHEHMIO C YYBCTBUTEJIBHBIM [S57].

CB43b MEXAYy aKTHUBHOCTBIO acKopOaTmepoKCHAasbl U 3aCyXOYCTOM-
YHMBOCTBIO PACTEHUI TTOKa3aHa He TOJIBKO ISl XJIOPOIUIACTHBIX (hopM (ep-
MeHTa. Hampumep, MyTaHThl puca, HOKAyTHbIE IO IIMUTO30JIbHON acKop-
OaTnepokcuaaze, OTIMYAIUCH OOJIbllIell YyBCTBUTEIBHOCTBIO K 3acyxe,
3acojieHnIo u xojonay [58]. B amanranmm puca K 3acyxe 3ajeiicTBOBaHa U
(opma ackopbarnepokcuaasbl, JOKaIU30BaHHAS B Mepokcucomax. Tak, B
YCJIOBUSIX 3aCyXM aKTMBHOCTh (pepMEHTa B 3TUX OpraHejuiax ObLia BhILIE Y
3aCyXOyCTOMYMBOTo copTta [54]. B mesaom poiik pa3HbIX (popM acKopOaTIie-
poKcHIa3bl B afanTallMyd pacTeHUi K 3acyXe He BbI3bIBA€T COMHEHUN U
Mmoka3zaHa Ha MpuMepe MpeACTaBUTENIe pa3IUYHbIX TaKCOHOMUYECKHX
TpyIII: KyKypy3sl [43], copro [59], TomaTa [53], ropuniibl [44].

ITepoxcumassl kynacca III, M Tak Ha3pIBaeMbIE KJIACCUYECKUE
(Hecneunduyeckre), OTHOCATCS K MYJIbTU(PYHKIIMOHAIBHBIM (hbepMeHTaM
[60]. OHM sBISIIOTCS TeMOcOoAepKalMMU TIMKonpoTenHamu. [lepokcuma-
3bl knacca III komupyloTcss OOJBIIMM KOJWYECTBOM T€HOB, KOTOPOE CO-
cTaBiIsIeT Kak MUHUMYM 73 y Arabidopsis thaliana n 138 renoB y Oriza sati-
va [60]. OHM 00e3BpeXMBAIOT MEPOKCHI BOAOPOAA, MCIOIb3YS IS 5TOrO
pa3TUIHBIE BOCCTAHOBUTEIM (4Jaiie (peHOIbHBIE COSTMHEHNS).
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Hapsiny ¢ aHTMOKCHAAHTHOW (yHKUMEN TIepoKcHuaasHasi cucreMa
y4acTBYeT B 0O€CIIEUYEHMH MPOTEKAHUS MHOTMX APYTMX peakiuii, B KOTO-
PBIX MEPOKCUA BOAOPONA MCMOJIb3yeTCs KakK OKucauTeb. Ilepokcumasbl
TaK>XKe MOTYT IMPOSIBIATh OKCUAA3HYI0O aKTUBHOCTb C Tepeaayeil 3J1eKTpo-
HOB OT BoccTaHoBurelneil (Hanpumep, HAJIH) Ha MoJeKyJIsIpHBII KHCIO-
poxn, Tipu 3ToM 00pa3yloTcs CynepoKCcua M Mepokcua Bogopoaa. Kak yxe
OTMEYaJIoCh, OOJIbLIEE KOJTMYECTBO CyNepoKcuaa u, Kak cuenacrsue, H,O,,
MOXET TFeHepMpOBaTh IMEepPOKCHIa3a KJIETOUHBIX CTEHOK. B TO ke Bpems
JUIS1 pacTBOPUMBIX Iepokcuaas kiacca III ©ojsee xapakTepHbl aHTUOKCHU-
naHTHbIe ¢yHKIuU [61]. Takue opMbI TepoKcuIa3bl JIOKATM3YIOTCS TIpe-
MMYIIECTBEHHO B IIMTOILIa3Me M BakKyossx (cM. Ttabmi. 1). IlokazaHo Bo-
BJIEUEHME PACTBOPMMbIX MEPOKCUAA3 B AHTUOKCHIAHTHYIO 3alllUTy IIpU
3acyxe y pacreHuii puca [40], KyKypy3sl [43], ropuutisl [44], BurHbl [46],
BuHOrpana [48], uurpycoBbix [62]. BMecte ¢ Tem, 3acyXOyCTOMUMBBII
COPT JIIOLEPHBI B CTPECCOBBIX YCAOBUSIX MPOSIBISUT MEHBIIIYIO aKTUBHOCTD
MEePOKCHIA3bl 110 CPAaBHEHMIO C HEYCTOMUYUBBLIM [47].

I'nyraruonpenykrasa (K® 1.6.4.2) — ¢maBonpoTenHOBasi OKCUIO-
peayKTasa, XapakTepHas Kak JUTS IPOKapHroT, Tak W I 3yKapuoT [63]. Dot
(bepMeHT sBJsIeTCS KIIIOYEBBIM KOMIIOHEHTOM acKOpOaT-riIyTaTMOHOBOTO
LIMKJIa 1 O0ecTieYrBaeT MoaAepKaHWe MyJia BOCCTAHOBJICHHOIO IIyTaTMOHA
3a CUeT MCIOJb30BaHMs B KayecTtBe BoccraHoBuTenss HAJ®H [30]:

GSSG + HAA®H — 2GSH + HAJO™.

[lykn BKJIIOYAaeT B3aMMOCBSI3aHHBIE OKMCJIUTEIbHO-BOCCTAHOBU-
TeJbHBIC peakiMM C ydyacTMeM ackopOata, rmyratmoHa u HAJI®H [5].
Ackopbarmepokcuaasa 00€3BpeXMUBAET TMEPOKCUI, OKMCISISI ackopOatT
10 MOHoaeruapoackopoara. [locienHuit MOXeT BOCCTAaHABIMBATHCS MO-
HoxeTuapoackopbarpenykTasoit 3a cuetr HAII®H. [pyroit myTh 3aKitoya-
€TCS B OKHMCJIEHMM MOHOJAeruapoackopbara mo meruapoackopdara. s
€ro BOCCTAHOBJICHUS AeTuapoackopodaTpenykra3oit ncnoias3yercss GSH. B
CBOIO OuYepeab OKMCICHHBIN TJyTaTUOH BOCCTAHABIMBAETCS TJTyTaTUOHPE-
nyktasoi ¢ ucnonb3oBanneM HAI®H [30]. I'myratMoHpenyKTasa JIOKa-
JIN30BaHa TPEMMYIIECTBEHHO B XJIOPOIUIACTAaX, XOTS BBISIBJIEHA TakXKe B
MEPOKCUCOMAaX, MUTOXOHAPUIX U 1IMTO30J1e (cM. Tabm. 1).

[myrarnoHpeayKra3bl KOAUPYIOTCS HEOOJBIIMM CEMEMCTBOM T€HOB,
pa3IuyHble TeHbl, KOAUPYIOIIME UX, OMMCAaHbl U3 Pa3HbIX TEHOMOB pacTe-
Huii (Hampumep, no aBa ans1 Arabidopsis thaliana, Nicotiana tabacum n
Pisum sativum, o tpu nna Oryza sativa n Populus trichocarpa) |[5].

CBs3b MEXIY 3aCyXOYCTOMYMBOCTBIO PACTEHMI M aKTHBHOCTHIO TJTy-
TaTMOHPEAYKTa3bl U3yvyaslaCh B OCHOBHOM B KOHTEKCTE BOBJICUEHHSI STOTO
(bepmeHTa B (DyHKIIMOHMPOBAHHUE aCKOPOAT-TYTAaTUOHOBOTO IIMKJIA 1 €Tr0
(byHKIIMOHANBHBIX CBsI3ell ¢ Apyrumu (epmenramu. Tak, y kcepodura
Capparis ovata B OTBeT Ha 00e3BOXMBaHUE 3a(DUKCUPOBAHO TPEXKpaTHOE
yBEJIMUYEHNE AKTMBHOCTM KaK TIyTaTMOHPEAyKTasbl, TaK M ackopoOarrme-
pokcuaassl [64].

I'nyraruon-S-tpancdepasza (KD 2.5.1.18) BeIIOIHSIET aHTUOKCH-
JMaHTHbIe (yHKLMHM, 00e3BpexrBasi TUAPOPOOHBIE MPOMYKThl MEPOKCUI-
HOTO OKMWCJICHUS JIUMUAOB MyTEeM WX BOCCTAHOBJICHUS, MPHUCOCANHEHMS
MOJIEKYJIbI BOCCTAHOBJIEHHOTO TJIyTaTMOHA WJIM HYKJI€O(MUIBHOTO 3aMellle-
HUs TUAPOPOOHBIX Tpymn (cM. Tadd. 1).
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I'myraruoH-S-TpaHcdepasza cocpeaoTouyeHa B XJIOpPOIUIACTaX, MUTO-
XOHIPUSIX M TIepoKcucomax [65, 66]. ImyratnoH-S-TpaHcdepasHast akTUB-
HOCTb BBISIBJICHA TaKke B BaKyoursix [32].

DKcIpeccusi TeHa TIyTaTuoH-S-TpaHcdepassl Prosopis juhflora
(PiGST) B pacTeHMsIX prca M Tabaka CYIIECTBEHHO MOBBIIIANA UX 3aCyX0-
ycroitunBocTh [67]. K Takomy ke 3ddekTy mpuBommuia TpaHchopMaius
pacteHuii Tabaka reHoM PpGST u3 ionos rpywmu [68].

B memom B Hacrosiiiee BpeMs HE BBI3bIBAET COMHEHUsI, YTO acKOp-
0ar-rIyTaTUOHOBBIMA LUMKJ MPEACTABISIET CO00I LEHTPaAIbHbIA AaHTUOKCH-
MAHTHBIA MEXaHWU3M B PACTEHMSIX, OTBETCTBEHHBIN 3a JIETOKCHUKAIINIO
H,0,, a onocpenosaHHo u ruipodoObHbIX nepokcuaos. CoxpaHenue Oia-
TOTIPUSITHOTO OKUCIUTEIbHO-BOCCTAHOBUTENIBHOTO CTaTyca OCHOBHBIX
BOJIOPACTBOPUMBIX  OKHCIMTEIbHO-BOCCTAHOBUTEIBHBIX  map  —
2GSH/GSSG u ackopbat/merngpoackopbar, obecrieynBaeMbIX TIIyTaTAOH-
peayKTa3oi, MOHOAETHIPOACKOPOaTPeayKTa3oil M Aeruapoackopbarpe-
IyKTa30i, UMEET pelllarolliee 3HaUeHWE IJIS CTpaTeTMd BbDKMBAHUS B yC-
JIOBUSIX BOAHOTO cTpecca [5]. Bkiam ackopbara, mIyTaTMOHA W IPYTUX
HU3KOMOJIEKYJIIPHBIX aHTUOKCUIAHTOB B (DOPMUPOBAHME 3aCyXOYCTOMYM -
BOCTH PacCTeHUI pacCMOTPEH HIIKE.

Knaccuueckue Huskomonekynaprole anmuokcuoanmol. TpaguLIMOHHO
OCHOBHBIMM HU3KOMOJIEKYJISIPHBIMI aHTUOKCHUIAHTAMU CUMTAIOTCSI BOMO-
pacTBOPUMBIC COCIMHEHUS] — TJIYTaTUOH, aCKOPOMHOBAST KMCJIOTa, HEKO-
TOpble (PeHONBHBIC BEIIECTBA, a TAKXKE TPyIa JUTOMUIbHBIX aHTHOKCH-
JIaHTOB, B KOTOPYIO BXOMAST TOKOGEPOJIbl U KApOTUHOUAKI (Tabj. 2).

AckopOaT SBJISIETCS MOIIHBIM AHTUOKCUIAHTOM, UYTO CBSI3aHO C
(byHKIIMOHMPOBAaHWEM OTHO3JIEKTPOHHBIX HMKINYECKUX TTEPEXOI0B MEXK-
Iy TUAPO- U JeruapoackopoaTHbiMU (hopmamu. BoccraHoBneHHast (popma
ackopbaTa CIIocoOHa HENOCPeICTBEHHO B3aumMozelicTBoBaTh ¢ ADK, a
TaKKe y9aCTBOBATb B BOCCTAHOBJICHWU JIPYTMX HU3KOMOJIEKYJISPHBIX aHTH-
OKCHAAHTOB (o-TOKOepoJsa, TayraTuoHa) B (hepMEHTATUBHBIX U Hedep-

TABJIUIIA 2. OcrogHble HU3KOMOACKYASAPHbIE AHMUOKCUOAHMbL PACMEHUT

AHTUOKCUIAHT | DyHKIMA | CyOKJIeTOUHasl JIOKaIM3alust
AcKopOMHOBasT Hertokcukauust H,O, LlnTO30/1b, XJIOPOILIACTHI,
KHCJIOTa HEMOCPENCTBEHHO U C y4acTUeM MUTOXOHIPUHU, TIEPOKCHCOMBI,

acKopOaTnepoKCuIa3bl BaKyoJIM, anoract
BoccraHoBneH- JlononHUTENbHBIN cyOcTpaT LMT030/1b, XJIOPOIIACTHI,
HBII TIYTaTHOH DJIyTaTHOHIIEPOKCUIA3HI, MUTOXOHIPUHU, TIEPOKCUCOMBI,
(GSH) IJIyTaTMOH-S-TpaHcdepasbl BaKyoJIM, aroruiact
D1aBOHOMIBI HemnocpencTBeHHbBIE CKaBEHIKEPhI Bakyonu
H,0,, '0, u OH"
[MponuH CxkaBenmxep OH’ MUTOXOHAPUM, LIUTO30JIb,
XJIOPOIUIACThI

PactBopuMBbIe Ckasenmxepsl OH' 1 'O, LuTo30/1b M ApyrHe KIETOYHbIE
YIJICBOIBI KOMIIapTMEHTHI
a-Tokodepon O6esBpexuBaHre ADK v TUnmumHbIX [IpeumyiiecTBEeHHO MeMOpaHbI

MEPOKCUIOB
Kapotunounapt lamenne M30bITOYHOI SHEPTUU XJIOpOIUIacTbl U He3eJIeHble

dorocucrem TLJIACTHIBI

IMpumevyanue. Vcoiab30BaHbl JaHHBIE UCTOYHUKOB [32—34].
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MeHTaTUBHbIX peakiusax [30]. ¥ pacteHmii ackopOar SBASIETCS CaMbIM
pacnpocTpaHEeHHBIM HU3KOMOJIEKYJISIPHBIM aHTUOKCHUIAHTOM.

B xozxe sBoJOIIMM PACTUTENBLHOTO MUPA TTPOUCXOAUIO TTOCTEIEHHOE
yBEJIMUYEHHUE COAEPXKAHWS B MX TKaHSIX acKOPOMHOBOU KUCJIOTHL. Tak, y
LIMaHOOAaKTEepHUil OHO COCTaBJISIET HUYTOXKHOE KOJWYECTBO, Y MXOB M Iie-
yeHOUHNKOB — 0,1—0,5, y Bomopociieit — okoio 0,5, y BBICIIMX pacTe-
Huii (Arabidopsis thaliana) — 5 MXMOJIB/T CBIpOTO BellecTna [69].

ACKOpOMHOBass KMCJIOTa OOJagaeT CIOCOOHOCTBIO B3aMMOAEWCTBO-
BaTh ¢ panuKaiabHbIMU ADPK, CUHTIIETHBIM KUCIOPOIOM M TTEPOKCHUIOM
Bogopozna. Koncranra B3ammoneiictsusi ackop6ara ¢ O, COCTaBJIsAET
2,7:10°, a ¢ HO* — 7,2:109/(M-c) [70]. OTpbIB OIHOTO 3JEKTPOHA OT MO-
JIEKYJIbl aCKOPOMHOBOM KMCJIOTHI TPUBOIUT K 0Opa3oBaHUIO CEMUICTUI-
poackopbaTa (pagukan ackopOaTta), KOTOpPbIi MPH JajJbHEHIIEM OKHUCIe-
HUU C OTPHIBOM BTOPOTO 3JIEKTPOHA MEPEXOAUT B JETUApPOAcKOopOarT.

3amuTHbIi 3¢ (HeKT aCKOPOMHOBON KMCJIOTHI OCHOBAaH Ha TOM, YTO
oOpasyloliyecs Npy €€ OKMCICHMHU MPOMEXYTOYHbIE PaauKalibl U MOJe-
KYyJIbl XMMUYECKM MEHee aKTUBHBI IO cpaBHeHWIO ¢ pamukagamu ADK
[70]. BoccranopnenHass ¢opma ackopbaTa CrocoOHa HeE TOJBKO HEIo-
cpencTBeHHO B3ammoeiictBoBath ¢ ADPK, HO 1 yJyacTBOBaTh B BOCCTAHOB-
JICHUM APYTUX HU3KOMOJEKYISIPHBIX aHTMOKCUAAHTOB (a-ToKodepoa,
JIyTaTMOHA) B (hepMEHTATMBHBIX U He(epMeHTaTuBHBIX peakiusax [30].

CuHTe3 acCKOpOMHOBOI KMCJIOTHI Y PaCTEHMI CBS3aH C MpeBpallleHu-
samu L-ramakro3sl [12]. KioioueBasi ocoOEHHOCTh CUMHTe3a acKopOaTta y
pacTeHuii — JoKaiu3alus mocjieaHero ¢pepMeHTa ero oopaszoBaHus (ae-
TUAPOTeHAa3bl TaJJaKTOHOJAKTOHA) B MUTOXOHAPUSIX. DTOT 3H3UM CBSI3aH C
MUTOXOHAPUATIBHBIM KOMIUIEKCOM | M (byHKUIMOHAJIbHO C KOMILIEKCAMU
IIT u IV [71]. Takum oOpa3oMm, CUHTE3 ackopbara y paCTeHU 3aBUCUT OT
AKTUBHOCTH AbIXaTEJIbHOM 3JEKTPOHTPAHCIIOPTHOM uenu [71].

AcKopOaT caMOCTOSITEJIbHO, a yallle B PeaklUsIX, KaTaJu3upyeMbIX ac-
KopOaTnepoKcruaa30i, UCIONb3YeTCs 151 00e3BpeKMBaHMS MIEPOKCHAA BOJIO-
poaa B MUTOXOHIPHSX, a TAKXKE B MEPOKCUCOMAaX, LIUTOIIa3Me U BaKyoJie [J].
OnHako 0coOyio pojib aCKOpOaT UrpaeT B aHTMOKCHUIAHTHOM 3allMTEe XJIOPO-
IJIACTOB, B KOTOPbIE OH TMEPEHOCUTCS M3 ILIMTO30JI51 C TIOMOIIBIO TPaHCIIOP-
tepa AtPHT4:4 [72]. B atux opranemtax jgokammzoBaHo 30—40 % oGiiero
ackopbaTa, ero KOHIIEHTpAIsI B CTPOME COCTaBJsieT okojio 50 MM [73].

[ToBbillIEHHOE coAep:kaHMe ackopbara B KJIETKaX U €ro coXpaHeHue
Npu ACHCTBUM CTpecc-(aKTOpOB paccMaTpUBAeTCsl KaK OJMH M3 TTOKa3a-
TeJEe YCTOMYMBOCTM pacTeHMii. Tak, mokazaHO, YTO 3aCyXOYyCTOMYMBBIN
TMOpHI KyKypy3bl OTJIMYajICs 00Jiee BBICOKMM CONEpP>XKaHUEM ackopOaTa B
CTPECCOBBIX YCJIOBHUSIX IO CpaBHEHUIO ¢ HeycToiuuBbIM [43]. Ilpu cpaB-
HEHMU COAEpXKaHUS acKopOaTa y 3aCyXOyCTOMYMBOIO M UYBCTBUTEIHLHOIO
copToB TeHuLs! ( Triticum aestivium) OBIJIO YCTAHOBJICHO, UYTO B KOPHSIX 1
JINCTBSIX KOJIMYECTBO ackKopOaTa 3HAYMTEJIbHO CHMKAJIOCh B OTBET Ha BOJI-
HbI 1e(UIUT, OMHAKO y YCTOMYMBBIX PACTEHUM OHO ObLIO MPUMEPHO B 2
pasza BbIIIE, YeM Y YYBCTBUTEIbHBIX [74]. B 3TOM ke 3KCIiepUMeHTe aK-
TUBHOCTb Pa3JUYHBIX aHTUOKCUAAHTHBIX (hepMEHTOB MOJOXKUTEIHLHO KOpP-
penvpoBaja ¢ coaep:KaHMeM ackopbaTa MU OTPMUATEIbHO — C KOJUYECT-
BOM II€POKCHA BOAOPOAA B TKAHSIX.

[To-Bunumomy, I oAAepXKaHUSI PeIoKC-roMeocTasa Mpu cTpeccax
BaXXHO HE CTOJILKO abCOJIIOTHOE CoAepXKaHMe acKopOara, CKOJbKO CBOE-
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BPEMEHHOE €ro BOCCTAHOBJICHHUE C MOMOIUBIO TyTaTuoHA. B pabote [75]
Ha 00pabOTaHHBIX MOJMATUJICHIJIMKOJEM PACTEHMSIX TOMAaTa MOKa3aHO yBe-
mmaenne aktuBHoctu COJl, ackopabaTmepoKcuaasbl, MOHOMETHUAPOACKOP-
OarpemykTasbl, AETUAPOACKOPOATPEayKTa3bl U TAyTaTUOHPEAYKTAa3bl 10 Tpe-
TBUX CYTOK CTpeccOBOro BoanelictBus. Ilpm mmrensHOM cTtpecce (12 cyr)
aKTUBHOCTb 3THX (pepMeHTOB cHMXaynach. [IpenmosiaraeTcs, 4To y 4yBCT-
BUTEJILHBIX K 3aCyX€ pacTeHUI aHTUOKCHIAHTHas CHCTeMa XJIOpPOILIaCTOB
B OCHOBHOM 3aBMCHUT OT KOJIMYECTBa ackopbara, HMCMOJb3yeMOTro s
00e3BpeXMBaHUs TIEPOKCHUIA BOAOPOJA C MOCIEAYIOIIMM CHUXKEHUEM CO-
Jep>kaHus MOHOJETMApoackopbara C IMOMOIIbI0 MOHOJEruaApoackopoar-
penykTasbl u 6e3 yyactusi GSH-3aBucuMoro BocCTaHOBAEHUST AETUIPO-
ackopabata. OgHaKo 3TOT MexaHM3M HeadeKTMBeH Npu MIUTETbHON
3acyxe M TIPUBOIMT K TOCTEIIEHHOMY CHUKEHHMIO (POTOCHMHTETHYECKOM
crocobHoctu [5]. B To ke BpeMsi nBoitHble TpaHChOpPMaHThI Tabaka,
CBEPXIKCIIPECCUPYIOILLIME TAYyTaTUOHPEAYKTa3y M AeTHIpoackopdaTpeayK-
Tasy, OTIMYAINCH Oojee CTaOMJIbHBIM CoAepXKaHMeM ackopbara U ITOBbI-
LIIEHHOM YCTOMYMBOCTBIO K aOMOTUYECKUM cTpeccaM [76].

HecmoTpsi Ha BBICOKOE DHIOTEHHOE COAepXKaHMe ackopbara, 3K30-
TeHHas1 00paboTKa pacTeHUI aCKOPOMHOBOM KUCIOTOW WJIM €€ MPEeIIIeCT-
BEHHUKAMM MOXET IOJOXUTEJIbHO BJIMSTh HA OKUCIWTEIbHO-BOCCTAHO-
BUTEJIbHBIA TOMEOCTa3 Mpu cTpecce. Tak, y pacTeHui IILEeHUIbl IpU
00paboTKe aCKOPOMHOBOU KUCJIOTOM, MPEAIICCTBOBABIIECH 3aCyXe, YBEIU-
YMBAJIOCh SHAOTCHHOE COAEpXKaHWE HE TOJIbKO ackopbaTra, HO M IPOJIMHA
U (PeHOJBbHBIX AHTMOKCUAAHTOB [77]. DK30reHHasi aCKOpOMHOBAsT KUCJIO-
Ta MPU Pa3IMYHBIX crlocobax 00paboTKM (3aMauyMBaHUE CEMSIH, BHECEHUE
B Cpelly MHKYOaIlMy KOpHEl, ONPbICKUBAHME PACTEHWI) MOBBIIIAIA 3aCyX0-
ycToitunBocTh puca [78]. Iloa BausiHMEM acKOpOMHOBOIM KMCJIOTHI Y pac-
TeHWI MIIeHUIIBI B YCJAOBMSIX 3aCyXM YBEJIMYMBAjJacCh WHTCHCHMBHOCTh
TpaHcrmpauuu [79]. O6paboTka aCKOpOMHOBOM KMCJIOTOM CEMSIH TMOuc-
Kkyca (Hibiscus esculentus) mepen IpopallMBaHUEM B YCJIOBUSX HedUIIMTa
BOJbI COKpallajga BpeMs, HEOOXoaAuMoe ISl MpOopacTaHusl B YCJIOBMSIX
cTpecca, M yCwiIrBaja JajdbHEHIIMi pocT pacteHuit [80].

IIprMeHeHre 5K30T€HHOTO MPEIIIECTBEHHUKA aCKOPOMHOBOM KMCIIOTHI
L-ramakToHo-1,4-1aKTOHa YBEJIMUMBAJIO ITyJI aCKOPOMHOBOM KMCJIOTHI y pac-
TEHM1 TIIEHULIBI U TAKKE TOBBIIIAIO MX 3aCYyXOYCTOMYMBOCTH [69].

I'nyratuon — tpunentun (L-y-riayramuii-L-1IMCTEMHUINIUIVH,
M, 307 II), monexkyna KOTOPOro mpu (PU3MOJOrMYECKUX 3HauyeHuAX pH
MMEET ABE OTPULIATEIbHO 3apsKeHHbIE KapOOKCWJIbHbBIE TPYIIbI M MOJIO-
KUTEJIbHO 3apSDKEHHYIO aMUHOTPYIIITY.

['MyTaTMoH y BBICIIMX PAacTeHMiA CHMHTE3UPYeTCs MpU IMOCIeaoBa-
TEeJIbHOM AEUCTBUU Y-TIyTaMUJILIMCTEMHCUHTETa3bl U TJIyTaTUOHCUHTE-
ta3bl [81]. Ha HavanbHOM 3Tare cuHTe3a mpoucxonuT ATd-3aBucumoe
oOpa3oBaHUe IMUIIETITUAA Y-TAYyTaMUJILMCTEHA M3 TJIyTaMUHA U LIUCTE-
WHA C y4yacTHUeM Yy-TAyTaMWJIIUCTEMHCUHTETa3bl. MIMEITCS cBemeHus,
yto 60—70 % myna sToro pepMeHTa JOKaIU30BAaHO B xJoporuiactax. Ha
BTOPOM 3Tare OMOCHHTE3a TJIMLMH IOJ AeMCTBUEM IIyTaTMOHCUHTETA-
3bl, TAKXX€ JIOKAJM30BAaHHOM MPEMMYIIECTBEHHO B XJIOpOILIAcTax, MpHu-
coenuHsiercsd K C-TepMUHAJbHOMY YYacTKy y-TJIyTaMMJILMCTeMHA ¢ 00-
pazoBaHueM TiayTatruoHa. [Ijasg 2Toll peakuuu Takxke HEeOoOXOIUM
TUAPOJIN3 MaKpo3pruieckoit csizu ATO.
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XJIOpOIIacThl paccMaTPUBAIOTCSI KaK OCHOBHbIE OpTaHeJJIbl HE TOJb-
KO CMHTe3a IIyTaTMOHA, HO 1 €T0 JIOKAJIU3allui B PAaCTUTEIbHBIX KJIETKaX.
B To e BpeMsl TJIyTaTUOH MOXET OBbITh TAaKXKe CHMHTE3UPOBAH U JIOKAJIM-
30BaH B LMTOIUIa3Me [82]. IJyraTMoH B JOBOJBHO BBICOKMX KOHIIEHTpa-
LUSIX OOHApY>KeH M B MUTOXOHIPHSIX, XOTS BO3MOXHOCTb €r0 CMHTE3a B
3THUX OpraHesulax moka He mokaszaHa [12]. Kpome Toro, Haauuue riyraTtu-
OHa M (DEpMEHTOB €ro IMpeBpallleHNs MOKa3aHo B mepokcucoMax [83].

Jlerpamaiiusi TJIyTaTMOHA Y PacTEHUI MOXET MPOXOAUTb HECKOJIbKU-
MU TIYTSIMU C YYaCTUEM y-IJIyTaMUJITPAHCIENTHUAA3bI, TJyTaTHOHKApOOK-
cunenTuaasbl u apyrux nentuaas [81]. Takue peakuuu NpouCXOsT Mpe-
MMYILECTBEHHO B Bakyossx [12] v mpenmnoyioXuTeabHO B anoracte [82].

3aluUTHOE NEMCTBME TyTaTMOHA COIMPOBOXIAETCS OKUCISHUEM €ro
CyAb(GIUAPWIBHONW TPYMNIbl M MpeBpallleHueM B IMCYIb(UI IIyTaTuoHa
(GSSG). Cumraercsa, yro gerokcukauuss H,O, ¢ yyactuem riyratnona
MOXET IPOUCXOAUTDH ABYMS myTsMu. [lepBblii COCTOMT B BOCCTAHOBJIEHUU
H,O, riyraTuOHOM B peakLnu, KaTalu3MpyeMON TIyTaTHOHIIEPOKCUIA30M.
BTopoil myTh BOCCTaHOBJEHUS MMEPOKCHUIA BOIOPOAA CBSI3aH C OKUCJICHUEM
aCKOpOMHOBOI KMCJIOTHI 10 IerMapoackopdaTa noa AeicTBUeM ackopoarre-
pokcunasbl. O0pa3oBaBIIMICS AETUIPOACKOPOAT MOXKET BOCCTAHABIMBATHCS
JI0 aCKOPOMHOBOIM KMCJOTHI 32 c4YeT (hepMEHTATUBHOIO M He(epMeHTATUB-
HOrO OKHWCJeHUs TiyTatvoHa [12]. I'mytaTmoH Takke MCHOJb3yeTcs Mpu
00e3BpeXMBaHMH ITEPOKCHUIIOB JIMIMAOB MIyTaTMOH-S-TpaHcdepas3oil. Beico-
kue cootHoureHne GSH/GSSG u akTuBHOCTH (DEPMEHTOB, CBSI3AHHBIX C
METa0OJIM3MOM IJTyTaTUOHA, BXOASAT B YKMCJIO MApKepPOB YCTOMYMBOCTHU pac-
TeHUI K CTpeccopaM, B TOM YHCIIe K 3acyxe [84].

Bkiam ackopbaTa M riayraTMOHA B YCTOMYMBOCTH MIIEHUIIBI K 3aCy-
X€ M3ydJaJjicd B IOJIEBbIX U JJaOOpaTOpHBIX IKcIrepuMeHTax [85]. B mone-
BBIX YCJIOBUSIX KOPPEISILUMU MEXIY 3aCyXOyCTOMUYMBOCTBIO M COIEpXKa-
HHUEM 3THX aHTMOKCHUAAHTOB BBISIBUTH HE yaanochb. B To e BpeMms B
(hakTOpOCTATHBIX YCIOBUSX Y YCTOMYUBBIX COPTOB OTMEUAIMCh BHICOKOE
colepxaHue ackopbaTa M IIyTaTUOHA U MEHEe 3aMETHbIe OKHCIUTEJb-
HblE€ MOBPEXIEHUSI MO CPAaBHEHUIO C YYBCTBUTECIBLHBIMM COpPTaMH. 3a-
LIMTHOE JeCTBME DK30T€HHBIX ackopOara M riayraTMoOHa Ha pacTeHMs,
00paboTaHHbBIE TTAPAKBATOM W MOJIMITUICHIIMKOJIEM, ObLJIO 3HAYUTEb-
HO 0oJiee 3aMETHBIM MPU MCIIOJb30BAaHMU OJHOBPEMEHHO IBYX aHTUOK-
CHJIAHTOB MO CPaBHEHUIO ¢ 3¢ heKTaMU KaXI0ro mo OTACIbHOCTU, YTO
COOTBETCTBYET IpPEACTAaBIEHUSIM 00 UX (PYHKIIMOHAJIbHBIX CBSI3SIX B ac-
KOpOaT-riIyTaTUOHOBOM HUKIE [86].

®1aBOHOUABI SIBISIIOTCS TMOIMMDEHOIBPHBIMU COCTUHEHUSIMUA PACTH-
TEeJbHOTO mpoucxoxaeHus. PazHooOpasue (hjlaBOHOMAOB OTPOMHO U CO-
ctaBisgeT okojo 8000 coemuuenuii [87]. UsBecTHO, uto 10 20 % ukcu-
pyemoro Tipu (OTOCHHTE3€ YIjiepoda MCMOJIb3yeTcsl Ha oOpa3oBaHME
Mo eHOJIOB, Cper KOTOPHIX 3HAYNTEIbHOE MECTO 3aHUMAIOT (DIaBOHO-
nnbl [88, 89].

®aBOHOMIBI SIBISIOTCS TPOAYKTAMM peaklUii Ha TepecedeHUn
(beHUATIPONIAaHOMAHOTO U alleTaTHO-MAJOHATHOTO METabOIMYECKUX MyTei
[90]. OmHrMM M3 OCHOBHBIX KOMITAPTMEHTOB MX CUHTE3a SIBJISTIOTCS XJIO-
poriactel. OrpoMHOE pazHOOOpa3ue (HIaBOHOUIOB JOCTUTAETCS C TTIOMO-
LIbI0 cormacoBaHHOTO 3ddekra cBoiie 20 pepMEeHTOB, KOTOPHBIE, ACHUCT-
BYSI TIOOYEPETHO, CHAYaJla CUHTE3UPYIOT XaJKOHBI, a 3aTeM JaloT Hayajio
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pa3IMYHBIM KJaccaM M TMPEACTaBUTENSIM BHYTPM KaxKaoro kiacca. Cxembl
MX CHMHTE3a XOPOIIo OIMMCcaHBI B 0030pax [89, 91].

Bce ¢maBoHOMIBI B TOM WM WMHOK CTENEHW YYacTBYIOT B aHTUOKCH-
JTAaHTHOM 3allUTE KJIETOK. B COOTBETCTBUM C OOIIETIPUHSITON TOUYKON 3PEHMS
AHTHOKCUIAHTHBIE CBOMCTBA (hJIaBOHOUIOB OOBSICHSIIOTCS MX CIIOCOOHOCTHIO
CJIY>KMTb JIOBYLIKAMHW [IJISI CBOOOMHBIX PAaWKalOB, a TaKXke XeJIaTHpOBaTh
MOHBI METAJIJIOB, YYaCTBYIOIIMX B paauKaibHbIX mpoleccax [92].

[MonudeHonbHbIE COEAUHEHUST CIIOCOOHBI B3aUMOEMCTBOBATH C TW/I-
poxcwibHbIM (LO*) u nepokcunbbiM (LOO®) pagukaiamMu aunuaoB Oja-
rojapsi ux CIOCOOHOCTM OTAaBaTh 3JEKTPOH (MM atroMm Boaopoaa). B
pesyabrarte 00pa3yroTcs paaukKaibl ¢eHOJ0B — (heHOKCHUIbI, KOTOphlE He
YYacTBYIOT B paclpoOCTpaHEHMN OKHCJIMUTEJIbHOTO Ipoliecca.

B cpaBHMTEILHBIX 9KCIIEPUMEHTAX IOJIyYeHbl JaHHbIE 00 OYEHb BBICO-
KO aHTMOKCHUIAHTHOM aKTUBHOCTU (DJIABOHOMIOB, BO MHOTOM IPEBOCXO/ISI-
el aKTUBHOCTb IPYTUX aHTUOKCUAAHTOB. Tak, moka3aHo, 4TO 3(D(heKTUB-
HOCTh B3amMoneicTBusl (aBoHounoB ¢ ADPK u aktTuBHBIMM (opmamu
a3oTra B 4 pasa BHIIIIE, YeM y aCKOPOMHOBOI KHUCJIOTH U o.-ToKodepona [93].

dnaBoHOWIBl HAKAILIMBAIOTCSI B OCHOBHOM B BaKyoOJISIX, B CBSI3U C
yeM B JMTepaType AUMCKYTHPYETCS BOIPOC O TOM, HACKOJIBKO BEJIMK KX
BKJIaJ, B pabOTy aHTMOKCUAAHTHOIN CHUCTEMbI PACTUTENBHBIX KJIeTOK. B TO
ke BpeMs (hbJIJaBOHOMAHBIE COSAMHEHMS BBISIBICHBI M B APYTUX KOMITapT-
MEHTaX, B TOM 4YMCJIe B XJopoIriactax u sape [93]. YcraHoBiaeHO, 4TO U
(bnraBoHOMIBI, JTOKATM30BAaHHBIE B BaKyojie, MOTYT y4acTBOBaTb B JIETOK-
CHUKAIlMM TEePOKCHIa BOAOPOAa, KOTOPbI COCOOEH TPaHCIIOPTHUPOBATHCS
B 3TOT KOMIIapTMeHT [94].

M3meHeHue conepkaHus (p1aBOHOMIOB B PACTEHMSIX 3apeTUCTPUPOBAHO
MpY IEMCTBUN CTPECCOPOB pasiuyHoi Tpupoabl [94—97]. 3adukcupoBaHO
MOBBILICHNE COAepKaHUS (DIABOHOMIHBIX COSIMHEHUN M MPU YMEPEHHOM
00€3BOXKMBAHUM PACTUTEbHBIX TKaHel. Tak, mon BIusHrueM 00pabOTKU I10-
JIMSTUJICHTJIMKOJIEM Y pacTeHUI TOMAaTOB OTMEYaJoCh HAKOIJIEHME aHTOIMa-
HOB [97]. Y pacTeHuii TIIIEHULIBI B OTBET Ha JEHCTBUE 3aCyXy YCUJIMBAJIACh
BKCIIpeccHs psiga TeHoB cuHTe3a (aBoHOMIOB [98]. Ilpu 3TOM B JIMCTBSIX
YBEJIMYMBAJIOCh 00I1Iee coaepkaHue (PeHOMbHBIX COeMUHEHUI, 0bllee KOJIU-
4yecTBO (hIaBOHOMAOB M OCOOEHHO 3aMETHO — COJEp>KaHWe aHTOLMAaHOB. B
TO XK€ BpeMs NPU ACHCTBUM CWJIBHOTO OCMOTMYECKOIO CTpecca Ha MpOpOCT-
KU TMIIEHUIIB OTMEYaIoCh CHIDKEHHUE COMEPXKaHMSI aHTOLIMAHOB, YTO MOXKET
OBITH OOYCJIOBJIEHO WX OKMCIIMTEILHOM Aerpaganmein [99].

VY pacreHumii apabuagorncuca B KOpHSIX M Ioberax ObUIM 0OHApY>KEeHbI
B 3HAYMTEJILHBIX KOJIMYeCTBaX KBeplueTruH 1 Kemirhepos [100]. Mx komu-
YECTBO MOBHILIAIOCH IPU CUJIBHOM BOogHOM cTpecce. ComepxkaHue (h1aBo-
HOWIHBIX COCMUHEHUI OBUIO OOJIbIIE B KOPHSX, YeM B IOOErax. ABTOPBI
rmoJjiaralor, 4to (hJJaBOHOMIHBIE peakllMy apabuaorcuca Ha CTpecc SIBJISI-
I0TCSI JTMHAMUYECKMMM, & MHTEHCUBHOCTb W MPOAOJIKUTEIbHOCTh BOIHO-
ro cTpecca MOXET UTpaTh KJIIOUYEBYIO POJIb B ONPEASICHUM TUIIA, KOJIUYe-
CTBa M JioKanu3auuu ¢GhJIaBOHOUAOB.

VY pacrenuii Tabaka, TpaHC(POPMUPOBAHHBIX TEHOM JICKAPCTBEHHOTO
pactenust Scutellaria baicalensis Georgi ShMYBS, KoTOpblii y4acTByeT B
MeTabonau3mMe (JIaBOHOUIOB, IMOBBIIAJIOCH CoAepKaHue KO(heWHONW KHC-
sotel [101]. IIpu aTOoM M30BITOUHAS 3Kcnpeccusi ShMYBS Boi3biBajia Mo-
BBIIIEHHUE 3aCyXOYCTOMYMBOCTU TPAHCT€HHBIX PacTeHUIA.
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B meiaom ¢raBoHOMIBI BBHIITOJIHSIIOT pa3HOOOpa3HbBIe (PU3MOJIOrnIec-
Kue (PYHKIIMM, MHOTHE U3 KOTOPBIX, MO-BUAMMOMY, MPSIMO WJIM KOCBEH-
HO CBsI3aHbI C MX aHTMOKCUAAHTHBIMU 3¢ dekTamu. [1lpu 3TOM MX MOXHO
paccMaTpuBaTh B KauyecTBE MOJMMYHKIIMOHAIBHBIX MPOTEKTOPOB PACTH-
TEJbHBIX KJIETOK, MOCKOJIBKY ITOMMMO aHTMOKCUAAHTHON (DYHKUIUU OHU
MOTYT UTPaTh POJb OCMOIIPOTEKTOPOB, CBS3bIBAThH TSKEJIbIE METAJLIbI, 3a-
LIMIIATh OT M30BITOYHOIO OCBEILEHUS M, BOBMOXHO, Y4aCTBOBATh B Iepe-
Jladye KJIIETOUYHBIX cuTrHajioB [93].

Braao npoauna u opyeux ocmoaumoe 6 aHmuoOKCUOGHMHYH 3auumy npu
3acyxe. Ydactve IpojiMHa B aganTallid PacTeHMM K 3acyXe KaK OCMOpETy-
JsiTopa o01en3BecTHO. Ero HakorieHue MpUBOAUT K YBEJIMYEHUIO KIIETOY-
HOI OCMOJISIPHOCTH, YTO BbI3bIBAET IMPUTOK BOMABI B KJIETKU WM CHIZKAET €€
OTTOK, OOeCIeurBasi Py 3TOM BOIHbBIN MOTEHIIMAI, HEOOXOANMBIN IS TIO/I-
JIepKaHMSI Typropa B YCJIOBUSIX HemocTaTtka Boasl [102].

B mocnenHue aecsATWIeTUSI MHOTO BHUMAHUS YAENSETCS aHTHOKCH-
IaHTHBEIM 3¢ dekTaMm nponrHa (cM. Tadi. 2). Ero crpykrypHble 0cOOeHHO-
CTU JalOT OCHOBAHMSI pacCcMaTpuBaTh BO3MOXHOCTb IMPSIMONM WMHAKTHBA-
LMY paavKadbHBIX hopM Kuciopoaa. Ilpenmonaransoch, 4YTo CBOOOAHBIM
MPOJIMH, a TaKXXe €ro KOHIIEBbIE TPYMIIbl B COCTABE TOJUIETITUIOB MOTYT
MPSIMO pearupoBaTh ¢ MEPOKCUAOM BOJOPOJA M CUHIJIETHBIM KUCJIOPOIOM
¢ 00pa3oBaHUEM CTAOWJILHBIX CBOOOMHBIX PalIMKaAJIOB — aIIyKTOB IIPOU3-
BOJHBIX MPOJMHA U TUAPOKCHUIIpoaurHa [7]. OmHakKo B HACTOSIIIEE BpeMsI
II0Ka3aHO, YTO IPOJIMH HE CIIOCOOEH MHAKTHBMPOBaTh 'O, B BOIHOII cpe-
JIe, YTO TPUBOAUT K TEPECMOTPY IPEAMNOJIOKEHUS O BO3MOXHOW POJIU
MPOJIMHA B 3allIUTe KJIETOK PacTeHUI OT CUHIJIETHOTO KMCJIOPOJIa B CTpeC-
coBbix ycioBusx [103]. B To ke BpeMs mpsiMast peakuusi MeXKay IMepoKCH-
JIOM BOJIOPOJa M TMPOJMHOM BO3MOXHA TOJBKO IPU JOBOJHHO BBICOKMX
KOHIIEHTpalusx nocjieaHero [104], yTo cTaBUT oA COMHEHME 3HAYCHUE
nposvHa 1 g aerokcukaumu H,O, B KileTKax pacTeHui.

OnHako MPOJMH MOXET MMETh OOJIbIIIOEe 3HAYeHWE B MHAKTUBAILIUM
TMAPOKCIIILHOTO pagukana. B padore [105] mpenmoxeHa Moaeiab, 00bsIC-
HsIo1Iass MexaHu3M mpoliecca. CoracHo 3TOM MOJeIn, MOJIEKyJa Mpou-
Ha MOOYEPEeJHO CBS3bIBACT JIBa TMAPOKCWIBHBIX pajauKaja, MpeBpaliasich
B A-TIMPPOJIMH-5-KapOOHOBYIO KUCJIOTY, KoTopas ¢ yuactuem HAJI®H u
Al-MpponmH-5-KapbOKCHIATPENYKTa3hl BOCCTAHABINBAETCS 10 MPOJIMHA.
B cBsI3M C HEBO3MOXHOCTBIO 00E€3BpEXKMBaHMSI TMAPOKCUIBLHOTO paauKasa
(bepMEeHTAaTUBHBIMU AaHTUOKCUIAHTAMM M IOCTATOYHO BHICOKUM CONEPKaHU-
€M TIpOoJIMHA B Pa3IMYHbIX KOMIAPTMEHTaX, TAKOW MEXaHU3M MOXKET UMETh
00JIbIIIOE 3HAYEHHME JUTS 3allUThl OT CBOOOMHOPAIUKAIbHbBIX MOBPEXICHUIA.

Kak oTaenbHBINM acreKT aHTMOKCUAAHTHOTO IEMCTBUS TPOJMHA pac-
CMaTpUBAETCSl €T0 CIIOCOOHOCTh CBSI3bIBATH MOHBI METAJVIOB C MEpeMeH-
HOI BaJICHTHOCTBHIO M TEM CaMbIM OTPaHMYMBATh HE(PEPMEHTATUBHBIE CBO-
OogHOpagvKaabHbIEe TTpoLecChl [7].

3HAYNTEIBHBIN TyJI MPOJIMHA JIOKAJIM30BaH B 1uToruiazme [106], uto
MOXET OBbITb BaXKHBIM JI51 3alMThl aHTUOKCUIAHTHBIX (DEPMEHTOB, B OT-
HOIIIEHUM KOTOPBIX OH MOXET MPOSIBJSThH 1IAlepOHHOE AEHCTBUE, 3alllv-
1asi oT pa3HOOOpa3HbIX MOBPEXAAIOIINUX (AEHATYpUPYIOLINX) BO3ACHCT-
Buii [107—109]. TakumM MexXxaHU3MOM MOXET OOBSICHATHCS KOCBEHHOE
AHTMOKCUAAHTHOE IEMCTBME MPOJMHA B CTPECCOBBIX YCIOBUSIX, MPOSIBIIS-
olIeecss B CUCTEME in Vivo.
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B mocnenHue roapl MOSIBUINCH CBEACHUS O BJIMSIHMM TPOJMHA Ha
BKCMIPECCHI0 TEHOB aHTMOKCHAAHTHBIX (pepmeHTOB. Takue ero sdexTs
MOTYT OBITh OTPUILIATEIBbHBIMU. Tak, 10OaBI€HWE SK30T€HHOTO MPOJIMHA B
MUTaTeIbHY0 cpeny Ha ¢oHe YD-B obmyueHunst conmpoBOXIaIoCh CHIDKE-
HUEM KojudecTBa TpaHCKpunToB reHoB CSD u MSD y pactenuit man-
(es, a Takke MHIMOMPOBAHUEM CTUMYJIMPYIOILIETO BAUSHUS YAbTpaduo-
gera Ha aktuBHOCTL Cu/Zn-COJl [110]. ¥ TpaHchOpMUpPOBaHHBIX
ruOpUIOB rpeiindpyTra 1 MOHIKUpyca, TePEKTHBIX M0 aKTUBHOCTH Al-minp-
POJIMH-5-KapOOKCUIaTCUHTETa3bl, OTMEYanach YCWJIEHHAsl 3KCIIpeccus
reHoB pa3Hbix (opM ackopbarnepoxkcuaasbl, Fe-COJl, Mn-CO/l u xjo-
POIUIACTHOM TIyTaTMOHPEAYKTa3bl B (DU3MOJOTUYECKA HOPMAJIbHBIX YCIJIO-
BUSX U NpU BogHOM ctpecce [9]. Tlpeanonaraercs, 4To B 1TaHHOM Cilydae
MPOJIMH AEHCTBYET KaK OTPULIATEIbHBIN PETYJISITOP IKCIPECCUU TEeHOB aH-
THOKCUAAHTHBIX (DEPMEHTOB M YMEHbIIIEHUE €r0 KOJIMYECTBA MPUBOAUT K
aKTHBALMM WX DKCIIPECCUM.

B TO ke Bpems1 Ha KyJbTUBUPYEMbIX KieTkax ranodura Thellungiella
salsuginea okazaHo nosbiieHue akTuBHOCTU COJl m ackopbaTmnepokcu-
nas3bl 1Moa BAMsiHUEM 2 v 5 MM mposnuHa [111], 4ro aBTOpHI CBSI3bIBA-
10T C TPOOKCUIAHTHBIM ACHCTBMEM TPOJIMHA, OOYCIOBICHHBIM aKTUBALIM-
el TI0J] eT0 BIMSHUEM MPOJUHACTUAPOreHasbl U YCUJIEHHEM 00pa3oBaHMS
A®K B 3JIeKTPOHTPAHCTIOPTHOM 1IETTM MUTOXOHIIPUIA.

O06pa3oBaHue MPOJIMHA B XJOPOILJIACTaX MOXET ObITh OMHWM U3 MeXa-
HU3MOB TOJIep>KaHUs PeIOKC-TOMEOCTa3a B CTPECCOBBIX ycaoBusx. [lo-
CKOJIbKY MpM cuHTe3e mpojuHa pacxomyetcss HAJIPH, ero ycuneHwme
obecrnieunBaer Hu3koe coorHouenne HAJIDPH/HAID' u tem cambiM
MOAACPKUBAET MOTOK 3JEKTPOHOB B (DOTOCMHTETMYECKOU 1€, YMEHb-
masi porounruoupoBanue [103]. IlokazaHo, 4TO MHrMOMpOBaHUE OMO-
CHHTE3a IIPOJIMHA TpaHCc(OpMalMeil aHTUCMBICIOBOro reHa Al-mmppo-
JIMH-5-Kapookcwiarpenykta3dsl u KoHBepcun HAJI®PH BwI3biBaer y
pacTeHuii TMIepYyBCTBUTEABHOCTD K 3acyxe [112]. B To ke BpeMs TpaHc-
opmanns pacTeHMIT KyKypy3bl CYIIPEeCCOpOM TeHa MpPOJUHAETUAPOTeHa-
3bl MpUBOAWIA K 3—4-KpaTHOMY MOBBILIEHUIO COAEpPXaHUs TpPOJMHA U
YCTOMYMBOCTH K 00e3BOokmBaHuio [113].

B 1ieioM B HacTosIillee BpeMsl CUMTAETCS, YTO MPOJIMH 00JIadaeT CIo-
COOHOCTBHIO OKa3bIBaTh CJIOKHOE BIMSHUE Ha IMPOLIECCHI, CBI3AHHBIE C pe-
JIOKC-TOMEOCTa30M M peloKC-peryJsuueii y pacreHuil. MexaHUu3Mbl TaKMX
ero 3(dexToB moka SICHbI JajeKo He MOJHOCThI0. He mckiaioueHo, 4to
MPOJIMH Hapsay ¢ TAKUMU KJIACCMYECKVMMM aHTMOKCUIAHTaMU, KaK TayTa-
THMOH M acKOpOMHOBAsl KUCJIOTA, SIBJISIETCS OAHMM M3 KOMIIOHEHTOB CHUC-
TeMBI KJICTOYHOM PeHOKC-CUTHAIM3ALMA M peaoKc-peryasaun [114].

Bo mMHormx paborax mokasaHo, YTO HAKOIUICHHWE MPOJIMHA, a TaKXKe
9K30TreHHas 006paboTKa pacTeHUM 3TON aMMHOKKCIOTOM MOXKET CMAT4YaTh
naryOHble TMOCJEACTBUSI OKMCIUTEIBLHOIO CTpEecca, BhI3BAHHOTO 3aCyXOW
[103, 115, 116]. Tak, npeanoceBHast 06pabOTKa CeMSIH MILEHUIBI TTPOJIH-
HOM yCWIMBaJla pOCT pacTeHMI B YCAOBMSIX 3aCyXU M IIOBbIIIAJa ypoKai
3epHa [117]. IloBbllIEHME SHAOTEHHOTO COMEP>XKaHUS IMPOJIMHA B OpraHax
pacTeHU TakKe acCOLIMUPYIOT C pa3BUTUEM YCTOMUYMBOCTU K HEAOCTATKY
Biaru. Hanmpumep, HakoruieHWe MPOJMHA B KOPHSX COM pacCMaTpuUBaeT-
cd KaK MEXaHM3M afalTaluy KOPHEBOU CHCTeMHBI K 3acyxe [118].
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MHorre aBTOpBI MBITAIUCH 3a()UKCUPOBATh CBS3b MEXIY CoAaepkKa-
HUEM MPOJMHA M 3aCyXOyCTOMYMBOCTHIO T'€HOTUIOB pacTteHuii. OgHakKo
pe3yabTaThl TAKMX MCCAEAOBAHMI HEOJHO3HAYHBI. Y 3aCyXOYCTONYMBOTO
ruopuaa KyKypy3bl cofepkaHuWe MPOJMHA B JIMCThSIX ObLIO BBIIIE, YEM Y
HeycToiurBoro [43]. 3acyxoycTOMUYMBBIE COpPTAa puca TakXkKe OTJINYaIrCh
oompinM comepxkanueM nposmHa [40]. B To Xe BpeMst Gosee 3acyxoyc-
TOWYMBBIA COPT MaHIapuvHa MPU 3acyxe HaKaIlJIMBaJ MEHbIIE MPOJIMHA,
yeM HeycToiumBbiii [45]. He MckiioyeHo, 4TO HaKOIJIEHME IMPOJMHA 3a-
METHO aKTUBUPYETCS Ha OMpeAeJeHHOW CTaaiuMu CTPECCOBOM peakluu U
MpU OMpeaeeHHON CUJIe CTPECCOBOro Bo3AeicTBUs. Bo3MoXKHO, UTO TIpu
YMEPEHHBIX CTpeccaxX HAaKOIUIEHWE IMpOJMHA KakK aJanTUBHas peakius
BKJIIOYAETCSl Y HEYCTOMUYMBBIX T€HOTUIIOB, a IPU CUJIBHBIX CTPECCOBBIX
BO3IEHCTBUSIX €r0 HAaKOILIEHUE 00Jiee 3aMETHO Y YCTOMUMBBIX PACTEHUIA.

Kpome nponvHa onpeaeneHHbIN BKJIaa B aHTUOKCUIAHTHYIO 3aIUTY
MOTYT BHOCHUTh APYTHE OCMOJUTHI, B YaCTHOCTH Mookl [lokazaHo, 4To
TTIOMKUMO TTorJIomeHusT pagukanbHbIX ADK oHM cTTOCOOHBI OKa3bIBaTh I11a-
nepoHHoe neiicteue Ha O0enku [119]. Cpenn 1oanoioB 0COOEHHO BaKHBIM
CUMTaeTCs] MaHHMT.

YcroitunBOCTh pacTeHUMIA Teplia K 3acyxe MOBbIIIAIACh Mpu 00padboT-
ke muouHosutosoM [120]. Takoii mpuem, oaHAKO, BBI3bIBAJ CHIKECHUE
HaKOIJICHMS TIPOJMHA. ABTOPHI MOJIAraloT, YT0O MMOMHO3UTOJ A CTBOBAI
KaK OCMOIIPOTEKTOP, MOBBIIIAsI COAEPKAHME CBSI3aHHOW BOIBI M CIIOCOO-
CTBY$ NOAJEPXKAHUIO TYPTOPHOIO COCTOSIHUS JIMCTheB. B TO ke BpeMst Bce
YIIOMSIHYTbIE COEIMHEHUS B TOM WM MHOM CTeNEeHM 00J1aJal0oT aHTMOKCH-
JaHTHBIMM CBOMCTBaMU, YTO MOXKET MMETh OOJbllIOe 3HAYCHUE IS Tpe-
JIOTBpAILEHUS] BbI3BIBAEMBIX 3aCYXOM OKMCIMTEIbHBIX MOBPEXKICHUIA.

3akmovenue. B 11e10M cucTteMa aHTMOKCMAAHTHOM 3alllUThl MUMEET
Ype3BbIUAHO BaXKHOE 3HAYEHME ISl YCTOMYMBOCTU pacTeHMi K 3acyxe. B
MOCJIEAHUE AECITUIIETUS] HAKOIJIEH OOJIbIION 00beM (DeHOMEHOJIOTHYEC-
KUX CBeIeHUI 0 3HaueHUM KoMIToHeHTOB AOC 1151 3aCyXOyCTOMYMBOCTU
OTIEAbHBIX BMAOB U TAKCOHOMMWYECKHX TPYMIl pacTeHuil. [lpaktuueckuit
MHTEpEC MPeICTaBIsSIeT UCIIOIb30BaHME MoKa3areael (PYHKIIMOHUPOBAHUS
AOC kak MapKepoB YCTOMYMBOCTH PACTEHMI, B TOM UHMCJIe TIPU OLIEHKE
ceJekuMoHHOro Marepuiia. Kak ormeuanoch BbIlle, B psijie padOT IoKasa-
Ha JOCTAaTOYHO YeTKasl CBsI3b Mexkay nokasartenasiMu AOC u 3acyXoycToi-
YMBOCTBIO PACTEHUI pa3HbIX TEHOTUIIOB. B mepByio ovyepenb 3TO Kacaer-
csa aktuBHoctu COJl, ackopOaTmepokcuiaasbl W COACPKaHUS IPOJMHA
[41, 74, 103]. OgHako, KaK MpaBUJIO, TaKWE CBSI3U yOACTCSI YCTAHOBUTH Ha
(oHe meiicTBUS cTpeccopoB, mpuiyeM B (haKTOPOCTATHBIX SKCIIEPUMEH-
TaJIbHBIX YCIOBUSX. bosee Toro, craja o0lenpru3HaHHONW TOYKA 3pEHUS O
TOM, YTO OTAEJIbHbIE I10KAa3aTeJM aKTMBHOCTA AHTMOKCHIAHTHBIX (hep-
MEHTOB WJIM COAEPXKaHMSI He(hPepPMEHTATUBHBIX aHTUOKCHUAAHTOB HE MOTYT
ObITb KPUTEPUSIMM YCTOMYMBOCTHA PACTEHMI K TeM WM MHBIM CTpeccopam
[30]. HeompHO3HAUYHOCTh CBSI3€ MEXIYy COAEP>KaHMEM WJIM aKTUBHOCTBIO
OIpeAeIeHHBIX aHTUOKCUIAHTOB M YCTOMYMBOCTBIO T€HOTUIIOB PACTEHMI
K cTpeccopaMm, IO-BUAMMOMY, B 3HAYUTEIbHOW CTETNIEHU MOXET ObITh
00yCJIOB/IeHA CJIOKHBIM (DYHKIIMOHAJIBHBIM B3aUMOACCTBUEM Pa3IUYHbBIX
koMnoHeHTOB AOC. Tak, MexXay HaKOIUIEHMEM MPOJMHA U aKTUBHOCTBIO
CO/Jl MoryT ObITh peuMnpoKHbie oTHOIIeHus [34]. TpaHchopMaHThI apa-
oumoricuca co ceepxakcnpeccueit reHoB Cu/Zn-CO]/l B CTpeCcCOBBIX YCIO0-
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BUSIX HaKallJIMBaJM MEHbIIIE aHTOLIMAHOB 110 CPABHEHUIO C PACTCHUSIMU -
xoro tuma [121]. ¥ nunum apabunorncuca veel, neceKTHOM M0 CMHTE3y BCEX
yeTbipeX (popM ToKODeposioB (o, B, y ¥ §), OTMEUYAJIOCh TOBBIIIEHUE COAEP-
>KaHUSI APYTMX HU3KOMOJIEKYSPHBIX aHTUOKCHMAAHTOB — KapOTMHOMJOB,
aHTOLIMAHOB M TytaTtoHa [122]. [lpu meiicTBMM CONEBOTO M OKWCIIUTEIb-
HOTO CTPECCOB Y JMHUU Vied, ne(eKTHOM 1O CUHTE3Y o- U B-TOKO(EpoIoB,
MPOMCXOIUIO 0oJiee CYIIECTBEHHOE, YeM Yy OOBbIYHBIX PACTeHWM, TMOBBILIE-
aHue aktuBHOcTM COJl M (depMeHTOB acKopOaT-IIIyTaTMOHOBOTO IIMKIIA
[123]. ABTOpHI MoJaraioT, YTo (YHKIIMOHUPOBAHNE KOMIIEHCATOPHBIX aHTHU-
OKCHUJIAHTHBIX MEXaHM3MOB TMTOMOTAeT PacTeHUsIM, Ae(EKTHBIM 10 OMOCHH-
Te3y TOKO(EepoJIOB, ananTHPOBAThCS K HEOIArONMpPUSTHBIM YCIOBUSIM CPE/IbI.

Cpenn 1onxonoB K yayuieHnio ¢pyakurnonupoBanus AOC 1, cooTBeT-
CTBEHHO, TOBBIIICHWIO YCTOMYMBOCTA PACTCHMIA K JCHCTBUIO CTPECCOPOB
0OJIBIIION MHTEpeC IMpeACTaBIsIeT TpaHCc(hopMalvsl pacTeHU TeHaMM aHTH-
OKCHUJIaHTHbBIX (bepMeHTOB. B HEKOTOpBIX clydasx TpaHchopmalys TeHOM
OMHOTO aHTHOKCHUIAHTHOTO (pepMeHTa MOXKET MPUBOAUTH K ITOBBILICHUIO
aKTMBHOCTHU HE TOJIbKO JAHHOTO 3H3MMa, HO U IPYTMX, CONPSDKEHHBIX C HUM
yepe3 o01ue MeTadboauThl. Tak, y MpoOpOCTKOB Tabaka, HEeCylMX TPaHCTeH
GST, noBblilIagach aKTMBHOCTh HE TOJIBKO TTYyTaTUOH-S-TpaHCcdepasbl, HO U
ackopOaTnepoKCHIasbl, 1 MOHOAETMAPOACKOpOaTpeayKTassl [68].

B KOHTeKCTe peryasiuuM peroKc-ToMeocTasa IIPU OCMOTUYECKUX
cTpeccax MCMOJIb3yeTcsl TpaHchopMalus pacTeHUui reHamu (hepMeHTOB,
PETYJUPYIOLINX COAEPKAaHNE OCMOJMUTOB C AaHTMOKCUAAHTHOM aKTUBHO-
CTbIO, B YaCTHOCTH TposuHa [7, 124]. Tak, mokazaHO MOBBILIEHUE COAEP-
>KaHWS TIPOJIMHA M YCTOMYMBOCTM pacTEHWI MIIEHMIBI K 3acyxe Ipu
TpaHcdopmannu reHoM Al-mupponmH-5-kapOoKcuaaTcuHTassl u3 Vigna
aconitifolia [125]. Ilpm 3TOM NOBBIIIEHHAsS PE3MCTEHTHOCTH TpaHCPOp-
MaHTOB ObLIa OOYCJOBJEHA HE CTOJBKO M3MEHEHUEM OCMOTMYECKOTO I10-
TeHLMaJa, CKOJbKO YCTOMUYMBOCTBIO K BbI3bIBAEMOMY 3aCyXOil BTOPUYHO-
MY OKMCJIUTEIBLHOMY cTpeccy. TpaHcgopmalius pacTeHuii Tabaka reHOM
Al-niMpposnH-5-KapOoKcuIaTcuHTassl Vigna aconitifolia BeI3bIBaja y HUX
HE TOJBKO TMOBBIIIEHUE COAEPXKAHMS MPOJIMHA 1 YCTOMYMBOCTU K COJIEBO-
MY CTpecCy, HO M YBeJWYeHUE aKTMBHOCTH acKOopOaTIepOKCHUIa3bl U Ka-
tajasbl [126]. DTOT 3(hheKT aBTOPHI CBSA3BIBAIOT C 3aIMUTON TIPOJIMHOM Ca-
MUX aHTUOKCHUIAHTHBIX OEJIKOB OT JeHAaTypalluu.

Haubonee 1mmpokoe mNpakTUYECKOEe MPUMEHEHME MJISl TOBBIIICHMS
3aCyXOyCTOMYMBOCTH HAXOAUT MpaliMUpPOBaHUE PACTEHMI pa3HOOOpPa3HbI-
mu uHaykropamu AOC. O6paboTka pacTUTENbHBIX OOBEKTOB 3K30T€HHbI-
MU CUTHQJIBHBIMM IOCpeIHMKaMU uiau ux poHopamu (APK, Ca?t, NO,
H,S), kak mpaBuio, MHIyLMPYET CHUTHAJIbHYIO CETb M (POPMMPOBAHUE
CHUTHAJIa, AKTUBUPYIOILETO MHOTME MTPOTEKTOPHBIE CUCTEMBI, B TOM YHCJIe
aHTUOKCUIAHTHYIO. [IpumMepnl Takux 3¢ ¢heKToB 00CYXKACHBI B HallleM He-
naBHeM o03ope [127]. Takoii ke 3¢h(eKT MOXKET ObITh JOCTUTHYT C MCTIOJIb-
30BaHMEM IS 00pabOTKM PaCTEHMI CTPECCOBLIX TOPMOHOB (CaIMIIMIIOBOM
KHCJIOTHI, OpacCCMHOCTEPOMIIOB, )KACMOHATOB M TIp.). B mocieaHue roasl Ha-
KarMBaroTcs cBeaeHus 06 nHaypoBaHu AOC cTpeccoBbIMU MeTabo -
TaMM U HU3KOMOJEKYJSPHBIMU O€JIKaMM, B YacCTHOCTH, IOJMaMMHaAMM
[128, 129] u nextunamu [130]. B mocneanem ciydae unaykims AOC 60-
OOBBIX MOXET OBITh CBSI3aHA C aKTUBALlMEHl CUMOMOTHYECKOTO amrapara.
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Ene oauH nmoaxoa K cTabMim3aly OKUCIUTEIbHO-BOCCTAHOBUTEIb-
HOTo OanaHca y pacTeHUM MpPM BOAHOM CTPECCe MOXKET 3aKII04aTbCsl B
MPSIMOM MCIIOJIb30BAaHUM 3K30TE€HHBIX aHTMOKCHIAHTOB. D(PPeKThl CHU-
>KEHUS MPOSBJICHUI OKUCIUTEILHOTO CTpecca OOHApyXeHbI Ip1U 00padoT-
Ke pacteHuit mpoiamrHoM [131], caxapamm [132], a Takke CMHTETHYECKU-
MU aHTUOKCHAAHTaMM, HaIlpuMep, MHUTOXOHIPUAIbHO aapeCOBaHHBIMU
KaTHoHaMM JeuuaTpudenmipocdonust, pearupyommmu ¢ AOK [133].

B nesiom, HecMoTpst Ha TO 4TO coctosiHue AOC pacTeHuit TIpu JercT-
BUU CTPECCOPOB YK€ HE OMHO ACCSATUICTUE SIBISIETCS] MPEAMETOM MHTEHCHB-
HbIX MCCJIEIOBAaHUI, MHOTHE AETalu €€ (PYHKUMOHUPOBAHUSI OCTAIOTCS He-
noHsitHbiMU. MccnenoBanust AOC OCIIOXHSIIOTCS €€ TMHAMUYHOCThIO. B
MOCJAeIHNE TOAbl CTaJ0O BO3MOXHBIM HM3YUYEHME COIEPXKaHUs HEKOTOPBIX
CUTHAJIbHBIX ITOCPEOHUKOB, B yacTHOCTU AMK, B pacTUTENBHBIX KIIETKAX
MEeTOJaMM HepaspylIalolIero KOHTPOISl B PeabHOM BPEMEHHU M B OIpee-
JIHHBIX KoMmapTMmeHTax [134]. OmHako orpenejieHrMe aHTMOKCUIAHTOB in
Vivo TTOKa OCTaeTcs BecbMa MpobjieMaTUYHbIM. MOXXHO HaaesAaThCs, YTO MPOo-
IPecc COOTBETCTBYIOLIMX METONOB MCCJICAOBAHUI 3HAYMTEIBHO YCKOPUT
nsydyeHue (hrU3noJOrnUECKOM poIv aHTUOKCUAAHTOB B KOHKPETHBIX KJI€TOY-
HBIX KOMIIAPTMEHTaX 1 MX (PYHKIIMOHAJIEHOTO B3aUMOICUCTBUS APYT C APY-
roMm. B cBoio ouepenpb, Takue MCCAENOBAaHMS AOKHBI OTKPBITH HOBBIE BO3-
MOXHOCTUA IUISI KOHTPOJISI HAJ YCTOMYMBOCTBIO PACTEHUN K JIE€HUCTBUIO
CTPECCOBBIX (PAKTOPOB ITyTEM MPANMUHIA 9K30T€HHBIMM CUTHAJIBHBIMM MO-
JIeKynaMu, (QUTOTOPMOHAMU, a TaKKe TeHHO-MHXXEHEPHbBIX MaHUITYJISILIMA.

REFERENCES

1. Gerten, D., Schaphoff, S. & Lucht, W. (2007). Potential future changes in water limi-
tations of the terrestrial biosphere. Climatic Change, 80 (3-4), pp. 277-299. doi: https://
doi. org/10.1007/s10584-006-9104-8

2. Chaves, M.M. & Oliveira, M.M. (2004). Mechanisms underlying plant resilience to
water deficits: Prospects for water saving agriculture. J. Exp. Bot., 55, pp. 2365-2384. doi:
10.1093/jxb/erh269

3. Wilkinson, S. & Davies, W. (2010). Drought, ozone, ABA and ethylene: new insights
from cellto plant to community. Plant Cell Environ., 33, pp. 510-525. doi:
10.1111/j.1365-3040.2009.02052.x

4. Li, X. & Liu, F. (2016). Drought stress memory and drought stress tolerance in plants:
biochemical and molecular basis. In Hossain, M., Wani, S., Bhattacharjee, S., Burritt,
D., Tran, L.S. (Eds). Drought Stress Tolerance in Plants, Vol. 1 (pp. 17-44). Springer,
Cham. doi: https://doi.org/10.1007/978-3-319-28899-4_2

5. Zagorchev, L., Teofanova, D. & Odjakova, M. (2016). Ascorbate-glutathione cycle:
Controlling the redox environment for drought tolerance. In Hossain, M., Wani, S.,
Bhattacharjee, S., Burritt, D., Tran, L.S. (Eds.). Drought Stress Tolerance in Plants,
Vol. 1. Springer, Cham, pp. 187-226. doi: https://doi.org/10.1007/978-3-319-28899-4 8

6. Suzuki, N. & Mittler, R. (2006). Reactive oxygen species and temperature stresses: A
delicate balance between signaling and destruction. Physiol. Plant., 126, pp. 45-51. doi:
https://doi.org/10.1111/j.0031-9317.2005.00582.x

7. Liang, X., Zhang, L., Natarajan, S.K. & Becker, D.F. (2013). Proline mechanisms of
stress survival. Antioxid. Redox Signal. 19, pp. 998-1011. doi: 10.1089/ars.2012.5074

8. Yang, J., Wu, F., Gao, J. & Wang, G. (2014). Polyamine-induced nitric oxide genera-
tion and its potential requirement for peroxide in suspension cells of soybean cotyledon
node callus. Plant Physiol. Biochem., 79, pp. 41-47. doi: 10.1016/j.plaphy.2014.02.025

9. Carvalho, K., Campos, M.K., Domingues, D.S.,Pereira, L.F. & Vieira, L.G. (2013). The
accumulation of endogenous proline induces changes in gene expression of several
antioxidant enzymes in leaves of transgenic Swingle citrumelo. Mol. Biol. Rep., 40,
pp. 3269-3279. doi: 10.1007/s11033-012-2402-5

46 ISSN 2308-7099. Fiziol. rast. genet. 2019. T. 51. Ne 1



AHTUOKCUJAHTHASA CUCTEMA U YCTOMUYUBOCTb PACTEHUM

20.

21.

22.

23.

24.

25.

26.

27.

28.

. Szalai, G., Janda, K., Darky, E., Janda, T., Peeva, V. & P6l, M. (2017). Comparative

analysis of polyamine metabolism in wheat and maize plants. Plant Physiol. Biochem.,
112, pp. 239-250. doi: https://doi.org/10.1016/j.plaphy.2017.01.012

. Gautam, V., Kaur, R., Kohli, S.K., Verma, V., Kaur, P., Singh, R., Saini, P., Arora, S.,

Thukral, A.K., Karpets, Y.V., Kolupaev, Y.E. & Bhardwaj, R. (2017). ROS compart-
mentalization in plant cells under abiotic stress condition. In: Khan, M.I.LR. & Khan, N.A.
(Eds.) Reactive oxygen species and antioxidant systems in plants: role and regulation
under abiotic stress (pp. 89-114). Springer Nature Singapore Pte Ltd. doi:
https://doi.org/10.1007/978-981-10-5254-5_4

. Foyer, C.H. & Noctor, G. (2009). Redox regulation in photosynthetic organisms: sig-

naling, acclimation, and practical implications. Antioxid. Redox Signal., 11, pp. 861-906.
doi: 10.1089/ars.2008.2177

. Foyer, C.H. & Shigeoka, S. (2011). Understanding oxidative stress and antioxidant func-

tions to enhance photosynthesis. Plant Physiol., 155, pp. 93-100. doi: https://doi.
org/10.1104/pp.110.166181

. Schmitt, F.J., Renger, G., Friedrich, T., Kreslavski, V.D., Zharmukhamedov, S.K.,

Los, D.A., Kuznetsov, V.V. & Allakhverdiev, S.I. (2014). Reactive oxygen species: re-
evaluation of generation, monitoring and role in stress-signaling in phototrophic organ-
isms. Biochim. Biophys. Acta, 1837 (6), pp. 835-848. doi: 10.1016/j.bbabio.2014.02.005

. Trchounian, A., Petrosyan, M. & Sahakyan, N. (2016). Plant cell redox homeostasis and

reactive oxygen species. In Gupta, D.K. et al. (Eds.). Redox State as a Central Regulator
of Plant-Cell Stress Responses (pp. 25-50). Springer International Publishing
Switzerland. doi: https://doi.org/10.1007/978-3-319-44081-1_2

. Kreslavski, V.D., Allakhverdiev, S.I., Los, D.A. & Kuznetsov, V.V. (2012). Signaling role

of reactive oxygen species in plants under stress. Russ. J. Plant Physiol., 59, pp. 141-154.
doi: https://doi.org/10.1134/S1021443712020057

. Stasik, 0.0. & Jones, H.G. (2011). The role of photorespiration in response of photo-

synthesis to temperature increase in wheat leaves. Fiziol. Biochim. Kult. Rast., 43 (1),
pp. 38-46 [in Ukrainian].

. Cruz, M. & de Carvalho, H. (2008). Drought stress and reactive oxygen species pro-

duction, scavenging and signalling. Plant Signal Behav., 3(3), pp. 156-165.

. Cvetkovska, M. & Vanlerberghe, G.C. (2013). Alternative oxidase impacts the plant

response to biotic stress by influencing the mitochondrial generation of reactive oxygen
species. Plant Cell Environ., 36, pp. 721-732. doi: 10.1111/pce.12009

Rhoads, D.M., Umbach, A.L., Subbaiah, C.C. & Siedow, J.N. (2006). Mitochondrial
reactive oxygen species. Contribution to oxidative stress and interorganellar signaling.
Plant Physiol., 141, pp. 357-366. doi: https://doi.org/10.1104/pp.106.079129

Bartoli, C.G., Gomez, F., Martinez, D.E. & Guiamet, J.J. (2004). Mitochondria are the
main target for oxidative damage in leaves of wheat (Triticum aestivum L.). J. Exp. Bot.,
55, pp. 1663-1669. doi: 10.1093/jxb/erh199

Sharova, E.I. & Medvedev, S.S. (2017). Redox reactions in apoplast of growing cells.
Russ. J. Plant Physiol., 64(1), pp. 1-14. doi: https://doi.org/10.1134/S1021443717010149
Sagi, M.& Fluhr, R. (2006). Production of reactive oxygen species by plant NADPH oxi-
dases. Plant Physiol., 141, pp. 336-340.

Glyan’ko, A.K. & Ischenko, A.A. (2010). Structural and functional characteristics of
plant NADPH oxidase: A review. Appl. Biochem. Microbiol., 46, pp. 463-471. doi:
https://doi.org/10.1134/S0003683810050017

Kolupaev, Yu.E., Karpets, Y.V. & Dmitriev, A.P. (2015). Signal mediators in plants in
responseto abiotic stress: Calcium, reactive oxygen and nitrogen species. Cytol. Genet.,
49(5), pp. 338-348. doi: 10.3103/S0095452715050047

Kolupaev, Yu.E. & Karpets, Yu.V. (2013). Participation of reactive oxygen species in for-
mation of induced resistances of plants to abiotic stressors. In Suzuki, M. & Yamamoto, S.
(Eds.). Handbook on Reactive Oxygen Species (ROS): Formation Mechanisms,
Physiological Roles and Common Harmful Effects (pp. 109-136). New York: Nova Science
Publishers.

Oboznyi, A.l., Kolupaev, Yu.E., Vayner, A.A. & Yastreb, T.O. (2013). The role of super-
oxide dismutase in inducing of wheatseedlings tolerance to osmotic shock. J. Stress
Physiol. Biochem., 9(3), pp. 251-261.

Minibayeva, F., Kolesnikov, O., Chasov, A. Beckett, R.P., Liithje S., Vylegzhanina, N.,
Buck, F. & Béttger, M. (2009). Wound-induced apoplastic peroxidase activities: their

ISSN 2308-7099. ®u3uoiorus pacrennii u renetuka. 2019. T. 51. Ne 1 47



10.E. KOJIYITIAEB, A.1. KOKOPEB

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48

roles in the production and detoxification of reactive oxygen species. Plant Cell Environ.,
32, pp. 497-508. doi: 10.1111/5.1365-3040.2009.01944 .x

Oboznyi, A.l. & Kolupaev, Yu.E. (2012). Participation of the enzymatic systems generating
reactive oxygen species, in formation cross-tolerance of plantlets of wheat to the hyperther-
mia and osmotic shock. Fiziol. Biokhim. Kult. Rast., 44 (4), pp. 347-354 [in Russian].
Gill, S.S. & Tuteja, N. (2010). Reactive oxygen species and antioxidant machinery in
abiotic stress tolerance in crop plants. Plant Physiol. Biochem., 48, pp. 909-930. doi:
10.1016/j.plaphy.2010.08.016

Blokhina, O., Virolainen, E. & Fagerstedt, K.V. (2003). Antioxidants, oxidative damage
and oxygen deprivation stress: A review. Ann. Bot., 91, pp. 179-194.

Pradedova, E.V., Isheeva, O.D. & Salyaev, R.K. (2011). Classification of the antioxidant
defense system as the ground for reasonable organization of experimental studies of the
oxidative stress in plants. Russ. J. Plant Physiol., 58, pp. 210-217. doi: https://doi.
org/10.1134/S1021443711020166

Kolupaev, Yu.E. (2016). Plant cell antioxidants and their role in ROS signaling and plant
resistance. Uspekhi Sovrem. Biologii, 136 (2), pp. 181-198 [in Russian].

Das, K. & Roychoudhury, A. (2014). Reactive oxygen species (ROS) and response of
antioxidants as ROS-scavengers during environmental stress in plants. Front. Environ.
Sci. 2: 53. doi: 10.3389/fenvs.2014.00053

Alscher, R.G., Erturk, N. & Heath, L.S. (2002). Role of superoxide dismutases (SODs)
in controlling oxidative stress in plants. J. Exp. Bot., 53, pp. 1331-1341.

Ogawa, K., Kanematsu, S. & Asada, K. (1996). Intra-and extra-cellular localization of
“cytosolic” Cu/Zn-superoxide dismutase in spinach leaf and hypocotyls. Plant Cell
Physiol., 37, pp. 790-799.

Kuzniak, E. & Sklodowska, M. (2004). The effect of Botrytic cinerea infection on the
antioxidant proline of mitochondria from tomato leaves. J. Exp. Bot., 55, pp. 605-612.
doi: 10.1093/jxb/erh076

del Rio, L.A., Corpas, F.J., Sandalio, L.M., Palma, J.M. & Barroso, J.B. (2003). Plant
peroxisomes, reactive oxygen metabolism and nitric oxide. [IUBMB Life, 55(2), pp. 71-81.
Guo, Z., Ou, W., Lu, S. & Zhong, Q. (2006). Differential responses of antioxidative sys-
tem to chilling and drought in four rice cultivars differing in sensitivity. Plant Physiol.
Biochem., 44 (11-12), pp. 828-836. doi: 10.1016/j.plaphy.2006.10.024

Samota, M.K., Sasi, M. & Singh, A. (2017). Impact of seed priming on proline content
andantioxidant enzymes to mitigate drought stress in rice genotype. Int. J. Curr. Microbiol.
App. Sci., 6(5), pp. 2459-2466. doi: https://doi.org/10.20546/ijcmas.2017.605.275
Mamenko, T.P. & Yaroshenko, O.A. (2012). Response of antioxidant system in con-
trasting by drought resistance winter wheat cultivars to water deficit. Fiziol. Biochim.
Kult. Rast., 44 (4), pp. 323-330 [in Ukrainian].

Sokolovska-Sergienko, O.G. & Kiriziy, D.A. (2010). Intensity of photosynthesis and
activity of chloroplast superoxide dismutase in wheat flag leaves during ripening. Fiziol.
Biochim. Kul’t. Rast., 42(1), pp. 67-72 [in Ukrainian].

Anjum, S.A., Ashraf, U., Tanveer, M., Khan, 1., Hussain, S., Shahzad, B., Zohaib, A.,
Abbas, F., Saleem, M.F., Ali, I. & Wang, L.C. (2017). Drought induced changes in
growth, osmolyte accumulation and antioxidant metabolism of three maize hybrids.
Front. Plant Sci. 6: 69. doi: 10.3389/fpls.2017.00069.

Kumari, N., Avtar, R., Kumari, A., Sharma, B., Rani, B. & Sheoran, R.K. (2018).
Antioxidative response of Indian mustard subjected to drought stress. J. Oilseed Brassica.,
9(1), pp. 40-44.

Zandalinas, S.I., Balfagyn, D., Arbona, V. & Gymez-Cadenas, A. (2017). Modulation of
antioxidant defense system is associated with combined drought and heat stress tolerance
in citrus. Front. Plant Sci. 8:953. doi: 10.3389/fpls.2017.00953.

Mandi, S., Kumar, P.A., Nath, R. & Hembram, S. (2018). ROS scavenging and nitrate
reductase enzyme activity in mungbean [Vigna radiata (L.) Wilczek] under drought stress.
Int. J. Curr. Microbiol. App. Sci.,, 7 (4), pp. 1031-1039. doi: https://doi.
org/10.20546/ijcmas.2018.704.113

Tina, R.R., Shan, X.R., Wang, Y., Guo, S.Y., Mao, B., Wang, W., Wu, H.Y. & Zhao, T.H.
(2017). Response of antioxidant system to drought stress and rewatering in Alfalfa dur-
ing branching. IOP Conf. Series: Earth and Environ. Sci. 94 01212. doi: 10.1088/1755-
1315/94/1/012129

ISSN 2308-7099. Fiziol. rast. genet. 2019. T. 51. Ne 1



AHTUOKCUJAHTHASA CUCTEMA U YCTOMUYUBOCTb PACTEHUM

48.

49.

50.

S1.

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

Haider, M.S., Kurjogi, M.M., Khalil-Ur-Rehman, M., Fiaz, M., Pervaiz, T., Jiu S.,
Haifeng, J., Chen, W. & Fang, J. (2017). Grapevine immune signaling network in
response to drought stress as revealed by transcriptomic analysis. Plant Physiol.
Biochem., 121, pp. 187-195. doi: 10.1016/j.plaphy.2017.10.026

Willekens, H., Chamnongpol, S., Davey, M., Schraudner, M., Langebartels, C., Van
Montagu, M., Inz¢, D. & Van Camp, W. (1997). Catalase is a sink for H,0, and is indis-
pensable for stress defense in C; plants. EMBO J., 16, pp. 4806-4816.

Guan, L.M. & Scandalios, J.G. (2000). Hydrogen peroxide-mediated catalase gene
expression in response to wounding. Free Radical Biol. Med., 28, pp. 1182-1190.
Nyathi, Y. & Baker, A. (2006). Plant peroxisomes as a source of signalling molecules.
Biochim. Biophys. Acta, 1763, pp. 1478-1495. doi: 10.1016/j.bbamcr.2006.08.031
Chakrabarty, A., Aditya, M., Dey, N., Bani, N. & Bhattacharjee, S. (2016). Antioxidant
signaling and redox regulation in drought — and salinity-stressed plants. In Hossain, M.
et al. (Eds.). Drought Stress Tolerance in Plants, Vol. 1 (pp. 465-498). Springer, Cham.
doi: https://doi.org/10.1007/978-3-319-28899-4 20

Landi, S., De Lillo, A., Nurcato, R., Grillo, S. & Esposito, S. (2017). In-field study on
traditional Italian tomato landraces: The constitutive activation of the ROS scavenging
machinery reduces effects of drought stress. Plant Physiol Biochem., 118, pp. 150-160.
doi: 10.1016/j.plaphy.2017.06.011

Smertenko, A. (2017). Can peroxisomes inform cellular response to drought? Trend
Plant Sci., 22(12), pp. 1005-1007. doi: https://doi.org/10.1016/j.tplants.2017.09.021
Noctor, G., Mhamdi, A. & Foyer, C.H. (2014). The roles of reactive oxygen metabo-
lism in drought: not so cut and dried. Plant Physiol.,, 164, pp. 1636-1648. doi:
https://doi.org/10.1104/pp.113.233478

Caverzan, A., Passaia, G., Rosa, S.B., Ribeiro, C.W., Lazzarotto, F. & Margis-
Pinheiro, M. (2012). Plant responses to stresses: role of ascorbate peroxidase in the
antioxidant protection. Genet. Mol. Biol., 35(4), pp. 1011-1019.

Secenji, M., Hideg, E., Bebes, A. & Gyorgyey, J. (2010). Transcriptional differences in
gene families of the ascorbate-glutathione cycle in wheat during mild water deficit. Plant
Cell Rep., 29 (1), pp. 37-50. doi: 10.1007/s00299-009-0796-x

Zhang, Z., Zhang, Q., Wu, J., Zheng, X., Zheng, S., Sun, X., Qiu, Q. & Lu, T. (2013).
Gene knockout study reveals that cytosolic ascorbate peroxidase 2 (OsAPX2) plays a cri-
tical role in growth and reproduction in rice under drought, salt and cold stresses. PLoS
One, 8 (2), €57472. doi: 10.1371/journal.pone.0057472

Guo, Y.Y., Tian, S.S., Liu, S.S. Wang, W.Q. & Sui, N. (2018). Energy dissipation and
antioxidant enzyme system protect photosystem II of sweet sorghum under drought stress.
Photosynthetica, 56 (3), pp. 861-872. doi: https://doi.org/10.1007/s11099-017-0741-0
Tognolli, M., Penel, C., Greppin, H. & Simon, P. (2003). Analysis and expression of the
class III peroxidase large gene family in Arabidopsis thaliana. Gene, 288, pp. 129-138.
Ivanov, S., Konstantinova, T., Parvanova, D., Todorova, D., Djilianov, D. & Alexieva, V.
(2001). Effect of high temperatures on the growth, free proline content and some antioxi-
dants in tobacco plants. Comptes Rendus de 1’Academie Bulgare des Sciences, 54 (7),
pp. 71-74.

Hussain, S., Khalid, M.F., Saqib, M., Ahmad, S., Zafar, W., Rao, M.J., Morillon, R.
& Anjum, M.A. (2018). Drought tolerance in citrus rootstocks is associated with better
antioxidant defense mechanism. Acta Physiol. Plant, 40, p. 135. doi:
https://doi.org/10.1007/s11738-018-2710-z

Romero-Puertas, M.C., Corpas, F.J., Sandalio, L.M., Leterrier, M., Rodriguez-
Serrano, M., Del Rio, L.A. & Palma, J.M. (2006). Glutathione reductase from pea
leaves: response to abiotic stress and characterization of the peroxisomal isozyme. New
Phytol., 170, pp. 432-452. doi: 10.1111/5.1469-8137.2006.01643.x

Ozkur, O., Ozdemir, F., Bor, M. & Turkan, 1. (2009). Physiochemical and antioxidant
responses of the perennial xerophyte Capparis ovata Desf. to drought. Environ. Exp.
Bot., 66(3), pp. 487-492. doi: https://doi.org/10.1016/j.envexpbot.2009.04.003

Creissen, G.P., Broadbent, P., Kular, B. & Reynolds, H. (1994). Manipulation of glu-
tathione reductase in transgenic plants: implications for plant responses to environmen-
tal stress. Proceedings of the Royal Society of Edinburgh, Section B: Biological
Sciences., 102B, pp. 167-175.

ISSN 2308-7099. ®usunonorus pacrenmii u reneruka. 2019. T. 51. Ne 1 49



10.E. KOJIYITIAEB, A.1. KOKOPEB

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

50

Marrs, K.A. (1996). The functions and regulation of glutathione S-transferases in plants.
Ann. Rev. Plant Physiol. Plant Mol. Biol., 47, pp. 127-158.

Baimuhametova, E.A., Taipova, R.M. & Kuluev, B.R. (2016). Glutathione and glu-
tathione s-transferases: key componentsof the antioxidant protection system of plants.
Biomics., 8(4), pp. 311-322 [in Russian].

Liu, L., Liu, Y., Rao, J., Wang, G., Li, H., Ge, F. & Chen, C. (2013). Overexpression
of the glutathione S-transferase gene from Pyrus pyrifolia fruit improves tolerance to abi-
otic stress in transgenic tobacco plants. Mol. Biol. (Mosk.), 47(4), pp. 591-601.

Kaur, R. & Nayyar, H. (2014). Ascorbic acid a potent defender against environmental
stresses. In Ahmad P. (Ed.) Oxidative Damage to Plants Antioxidant Networks and
Signaling (pp. 235-287). San Diego: Elsevier. doi: https://doi.org/10.1016/B978-0-12-
799963-0.00008-3

Putilina, F.E., Galkina, O.V., Yeshchenko, N.D., Dizhe, G.P. & Krasovskaya, I.E.
(2008). Svobodnoradikal’noye okisleniye (Free radical oxidation). St. Petersburg: St.
Petersburg University publishing house [in Russian].

Millar, A.H., Mittova, V., Kiddle, G., Heazlewood, J.L., Bartoli, C.G., Theodoulou, F.L.
& Foyer, C.H. (2003). Control of ascorbate synthesis by respiration and its implications
for stress responses. Plant Physiol., 133, pp. 443-447.

Miyaji, T., Kuromori, T., Takeuchi, Y., Yamaji, N., Yokosho, K., Shimazawa, A.,
Sugimoto, E., Omote, H., Ma, J.F. & Shinozaki, K. (2015.) AtPHT4; 4 is a chloroplast-
localized ascorbate transporter in Arabidopsis. Nat. Commun. 6:5928. doi:
10.1038/ncomms6928.

Foyer, C.H. & Noctor, G. (2005). Redox homeostis and antioxidant signaling: a meta-
bolic interface between stress perception and physiological responses. Plant Cell., 17,
pp. 1866-1875. doi: 10.1105/tpc.105.033589

Singh, S., Gupta, A. K. & Kaur, N. (2012). Differential responses of antioxidative
defence system to long-term field drought in wheat (Triticum aestivum L.) genotypes dif-
fering in drought tolerance. J. Agron. Crop Sci., 198, pp. 185-195. doi:
https://doi.org/10.1111/j.1439-037X.2011.00497 .x

Cao, B.L., Ma, Q., Zhao, Q., Wang, L. & Xu, K. (2015). Effects of silicon on absorbed
light allocation, antioxidant enzymes and ultrastructure of chloroplasts in tomato leaves
under simulated drought stress. Sci. Hortic., 194, pp. 53-62. doi: https://doi.org/
10.1016/j.scienta.2015.07.037

Le Martret, B., Poage, M., Shiel, K., Nugent, G.D. & Dix, P.J. (2011). Tobacco chloro-
plast transformants expressing genes encoding dehydroascorbate reductase, glutathione
reductase, and glutathione-S-transferase, exhibit altered anti-oxidant metabolism and
improved abiotic stress tolerance. Plant Biotechnol. J., 9 (6), pp. 661-673. doi:
10.1111/j.1467-7652.2011.00611.x

Farooq, M., Irfan, M., Aziz, T., Ahmad, I. & Cheema, S.A. (2013). Seed priming with
ascorbic acid improves drought resistance of wheat. J. Agron. Crop Sci., 199, pp. 12-22.
doi: org/10.1111/j.1439-037X.2012.00521.x

Wang, H., Zhang, L., Ma, J., Li, X., Li, Y., Zhang, R. & Wang R. (2010). Effects of
water stress on reactive oxygen species generation and protection system in rice during
grain-filling stage. Agr. Sci. China, 9, pp. 633-641. doi: https://doi.org/10.1016/S1671-
2927(09)60138-3

Malik, S. & Ashraf, M. (2012). Exogenous application of ascorbic acid stimulates growth
and photosynthesis of wheat (Triticum aestivum L.) under drought. Soil Environ., 31,
pp. 72-77. doi: https://doi.org/10.1016/S1671-2927(09)60138-3.

Baghizadeh, A. & Hajmohammadrezaei, M. (2011). Effect of drought stress and its inter-
action with ascorbate and salicylic acid on okra (Hibiscus esculents L.) germination and
seedling growth. J. Stress Physiol. Biochem., 7, pp. 55-65.

Noctor, G., Gomez, L., Vanacker, H. & Foyer, C.H. (2002). Interactions between
biosynthesis, compartmentation and transport in the control of glutathione homeostasis
and signalling. J. Exp. Bot., 53, pp. 1283-1304.

Szalai, G., Kellos, T., Galib, G. & Kocsy, G. (2009). Glutathione as an antioxidant and
regulatory molecule in plants under abiotic stress conditions. J. Plant Growth Regul., 28,
pp. 66-80. doi: https://doi.org/10.1007/s00344-008-9075-2

Del Rio, L.A., Corpas, J., Sandalio, L.M., Palma, J.M., Gymez, M. & Barroso, J.B.
(2002). Reactive oxygen species, antioxidant systems and nitric oxide in peroxisomes. J.
Exp. Bot., 53, pp. 1255-1272.

ISSN 2308-7099. Fiziol. rast. genet. 2019. T. 51. Ne 1



AHTUOKCUJAHTHASA CUCTEMA U YCTOMUYUBOCTb PACTEHUM

84. Chen, K.-M., Gong, H.-J., Chen, G.-C., Wang, S.-M. & Zhang, C.-L. (2004). Gradual
drought under field conditions influences the glutathione metabolism, redox balance and
energy supply in spring wheat. J. Plant Growth Regul., 23, pp. 20-28.

85. Lascano, H.R., Antonicelli, G.E., Luna, C.M., Melchiorre, M.N., Gomez, L.D.,
Racca, R.W., Trippi, V.S. & Casano, L.M. (2001). Antioxidant system response of dif-
ferent wheat cultivars under drought: field and in vitro studies. Austr. J. Plant Physiol.,
28, pp. 1095-1102. doi: https://doi.org/10.1071/PP01061

86. Waskiewicz, A., Beszterda, M., & Golinski, P. (2014). Nonenzymatic antioxidants in
plants. Oxidative Damage to Plants (pp. 201-234). Elsevier Inc. doi:10.1016/b978-0-12-
799963-0.00007-1

87. Tarakhovskiy, Yu.S., Kim, Yu.A., Abdrasilov, B.S. & Muzafarov, E.N. (2013).
Flavonoids: biochemistry, biophysics, medicine. Pushchino: Synchrobook [in Russian].

88. Harborne, J.B. & Williams, C.A. (2000). Advances in flavonoid research since 1992.
Phytochemistry, 55, pp. 481-504.

89. Ververidis, F., Trantas, E., Douglas, C., Vollmer, G., Kretzschmar, G. & Panopoulos, N.
(2007). Biotechnology of flavonoids and other phenylpropanoid-derived natural products.
Pt I: Chemical diversity, impacts on plant biology and human health. Biotechnol. J., 2,
pp. 1214-1234. doi: 10.1002/biot.200700084

90. Olenichenko, N.A., Zagoskina, N.V., Astakhova, N.V., Trunova, T.I. & Kuznetsov, Yu.V.
(2008). Primary and secondary metabolism of winter wheat under cold hardening and
treatment with antioxidants. Appl Biochem. Microbiol., 44 (5), pp. 535-540. doi:
https://doi.org/10.1134/S0003683808050141

91. Winkel, B.S.J. The biosynthesis of flavonoids.In Grotewold P.E. (2008). (Ed.) The sci-
ence of flavonoids (pp. 71-95). New York: Springer.

92. Es-Safi, N.E., Ghidouche, S. & Ducrot, P.H. (2007). Flavonoids: hemisynthesis, reactivi-
ty, characterization and free radical scavenging activity. Molecules, 12, pp. 2228-2258.

93. Khlestkina, E.K. (2013). The adaptive role of flavonoids: emphasis on cereals. Cereal
Res. Commun., 41, pp. 185-198. doi: https://doi.org/10.1556/CRC.2013.0004

94. Gould, K.S. & Lister, C. (2006). Flavonoid functions in plants. In Andersen, O.M. &
Markham, K.R. (Eds.). Flavonoids: Chemistry, Biochemistry, and Applications (pp. 397-
442). London: CRC Press.

95. Havaux, M. & Kloppstech, K. (2001). The protective functions of carotenoid and
flavonoids pigments against excess visible radiation at chilling temperature investigated in
Arabidopsis npq and tt mutants. Planta, 213 (6), pp. 953-966.

96. Munne-Bosch, S. & Alegre, L. (2002). The function of tocopherols and tocotrienols in
plants. Crit. Rev. Plant Sci., 21, pp. 31-57.

97. Ghanbari, F. & Sayyari, M. (2018). Controlled drought stress affects the chilling-harde-
ning capacity of tomatoseedlings as indicated by changes in phenol metabolisms, antioxi-
dantenzymes activity, osmolytes concentration and abscisic acid accumulation. Sci.
Horticult., 229, pp. 167-174. doi: https://doi.org/10.1016/j.scienta.2017.10.009

98. Ma, D., Sun, D., Wang, C., Li, Y. & Guo, T. (2014). Expression of flavonoid biosyn-
thesis genes and accumulation of flavonoid in wheat leaves in response to drought stress.
Plant Physiol. Biochem., 80, pp. 60-66. doi: 10.1016/j.plaphy.2014.03.024

99. Kolupaev, Yu.E., Firsova, K.M., Shvidenko, M.V. & Yastreb, T.O. (2018). Hydrogen
sulfide donor influence on state of antioxidant systemof wheat seedlings under osmotic
stress. Fiziol. Rast. Genet., 50 (1), pp. 29-38 [in Ukrainian].

100. Nakabayashi, R., Yonekura-Sakakibara, K., Urano, K., Suzuki, M., Yamada, Y.,
Nishizawa, T., Matsuda, F., Kojima, M., Sakakibara, H., Shinozaki, K., Michael, A.J.,
Tohge, T., Yamazaki, M. & Saito, K. (2014). Enhancement of oxidative and drought-
tolerance in Arabidopsis by overaccumulation of antioxidant flavonoids. Plant J., 77,
pp. 367-379. doi: 10.1111/tpj.12388

101. Yuan, Y., Qi, L., Yang, J., Wu, C., Liu, Y. & Huang, L. (2015). A scutellaria baicalen-
sis R2ZR3-MYB gene, SbMYBS, regulatesflavonoid biosynthesis and improves drought
stress tolerancein transgenic tobacco. Plant Cell Tiss. Organ. Cult., 120, pp. 961-972. doi:
https://doi.org/10.1007/s11240-014-0686-y

102. Joseph, E.A., Radhakrishnan, V.V. & Mohanan, K.V. (2015). A study onthe accumu-
lation of proline — an osmoprotectant amino acidunder salt stress in some native rice
cultivars of NorthKerala, India. Univ. J. Agr. Res., 3, pp. 15-22. doi:
10.13189/ujar.2015.030104

ISSN 2308-7099. ®u3uoiorus pacrennii u renetuka. 2019. T. 51. Ne 1 51



10.E. KOJIYITIAEB, A.1. KOKOPEB

103. Kaur, G. & Asthir, B. (2015). Proline: a key player in plant abiotic stress tolerance. Biol.
Plant., 59 (4), pp. 609-619. doi: https://doi.org/10.1007/s10535-015-0549-3

104. Kumar, N.S, Zhu, W., Liang, X., Zhang, L., Demers, A.J., Zimmerman, M.C.,
Simpson, M.A. & Becker, D.F. (2012). Proline dehydrogenase is essential for proline
protection against hydrogen peroxide-induced cell death. Free Radical Biology
Medicine, 53, pp. 1181-1191. doi: 10.1016/j.freeradbiomed.2012.07.002

105. Signorelli, S., Coitin, O, E.L., Borsani, O. & Monza, J. (2014). Molecular mechanisms
for the reaction between OH radicals and proline: insights on the role as reactive oxy-
genspecies scavenger in plant stress. J. Phys. Chem., 118, pp. 37-47. doi:
10.1021/jp407773u

106. Aubert, S., Hennion, F., Bouchereau, A., Gout, E., Blingy, R. & Dome, A.J. (1999).
Subcellular compartmentation of proline in the leaves of the subantartic Kerguelen cabbage
Pringlea antiscorbutica R-Br. in vivo 13C-NMR study. Plant Cell Environ., 22, pp. 255-259.

107. Chen, C. & Dickman, M.B. (2005). Proline suppresses apoptosis in the fungal pathogen
Colletotrichum trifolii. Proc. Natl. Acad. Sci. USA, 102, pp. 3459-3464. doi:
10.1073/pnas.0407960102

108. Islam, M.M., Hoque, M.A., Okuma, E., Banu, M.N., Shimoishi, Y., Nakamura, Y. &
Murata, Y. (2009). Exogenous proline and glycinebetaine increase antioxidant enzyme
activities and confer tolerance to cadmium stress in cultured tobacco cells. J. Plant
Physiol., 166, pp. 1587-1597. doi: 10.1016/].jplph.2009.04.002

109. Islam, M.M., Hoque, M.A., Okuma, E., Jannat, R., Banu, M.N., Jahan, M.S.,
Nakamura, Y. & Murata, Y. (2009). Proline and glycinebetaine confer cadmium tole-
rance on tobacco bright yellow-2 cells by increasing ascorbate-glutathione cycle enzyme
activities. Biosci. Biotechnol. Biochem., 73, pp. 2320-2323. doi: 10.1271/bbb.90305

110. Radyukina, N.L., Shashukova, A.V., Makarova, S.S. & Kuznetsov, V.V. (2011).
Exogenous proline modifies differential expression of superoxide dismutase genes in
UV-B-irradiated Salvia officinalis plants. Russ. J. Plant Physiol., 58, pp. 51-59. doi:
https://doi.org/10.1134/S1021443711010122

111. Soshinkova, T.N., Radyukina, N.L., Korolkova, D.V. & Nosov, A.V. (2013). Proline
and functioning of the antioxidant system in Thellungiella salsuginea plants and cultured
cells subjected to oxidative stress. Russ. J. Plant Physiol.,, 60, pp. 41-54. doi:
https://doi.org/10.1134/S1021443713010093

112. De Ronde, J.A., Cress, W.A., Krbger, G.H., Strasser, R.J. & Van,S.J. (2004).
Photosynthetic response of transgenic soybean plants,containing an Arabidopsis PSCR
gene, during heat anddrought stress. J. Plant Physiol., 161, pp. 1211-1224.

113. Mykhalska, S.I., Sergeeva, L.E., Matveyeva, A.Yu., Kobernik, N.I., Kochetov, A.V.,
Tishchenko, O.M. & Morgun, V.V. (2014). The elevation of free proline content in
osmotolerant transgeniccorn plants with dsRNA suppressor of proline dehydrogenase
gene. Fiziol. Rast. Genet., 46 (6), pp. 482-489 [in Russian].

114. Cherenkevich, S.N., Martinovich, G.G., Martinovich, 1.V., Gorudko, LV. &
Shamova, E.V. (2013). Redox regulation of cellular activity: concepts and mechanisms.
Proceedings of the National Academy of Sciences of Belarus. Series of Biological
Sciences, 1, pp. 92-108 [in Russian].

115. De Campos, M.K.F., De Carvalho, K., De Souza, F.S., Marur,C.J., Pereira, L.F.P.,
Filho, J.C.B. & Vieira, L.G.E. (2011). Droughttolerance and antioxidant enzymatic
activity in transgenic ‘Swingle’ citrumelo plants over-accumulating proline. Environ.
Exp. Bot., 72, pp. 242-250. doi: https://doi.org/10.1016/j.envexpbot.2011.03.009

116. Ashraf, M.A., Akbar, A., Askari, S.H., Igbal, M., Rasheed, R. & Hussain, 1. (2018).
Recentadvances in abiotic stress tolerance of plants through chemicalpriming: An
Overview. InRakshit, A., Singh, H.B. (Eds.) Advances in Seed Priming (pp. 51-79).
Springer Nature Singapore Pte Ltd. doi: https://doi.org/10.1007/978-981-13-0032-5 4

117. Kamran, M., Shahbaz, M., Ashraf, M. & Akram, N.A. (2009). Alleviation of drought-
induced adverse effects in springwheat (Triticum aestivum L.) using proline as a pre-
sowing seed treatment. Pak. J. Bot., 41, pp. 621-632.

118. Kaur, D., Grewal, S.K., Kaur, J. & Singh, S. (2017). Differential proline metabolism
in vegetative and reproductive tissues determine drought tolerance in chickpea. Biol.
Plant., 61 (2), pp. 359-366. doi: https://doi.org/10.1007/s10535-016-0695-2

119. Bohnert, H.J., Nelson, D.E. & Jensen, R.G. (1995). Adaptations to environmental
stresses. Plant Cell., 7, pp. 1099-1111.

52 ISSN 2308-7099. Fiziol. rast. genet. 2019. T. 51. Ne 1



AHTUOKCUJAHTHASA CUCTEMA U YCTOMUYUBOCTb PACTEHUM

120.Yildizli, A., Cevik, S. & Unyayar, S. (2018). Effects of exogenous myo-inositol on leaf
water status and oxidativestress of Capsicum annuum under drought stress. Acta Physiol.
Plant., 40, p. 122. doi: https://doi.org/10.1007/s11738-018-2690-z

121. Sunkar, R., Kapoo, A. & Zhu, J.K. (2006). Posttranscriptional induction of two Cu/Zn
superoxide dismutase genes in Arabidopsis is mediated by down-regulation of miR398
and important for oxidative stress tolerance. Plant Cell., 18, pp. 2051-2065. doi:
10.1105/tpc.106.041673

122. Semchuk, N., Lushchak, O.V., Falk, J., Krupinska, K. & Lushchak, V.I. (2009).
Inactivation of genes, encoding tocopherol biosynthetic pathway enzymes, results in
oxidative stress in outdoor grown Arabidopsis thaliana. Plant Physiol. Biochem. 47,
pp. 384-390. doi: 10.1016/j.plaphy.2009.01.009.

123. Semchuk, N.M., Vasylyk, Yu.V., Lushchak, Ok.V. & Lushchak, V.I. (2012). Effect of
short-term salt stress on oxidative stress markers and antioxidant enzymes activity in
tocopherol-deficient Arabidopsis thaliana plants. Ukr. Biochem. J., 84(4), pp. 41-48.

124. Szabados, L. & Savoure, A. (2009). Proline: a multifunctional amino acid. Trends Plant
Sci., 15 (2), pp. 89-97.

125. Vendruscolo, E.C., Schuster, 1., Pileggi, M., Scapim, C.A., Molinari, H.B., Marur, C.J.
& Vieira, L.G. (2007). Stress-induced synthesis of proline confers tolerance to water
deficit in transgenic wheat. J. Plant Physiol.,, 164, pp. 1367-1376. doi:
10.1016/j.jplph.2007.05.001

126. Razavizadeh, R. & Ehsanpour, A.A. (2009). Effects of salt stress on proline content,
expressionof delta-1-pyrroline-5-carboxylate synthetase, and activitiesof catalase and
ascorbate peroxidase in transgenic tobacco plants. Biological Lett., 46 (2), pp. 63-75. doi:
https://doi.org/10.2478/v10120-009-0002-4

127. Kolupaev, Yu.E. & Karpets, Yu.V. (2017). Role of signal mediators and stress hormones in
regulation ofplants antioxidative system. Fiziol. Rast. Genet., 49(6), pp. 463-481 [in Russian].

128. Ozturk, L. & Demir, Y. (2002). In vivo and in vitro protective role of proline. Plant
Growth Regulation, 38, pp. 259-264.

129. Maiti, S., Ghosh, N.G., Mandal, C. & Adak, M.K. (2018). Evaluation of the effect of
putrescine on oxidative stress in two chromium treated maize varieties. Plant Cell
Biotechnol. Mol. Biol., 19 (1-2), pp. 9-23.

130. Rybachenko, L.I., Kots, S.Ya., Melnik, V.M. & Rybachenko, O.R. (2018). Response of
different efficiency symbiotic systems on drought and use of the exogenous lectin as an pro-
tector of its negative action. Fiziol. Rast. Genet., 50 (5), pp. 383-401 [in Ukrainian].

131. Hossain, M.A., Hoque, M.A., Burritt, D.J. & Fujita, M. (2014). Proline protects plants
against abiotic oxidative stress: biochemical and molecular mechanisms.In Ahmad, P.
(Ed.). Oxidative Damage to Plants Antioxidant Networks and Signaling (pp. 477-521).
Academic Press is an imprint of Elsevier. doi: org/10.1016/B978-0-12-799963-0.00016-2

132. Ramel, F., Sulmon, C., Bogard, M., Couiie, I. & Gouesbet, G. (2009). Differential pat-
terns of reactive oxygen species and antioxidative mechanisms during atrazine injury and
sucrose-induced tolerance in Arabidopsis thaliana plantlets. BMC Plant Biology, 9,
pp. 28. doi: https://doi.org/10.1186/1471-2229-9-28

133. Vasil’ev, L.A., Dzyubinskaya, E.V., Kiselevsky, D.B., Shestak, A.A. & Samuilov, V.D.
(2011). Programmed cell death in plants: Protective effect of mitochondrial-targeted
quinones. Biochem. (Mosc.), 76 (10), pp. 1120-1131. doi: 10.1134/S0006297911100051

134. Queval, G., Hager, J., Gaki¢re, B. & Noctor, G. (2008). Why are literature data for
H,0, contents so variable? A discussion of potential difficulties in the quantitative assay
of leaf extracts. J. Exp. Bot., 59, pp. 135-140. doi: 10.1093/jxb/erm193

Received 13.12.2018

AHTUOKCUJIAHTHA CUCTEMA I CTIMKiICTh POCJIMH 10 HECTAUI BOJIOTU

I0.€. Koaynaes'2, O.1. Koxopes!

IXapKiBChKMi HaLliOHANBHWI arpapHuii yHiBepcuteT iM. B.B. Jlokyyaesa
2XapKiBChbKMii HallioHaTbHUI yHiBepcuTeT iM. B.H. Kapasina

ITocyxa € oTHMM 3 OCHOBHUX YMHHUKIB CepeJOBUIIIA, 1110 JiMiTyIOTh PicT i MPOMYKTUBHICTh
pociauH. B orisaai mpoaHanizoBaHO MPUYMHU TMOCUJIEHHSI T'€HEpPYBaHHS aKTUBHUX (opM
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kucHo (ADPK) 3a yMOB mocyxu B XJIOpOILIacTax, MiTOXOHIPisX, MEPOKCUCOMAaX i KITITHH-
HUX cTiHKax. Posrisinyro 3HauenHst HAJIMDH-okcnnasu, mo3akIiTHHHOL MEPOKCHIA3H i Cy-
MePOKCUITUCMYTa31 B YTBOPeHHI curHaibHoro nmyny AM®K B yMoBax OCMOTUYHOTO CTpecy
Ta iHAYKYBaHHi 3aXMCHUX peakiliii pociauH. HaBeneHo XapakTepuCTUKU KOMITOHEHTIB aH-
TUOKCUIAHTHOI cucTeMU. OLliHEHO BHECOK OCHOBHUX aHTUOKCUIAHTHUX (PEPMEHTIB i HU3b-
KOMOJIEKYJIIPHUX aHTUOKCUIIAHTIB Y MiATPUMAaHHS peloKc-roMeocTasy 3a nocyxu. Ocobiu-
BY yBary NpUAJIEHO POJi MPOJIiHY Ta iHIIUX CYMiCHUX OCMOJITIB B aHTUOKCUAAHTHOMY
3axucTi pociauH. [lpoaHanizoBaHO GYHKIIOHATbHY B3a€EMOJi0 AHTMOKCUJAHTHUX (ep-
MEHTiB, HU3bKOMOJIEKYJSIPHUX aHTUOKCUIAHTIB i OCMOJIITIB 3 aHTUOKCUIAHTHUMM BJIACTU-
BOCTSIMU B yMOBax Mocyxu. PO3IJIsSIHYTO MOXJIMBICTb MiABUIIIEHHS CTIIKOCTi POCIMH J0 He-
cTayi BOJIOTM 3a JOMOMOIOI0 €K30T€HHUX aHTUOKCUIAHTIB, MPalMiHTY 3 BUKOPUCTAHHSIM
CUTHAJIbHUX MOJIEKYJ i CTpecoBUX (HITOrOPMOHIB, a TaKOX LUISIXOM TpaHcdhopMallii TeHaMu
AHTUOKCUIAHTHUX (PEPMEHTIB UM €H3UMIB, 3aJisTHUX Y PETYJIsLlil BMiCTy HU3bKOMOJEKYJISIP-
HUX MpOTeKTOopiB. BkazaHo, 110 mporpec y AOCTiIKEeHHI aHTUOKCUAAHTHOI CUCTEMM CTaHe
JVHAMIYHIIIMM 32 BUKOPMCTAHHSI METOAIB aHali3y aHTUOKCUIAHTIB in Vvivo B TEBHUX
KJITMHHUX KOMIApTMEHTaX i peaJbHOMY yYaci.

Karwuogi crosa: mocyxa, akTMBHI (OpMHU KHCHIO, aHTMOKCHJAHTHA CUCTeMa, aHTHOKCHU-
JNAaHTHI (DepMEHTH, HU3bKOMOJIEKYJISIpDHI aHTMOKCUAAHTH, MPOJIiH.

ANTIOXIDANT SYSTEM AND PLANT RESISTANCE TO WATER DEFICIT

Yu.E. Kolupaev'2, A.I. Kokorev!

V.V. Dokuchaev Kharkiv National Agrarian University
p/o Dokuchaevske-2, Kharkiv, 62483, Ukraine

e-mail: plant_biology@ukr.net

2y .N. Karazin Kharkiv National University

4, Svoboda Square, Kharkiv, 61022, Ukraine

Drought is one of the main environmental factors limiting plant growth and productivity.
The review analyzes the causes of enhanced generation of reactive oxygen species (ROS)
during drought in chloroplasts, mitochondria, peroxisomes, and cell walls. Value of NADPH
oxidase, extracellular peroxidase and superoxide dismutase in the formation of ROS signal-
ing pool under conditions of osmotic stress, and inducing protective reactions of plants is
considered. Characteristics of components of the antioxidant system is given. Contribution
of the main antioxidant enzymes and low-molecular-weight antioxidants to maintenance of
redox homeostasis during drought is assessed. Role of proline and other compatible
osmolytes in antioxidant plant protection is considered separately. Functional interaction of
antioxidant enzymes, low-molecular-weight antioxidants, and osmolytes with antioxidant
properties under drought conditions is analyzed. The possibility of increasing plant resistance
to water deficiency by use of exogenous antioxidants, priming with signaling molecules and
stress phytohormones, as well as by transforming with genes of antioxidant enzymes or
enzymes involved in the regulation of low-molecular-weight protectors is considered. It is
noted that progress in the study of antioxidant system will become more dynamic when using
methods of in vivo analysis of antioxidants in certain cellular compartments and in real time.

Key words: drought, reactive oxygen species, antioxidant system, antioxidant enzymes, low
molecular weight antioxidants, proline.
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