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XapaKTepUCTHKAa OCHOBHBIX

(bepMeHTaTI/IBHI)IX U HU3KOMOJICKYJIAPHBIX aHTUOKCUIAAHTOB. PaCCMOTpeHbI MEXaHU3MBI PETYIISAIUN
AKTUBHOCTH aHTUOKCHUIAHTHBIX Q)epMeHTOB " COACPIKaAHUA HU3KOMOJICKYJIIPDHBIX dHTUOKCHJIAAHTOB B
KIIETKax paCTeHI/Iﬁ. 3HaYNTEIPHOC BHHUMAHHC yYACTACTCA POJM CUTHAJIBHBIX TIOCPECAHUKOB B
HN3MCHCHNHA CI)yHKI_[I/IOHI/IpOBaHI/Iﬂ aHTHOKCI/I,I[aHTHOﬁ CHCTEMBI paCTCHI/Iﬁ u (I)yHKLlI/IﬂM caMHux

AHTHOKCHUJIaHTOB,

CBA3aHHBIM C Tiepenadyeid curHaioB B TeHoM. OO0OImeHH cBeneHUs 00

HHAYLUUPOBAHHBIX CTpECCOpaMHU HU3MCHCHHAX AKTUBHOCTH AHTHOKCHAAHTHBIX (I)epMCHTOB n

KOJIMYCCTBAa HU3KOMOJICKYJISAPHBIX AHTHOKCHAAHTOB Y paCTeHHﬁ.

Taxoke 0XapaKTCPHU30BaAHbI

COCAUHCHUA, IJId KOTOPBIX aHTUOKCUIAAHTHBIC (byHKL[I/II/I HC ABJIAIOTCA OCHOBHBIMH.

KiaroueBbie cJioBa: AaAKmueHbsle

dopmwi

Kucnopooa,

AHMUOKCUOAHMHblE  (hepMeHmbl,

HU3KOMOJEKYIApHblE cmmuoxcudaﬂmbz, CUCHAJIbHblE nocpedHuKu

B TedyeHne HECKOIBKUX TOCIEIHUX JeCcs-
TWIEeTHH TpoOiieMa (YHKIUA aKTUBHBIX (OpM
kuciopona (ADK) u antroxkcugantoB (AO) B xKu-
BBIX OpPTaHM3Max CTaja OJHUM M3 MarucTpalbHBIX
HampaBleHUH  (QU3UKO-XUMUYECKOW  OHMOJIOTHH.
[lepBoHAa4aTbHO OCHOBHOE BHUMAHHE YACISIOCH
BBICOKOM peaknuoHHON crocobHoctn ADK, nx
YYacTHUIO B MATOJIOTHYECKHX MPOIECCax, BOMPOCcaM
AHTUOKCUIAHTHOM 3amuTel. JIumnie B koHIIE XX-TO
BEeKa Ha4YaJIMCh MHTEHCUBHBIE HCCIIEOBAHUSA BO3-
MOXHOM curHanmpHOM ponmu ADK B kmerkax u
MEXKJIETOYHOW KOMMYHHKAIIMA U OBLIO MPHU3HAHO,
yT0 ADK «BBI3BIBAIOT HE TOJIBKO TUIOXHE HU3MEHE-
Husy (I'ompamreitn, 2002). [Ipu aTom B auteparty-
pe crama oOcCyXkaaThCsi MpobieMa «IeIUKATHOTO
OanmaHca MeXAy CUTHaIM3alUed W YHHUYTOXKEHU-
em» (Suzuki, Mittler, 2006). OcoOblii uHTEpEC
MIPEACTABISIET BBIICHEHHE BO3MOXKHOU posiu ADK
B Ilepefjauye CTPECCOBBIX CHUTHAJIOB B TE€HOM U
o0ecreyeHny aJanTUBHOTO OTBETA, IOCKOJBKY
WMEHHO TP CTPECCOBOM COCTOSITHUM OPTraHU3Ma,
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KaK TMpaBWIIO, ycwiauBaeTcs oOpazoBanme ADK
(Dat et al., 2000; Mittler, 2002). Heiae ¢popmupy-
I0TCS TIPEJCTABIEHUS, COTIIACHO KOTOPBIM PE3yIb-
Tat ¢usnonornveckoro nerctus ADK (Bbimo-
HEHHE UMH (YHKLUH CUTHAJIA, 00E€CIeYNBAIOIIETO
MoCIeAyIOIee HHIYIIMPOBAHNE 3alllUTHBIX peak-
LU, 1100 CUTHAINA, BBI3BIBAIOIIETO POIPaMMHUPY-
€MYIO KJIETOUHYIO THOENb WK e MPOCTO (akTopa
HEKOHTPOJIUPYEMBIX KIIETKOM JECTPYKTHBHBIX H3-
MEHEHHI) 3aBUCUT OT KOJIMYECTBA, XUMHUYECKON
NPUPOABI, KOMIIAPTMEHTALIMH, BpeMEHH 00pa3oBa-
Huas AOK u or umx B3ammooTHomeHuid ¢ AO
(Scandalios, 2005; Suzuki, Mittler, 2006). Takas
9BOJIIONMS TPEICTABICHUH O (HU3HOIOTHIECKOM
nevicteun ADK moBiekna 3a coboil mepecMoTp
¢ynkuuit AO. Teneph NOSBISIFOTCS OCHOBaHHS
paccMaTpuBaTh UX HE TOJIBKO B KAYECTBE MPOCTHIX
ckaBeHxepoB ADK, HO U MOTHOMpAaBHBIX Y4acT-
HUKOB cHWrHainpHOUW TpaHcaykmuu (Foyer, Noctor,
2009). Ilpu >TOM CHEKTp BEIIECTB, OTHOCUMBIX K
AHTHOKCHJIAHTaM H/MJIM CHUTHAJIBHBIM COEIWHEHU-
sIM, TIOCTOSIHHO paciupsiercs. Beimonnenue A®K
¢ oxHO# cToponsl, a AO ¢ Apyroii pa3nudHbIX (pu-
3MOJIOTUUECKUX (PYHKIUH (HEpEeaKO JHIIb KOCBEH-
HO CBSI3aHHBIX C OKHCIJICHHEM/BOCCTAHOBJICHHEM )
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3HAYUTENILHO YCIIOKHSET YIPABICHUE «IIOJIC3HBI-
M peaKIHUIMH OPraHu3Ma IyTeM M3MEHEHHS €ro
MPO-/aHTHOKCUAAHTHOTO cTaryca. B To xe Bpems
BBISICHCHHC TOHKUX B3aUMOOTHOIICHHN MEKIY
A®K n AO He TONBKO B IUTaHE B3aUMHOTO KOJIH-
YECTBEHHOTO PEryIMPOBAHNSA, HO M B KOHTEKCTE MX
BIUSHUSI HA MHOTHE (DU3HOJIOTMYECKUE MPOIECCHI
OTKPBIBACT HOBBIC BO3MOXKHOCTH JUIS YITPABIICHUS
aJaNTUBHBIMH TPOIECCAMH W TIOBBIIICHUSI YCTOU-
YUBOCTH PACTUTENBHBIX OpraHu3MoB. OcBelieHHe
¢dusnonornyeckoir ponn AQO y pacTeHHI C TaKUX
MO3ULUK U SIBJISIETCS OCHOBHOM LIEJIBIO HACTOSLIE-
ro o63opa. I[lockombky Pyaknnn AO HEBO3MOXKHO
paccMmarpuBaTh OoTAeIbHO OT QyHKIUI ADK aBTo-
paM He ynanoch u30exars oOparieHus K hakTude-
CKHUM JIJaHHBIM O cBoMcTBax U posin ADK.

AkmueHble ¢hopmul Kuciopooa

TepMUH «aKTUBHBIE (HOPMBI KHCIOPOAa»
(ADK) o3HauaeT COBOKYITHOCTH B3aUMHO IIPEBpa-
MIAFOIIUXCSI PEAKIIMOHHO CITOCOOHBIX (POPM KHCIO-
poza, GONBIIMHCTBO U3 KOTOPBIX UMEET KOPOTKOE
BpeMs cymectBoBaHus. ADK nosBisitoTes Kak pe-
3yJbTaT BO30YXAEHHUS aTOMOB KHCJIOPOAA WIH B
OKHCIIMTENbHO-BOCCTAHOBUTENBHBIX peakiusax. Mx
o0Opa3oBaHHe HMEET MECTO B pEakIusx OJIHO-,
IBYX- U TPEX3JIEKTPOHHOTO BOCCTAHOBJICHUS KHC-
JopoAa B pe3ysbTaTe CIOHTAHHOTO W (epMeHTa-
TUBHOTO OKHWCIICHHSI Pa3NMYHBIX CyOCTpaToB, a
Takke B  (DOTOMHOYLHMPYEMBIX  pEaKIMAX
(Scandalios, 2002). Takum o0pa3oM B pe3ynbTaTe
BKIIIOUEHUS KHCIIOpPOAa B MeETa0OoIHYeCKHe MyTH
JKUBBIX OPTaHU3MOB B KIIETKE II0J JeHCTBHEM
BHYTPEHHHX W BHEIIHUX (PaKTOPOB BO3HHUKAIOT
KHCJIOPOJT B BO30Y)KJICHHOM CHHIJIETHOM COCTOSI-
aun (*O,), CymnepokcHaHbIi anHoH-pagukan (0,7),
ruapokcuiIbHbli  pagukan (OH'), nepokcumHblit
pamukan (HO,"), mepokcun Bogopoaa (H,O,) u ap.
(Miller, Mittler, 2006; I'eccniep u ap., 2007).

A®K 00pa3yroTcst mpexie BCero B TeX KOM-
NapTMEHTaX PaCTUTEIBHOM KIETKH, B KOTOPBIX JIO-
KaJIU30BaHbl 3JIEKTPOH-TPAHCIIOPTHBIE IENH — B
XJIOpoIUTacTax M MHUTOXOHIpusx. Kpome Ttoro, B
3HauuTeNnbHBIX KommdectBax ADK obOpasyrorcs B
nepoKcucoMax, mia3maitemMme u amoracte (Rio et
al., 2002; Miller, Mittler, 2006; Sagi, Fluhr, 2006).
ObpazoBanne ADK 3HAYUTENBHO YCHUIMBAETCS
npy ACHCTBHU Ha PacTeHUs] aOMOTHYECKUX M OHO-
TUYECKHX CTPECCOPOB, a TaKKe Ha HAYaIbHBIX
JTanax  B3aUMOJCHCTBUS €  OpraHU3MaMu-
CUMOMOHTaMH. OTH SBJICHUS CTaJd IPEIMETOM
paccMOTpeHus B psijie HENaBHUX aHTJIO- U PYCCKO-
sI3BIYHBIX  0030poB  (Scandalios, 2005; Suzuki,
Mittler, 2006; Konymaes, Kapmen, 2009; ['nsiapko,
Bacunnsena, 2010).

Knaccugurkayus u ¢ynkyuonanvnas xa-
PAKMEPUCUKA AHMUOKCUOAHM 08

IlepBOoHAaYaNbHO MOHATHE «AHTHOKCHIAHT»
acCOLIMMPOBAIOCH C BEUIECTBAMH, B3aMMOAEH-
CTBYIOIIIUMH C OPTaHUYECKAMH paJUKallaMU U TEM
CaMBIM IPEPBHIBAIOIIUMH LIECMHBIE ITPOLECCHl IIe-
pokcuanoro okucienus nunugos (I10JI). B nans-
HeHeM MosiBUIOCH OoJiee HIMPOKOE TOHATHE
«OMOAHTHOKHUCIUTEINY, 10, KOTOPBIMH ITIOHUMAIOT
oMU YHKIIMOHATIBHBIE COSAUHEHHS, B 3aBUCHUMO-
CTH OT MEXaHM3Ma JEUCTBUS MOJpa3feisieMble Ha
AQHTHPAIUKAIbHbIE MHIMOUTOPHI, B3aUMOACHUCTBY-
IOIUE C OPTaHMYECKHMHU paJMKallaMH; aHTHOKHC-
JUTENH, pa3pylIaolue OpraHUYecKrue MEepOKCH-
JIbl; X€IaTOpPbl — COEMHEHUS, CBA3BIBAIOIINE KaTa-
JIM3aTOPhl OKUCIIEHUs (MOHBI METAaUIOB C Iepe-
MEHHOW BaJIEHTHOCTBIO); TYIIUTEIN — COEUHEHHUS,
WHAKTUBUPYIOUINE BO30Y)XIEHHBIE TPUIUIETHBIE
COCTOSIHMSI MOJIEKYJI, B YaCTHOCTHU 102 (3enkoB U
np., 2001). OgarM n3 Hanboee yaauyHbIX OmNpese-
JIEHWH Takod OOIIMPHON TPYNIBI XUMHUYECKH pa3-
HOPOJHBIX COCAVNHEHUIN HBIHE CUHUTAETCA OINpere-
nenne, nagHoe J.M.Gutteridge (1995, mut. o 3eH-
KOBY # 1ip., 2001): «AHTHOKCHIAHT — 3TO J0OOE
BEIIECTBO, KOTOpPOE, MPUCYTCTBYS B HHU3KUX IIO
CPaBHEHHMIO C OKHCISIEMBIM CyOCTpaTOM KOHIIECH-
TpalMsx, CYIIECTBEHHO 3a/Jep)KMBAaeT WIM HHTH-
OMpYET ero OKHCICHHUEY.

YuuBepcanpHOU Kinaccupukammu AO He
cymectByer (Kenus wu gap., 1993). Beigenstor
¢depmenTaTrBHBIE U HedepMmeHTaTHBHBIE AO.

DepMeHTATHBHbIE AHTHOKCHIAHTBI.
Obe3ppexxuBanne ADK c¢ yuactuem depmenra-
THBHBIX TIPOIIECCOB BO3MOXKHO, €CIIM KOHCTaHTa
peakiun ¢ ADK B (U3HOIIOTHYECKUX YCIOBHSIX
JIOCTATOYHO HU3Kas. Peaxrmu ramenus ROH', 102,
RO, He Haxomsrcs 1oj (EPMEHTATHBHBIM KOH-
TPOJIEM, MTOCKOJIBKY MIX KOHCTaHTBI PEaKIIHil C 1mo-
TEHIIUAIbHBIMH PEAKIIMOHHBIMU TTApTHEPAMHU B TH-
TMYHOM OKPYXKEHHH OuYeHb BbICOKHM (uame k>10°)
st (hepMeHTaTHBHOTO Karanusza (JlykaTkuH,
2002). buomakpomoneKymnbl TOBPEXIAIOTCS TMPU
B3aumozericteuu ¢ Takumu ADK. Hazpannsle pa-
nqukansHble ADOK MoryT ObITh 00€3BpEKEHBI C T0-
MOIIBIO HU3KOMOJIEKYJIApHBIX AQO.

DepMEHTaTUBHBIE CUCTEMBI KaTaIU3HUPYIOT
MPEUMYILECTBEHHO JIETOKCUKALMIO CYIEPOKCHUI-
HOTO paguKaia ¥ MEepPOKCHUAOB. Y BBICHIMX pacTe-
HUM, Bomopocield u wnuanobGakrepuii 3tm ADK
YAAIAIOTCS WHIMBUAYAIBHO WIM KOONEPAaTHBHO
TakuMH (pepMeHTaMH, KaK CyNepOKCHAANCMYTa3a,
ackopOaTmepokcuaasza,  TIyTaTHOHIEPOKCHIA3a,
Hecrenuuueckne MNepoKcuaassl  (MepOKCHIA3HI
kimacca III), xaramaza (MeHBIIMKOBa, 3€HKOB,
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1993; Alscher et al., 2002; Mittler, 2002; Tognolli
etal., 2003).

Cynepoxcuooucmymasa (COon, Ko®
1.15.1.11) sBnseTcst KIO4EeBbIM (EPMEHTOM aHTHU-
OKCHJIAHTHOM 3alLlUThl ¥ BBIIOJHSET POJIb IEPBUY-
Horo pyoexa npotuB ADPK (Alscher et al., 2002).
Takyto ¢ynkunto COJl cBA3BIBAIOT € TeM, 4YTO,
SNMMUHHPYSl CYNEPOKCHIHBIE paIWKaibl, 3TOT
(depMEeHT OmOCpPEeOBAHHO YMEHBILACT BEPOST-
HOCTh 00pa30BaHMsl T'MIPOKCHIBHBIX PaaUKaJOB,
CHHIJIETHOTO KHUCJIOPOZa, IEPOKCUHUTPUTA U JIPY-
rux A®K, KoTopble B CHITy BRICOKOW PEaKITHOHHON
CIOCOOHOCTH HE MOTYT OBITh y/aJIeHBI OETKOBBIMU
karanuzatopamu (bapanenko, 2006).

COJl xaranmsupyeT peakiuio AUCIPONOp-
[MUOHUPOBAHUS CYNEPOKCUIHBIX aHHOH-PATUKAIOB
JI0 MOJIEKYJISIPHOT'O KHCIIOPOJIa U TIEpOKCHIA BOAO-
poza ¢ kodbdurmentom 10* o ypaBueHuro:

02._ + 02._ + 2H+ — H202 + 02.

Mexanm3m neiictBus COJl 3akimrodaercs B
MOCJIETIOBATEIFHOM BOCCTAHOBJICHUU M OKUCICHUH
CYNIEPOKCHIHBIMA aHWOH-paJUKalaMH MeTajiia
(Me) axtuBHOTO 1IeHTpa depmenTa (Asada, 1996):

COJI-Me™ + 0, — COI-Me™* + 0,

COI-Me™*" + 0,” + 2H" — COJl-Me™ +
H,0,.

CO/l mpencraBieHa 3HAYUTEIBHBIM KOJIAYE-
CTBOM MOJICKYJISIPHBIX (opM. B MX aKTHBHBIX IICH-
Tpax MOTYT OBITh TaKkue MeTauibl, kak Cu, Zn, Mn,
Fe.

Cu/Zzn-COHL (M, 30-33 kD) sBausiercs
HauOosnee pacnpocTpaneHHoi ¢opmoii COJl B
KJeTkax pacteHuid. OHa JIOKaJu30BaHa B pa3HBIX
KoMIapTMeHTax — B xyoporiactax (Hernandez et
al., 1999), muroxonapusx (Kuzniak, Sklodowska,
2004), nepokcucomax (Alscher et al., 2002) u, Be-
posiTHO, faxe B amoruacte (Ogawa et al., 1997).
3uauutensHoe koymdectBo Cu/Zn-CO/l BBIsBICHO
B iuro3one. Lluro3onsHas hopma hepmenta oOHa-
PYy’KEHa Ha TOHOIUIACTE MJIM BO3JIE HETO, a TAKXKE B
camom sape (Ogawa et al., 1996). IIpenmnonaraer-
cs, uto B siapo COJl momamaet depes siAepHbIE Mo-
pet u 3ammmaer JHK-¢punamentsr oT okmciu-
TEJIbHBIX MTOBPEXKICHUH.

HecmoTpss Ha BBICOKYIO CHENH()UIHOCTH
depMmeHTa, B ompeneneHHbIX ycioBusx Cu/Zn-
COJl moxer B3aumozgeiictoBatrs ¢ H,O; u BbICTY-
maTh B PONM MPOOKCHAAHTA, WHHIUHPYS 0Opa3o-
Banue paaukaiaoB O, u OH (MeHnbinukoBa, 3eH-
KOB, 1993).

Mn-CO (M, 75-94 kD) comepxutcs B
Matpukce MmutoxoHapuii (Kuzniak, Sklodowska,
2004) n nepokcucomax (Palma et al., 1998). Or-
MEUYCHA 3HAYUTEIbHAs TOMOJIOTHS aMHUHOKHCIIOT-
HBIX TOCJIeI0BATENFHOCTEN (pepMeHTa B MHTOXOH-

Ipusx ¢ TakoBoi B mepokcucomax (Del Rio et al.,
2003).

Fe-COJ (M, 36-48 kD) nokanu3oBaHa B
KJIETKaX PAaCTeHUH MPEUMYIIECTBEHHO B XJIOPO-
IIacTax Kak B CTPOME, TaK U Ha MeMOpaHax THIIa-
kouz0B (Alscher et al., 2002; Bapanenko, 2006).

BaxxHoif 0COOEHHOCTBIO  MOJEKYJISPHBIX
dopm CO/J| sBisieTcs WX pa3Has UyBCTBHUTEIb-
HocTh K mHrHOUTOpaM — CN™ u H,0,. Tak, Cu/Zn-
COJ unrudupyercst CN™ u H,0,, Fe-CO/] — tomns-
KO TIepokcuaoM Boaopoxa, a Mn-COJ] we uyB-
CTBUTEbHA K 000ouM uHruoutopam (Alscher et al.,
2002; bapanenko, 2006).

Nzodopmer CO/l cymiecTBEHHO OTIMYArOTCS
[0 TEPMOCTAOMIBHOCTH. Tak, MUTOXOHIpUAIbHAS
CO/1, BbImeneHHAsh U3 JIUCTHEB JIIOLEPHBI, ObLIa
YyBCTBUTEILHON K Harpesy in Vitro u tepsiia 60-
nee 50% aktuBHOCTH ciycTs 90 ¢ mocie Bo3aei-
ctBus Temmepatrypsl S0°C, Torma Kak XJIOpOIJiacT-
Has COJ] coxpaHsula akTHBHOCTH Tmocie 90-

cekyamHoro  BozmeiictBus  70°C  (Christov,
Bakardjieva, 1999). Onmna u3 wusdodopm crpo-
MaJIbHOU Cu/Zn-COJ, BBIAEJIEHHAS u3

Chenopodium murale, coxpaHsia akTHBHOCTD Ja-

ke mocne 10-munytHOro KumstueHUs (Khanna-
Chopra, Sabarinath, 2004).

Kamanasza (KO 1.11.1.6) npeacrapuseT co-
0ot remMocoaepxamuii pepmeHt ¢ M, okono 250
kD, karanusupytommii pasnoxenne H,O, Ha Boay
W MOJIEKYJISIpHBIM Kuciopoa. Karanasza nokanuso-
BaHA NPEUMYIIECTBEHHO B MEPOKCUCOMAX W TIIH-
OKcHCOMax, ee crnerudrueckas (opMa BbISBICHA
Takke B MUTOXOHIpUAX (MeHbIIMKOBa, 3€HKOB,
1993; Willekens et al., 1997; Guan, Scandalios,
2000). Okomno 0,5% O,, 06pasyromerocs B pe3yJib-
tate paznoxenus H,O,, Bo3HUKaeT B BO30OYKICH-
HOM CHHTJIETHOM COCTOSIHUH (3€HKOB U Ap., 2001).

Pasnoxenne mepokcuaa BoJOpoJa KaTaja-
30i1 ocymectBusiercss B ae cragum (Wendel,
1988):

Kar-Fe*" + H,0, — Oxkucnennas KaTajasa;

Oxkwucnennas katanasa + H,0, — Kar-Fe®* +
2H,0 + O,.

B OKHCIICHHOM COCTOSIHUM KaTajla3a MOXKET
HCﬁCTBOBaTB Kak IICpPOKCHUZAa3a, KaTaJlu3upys
OKHCJICHUE CITMPTOB WX aJIbACTUAOB!:
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Oxuciennas karanasza + AH, — Kar-Fe** +
2H,0 + A.

Bwmecte ¢ TeM, B U3HOIOTHYECKUX YCIOBH-
X KaTajla3Hasi aKTUBHOCTH (DePMEHTa MPUMEPHO B
10000 pa3 BhIIIE, YeM MepokcuaasHas (3eHKOB U
ap., 2001).

NmeroTcst CBelieHUMS O YYBCTBUTECIBHOCTH
Karajga3bl K CYINEPOKCHUIAHOMY aHUOH-PaJIuKay.
ITocnenamii Mmosket uHTHONpOBaTh pepMeHT (CeM-
yumwH, Jlymak, 2004).

VYV KMBOTHBIX BBISBJICHA TOJBKO OJHA H30-
dopma karanassl, KOJUPyeMasi OJHUM reHOM. B To
K€ BpEMsI B PACTCHUSX MPUCYTCTBYIOT Pa3IHUHbIC
n30opMbl  (pepMeHTa, KOAUPYEMbIE TEeHHBIM Ce-
metictBoM (Yang, Poovaiah, 2002).

Ackopbamnepoxcuoazsa (K@  1.11.1.11)
obesppexuBaer H,O, ¢ yyactueM ackopOMHOBOM
KHACNOTHL. B pesynbrare peaknuu oOpasyeTcs Mo-
Honeruapoackopoar-pagukan (M/I'Ack), koTo-
pBIl BOCCTAaHABIMBACTCS CTPOMAJIBHOM MOHOJE-
runpoackopoarpeaykrasoit (KD 1.6.5.4):

H,0;, + 2Ack — 2MAT'Ack” + 2 H,0;

2MJITAck” + HAJI(®)H — 2Ack +
HAJI(D)".

TunakougHass MOHOJETUAPOACKOPOATPEAYK-
Tasa HUCIOJB3YeT KaKk BOCCTAHOBUTEIb HE
HAJI(®)H, a deppenokcun (Jlykatkun, 2002).
OO0pa3yemblii B pe3ysibTaTe Takoi peakiuy AeTH/I-
poackopOaT BOCCTaHABIMBAETCS C y4acTHEM Jie-
ruapoackopOarpeaykrasbl. [locnenHsast ucnonb3y-
€T B Ka4eCTBE BOCCTAHOBHTEIIS ITyTaTHOH (JIykaT-
kuH, 2002).

AckopOarnepokcuiasa JIOKaJIH30BaHa Mpe-
UMYIIECTBEHHO B XJOPOIUIACTaX. DTH OPTaHeIUIbI
cojepkar nBe u3odopmbl pepMeHTa — CTpOMallb-
HYI0 M CBS3aHHYIO C THWJIAKOMJAMH CO CTOPOHBI
ctpombl (Foyer, Noctor, 2009). Ackopbartmnepok-
cHu/asa SBISETCS OCHOBHBIM (DEPMEHTOM, paclierl-
msronmM H,O, B xJmopormiactax, MOCKOJBKY OHH,
OYEBH/IHO, HE cojepkar Karanassl. OJHAKO HMe-
IOTCSI COOOIICHUSI U O HAJIMYUH acKopOaTnepoKcu-
Ja3pl B IUTOIIIa3Me, MUTOXOHJPHUSX, TIEPOKCHUCO-
Max u amommacte (Asada, 1999; Foyer, Noctor,
2009).

I'nymamuonnepoxcuoasza (K® 1.11.1.9) —
ceneHocoaepxkammid ¢pepment ¢ M, 74 kD, cocto-
SIUH U3 YeThIpex cyObeauHull. B cocTaB kaxaon
CyOBeIMHUIBI BXOAMT TI0 OJHOMY aTOMY CeJIeHa B
BUJe Se-IIMCTEHHa, 3aMEIIANIEro cepy B ITOH
amuHokucnore (bapaboii, 2004). B cocrase riyra-
THOHIIEPOKCH/Ia3bl CBONCTBEHHAsI CEJIEHYy aHTHOK-
CHJAHTHAs AKTUBHOCTb 3HAYMTEIHHO BO3pacTeT

(bapaboii, 2004). Hapsiny ¢ ceneHconepxamieil B
pacTeHHsAx BbISBICHA W (GopMa TIIyTaTHOHIIEPOK-
cumasel, He coxepxkarias cenena (I'pumko, Ceimu-
koB, 2006). ['myTaTnoHnepokcuaa3a yTHUIN3UPYET
kak H,O,, Tak ¥ JIUMHIHBIE TTEPOKCHUIIBI, OKHCIISS
TJIyTaTHOH:

2GSH + H,0, — GSSG + 2H,0;
2GSH + LOOH — GSSG + H,0 + LOH.

[JIyTaTHOHIIEPOKCHIa3a JIOKAIM30BaHa B
ocHOBHOM B 1uroruiasme (Dixon et al., 1998).

Tnymamuon-S-mpancgpepaza (KO 2.5.1.18)
TaKXe BBITIONHSICT AHTHOKCHIAHTHBbIC (yHKIHH,
obe3BpexuBas ruapodoonsie mpoxykTsl [IOJI my-
TEM MX BOCCTAHOBJICHUS, IPUCOCTUHEHUST MOJIEKY-
JBl BOCCTAHOBIIEHHOTO TJIyTaTHOHA WM HYKJIEO-
¢unpHOTO 3amemeHust ruapooOHbIX rpymm (Jly-
kaTkuH, 2002):

2GSH + ROOH — ROH + GSSG + H;0;
R + GSH — HRSG;
RX + GSH — RSG + HX.

I'myratuoH-S-TpaHcdepaza cocpeaoToucHa
npenMyInecTBeHHO B muro3oie (Jlykatkun, 2002).
B TO e BpemMs MMEIOTCS CBEICHUS O HAIHMYHU
3TOro (hepMeHTa B IUIACTHIIAX, MUTOXOHAPHUAX U
MEPOKCHCOMAX. Henasno TIIyTaTHOH-S-
TparcdepasHas aKTUBHOCTh TaK)Ke ObliIa BEISBICHA
BO (paklIWU HM30JIMPOBAHHBIX BaKyoJel KOpHe-
mionoB croioBor cBekisl (IlpamemoBa wu  mp.,
2010).

Hecneyugpuueckue nepoxcudazvl. Ilepokcu-
nma3el kaacca III, mau Tak Ha3pIBaEMBIE «KJIacCHUC-
ckue» (Hecreruduueckne) nepokcuaazpl (KO
1.11.1.7), otHOCATCA K MyNbTU(YHKIIHOHATHHBIM
depmenram (Gaspar et al.,, 1991; Tognolli et al.,
2003).

Hecnenmduueckre nepoxkcuaassl SBISIOTCS
reMOCO/Iep)KaIlMMK  TAMKonpoTenHamMu. WX mpo-
cTeTU4ecKasl rpymma — nmpororeMaru IX cocrout
u3 mporonopduprna IX u mona Fe** (Mesnmpm,
1987). llepBuunyto cTpykTypy amodepMmeHnTta 00-
pasytot: (1) omHa monmmenTUaHAS IETh (OKOJIO
300 aMUHOKHUCIIOTHBIX OCTaTKOB, BO3MOXHO 00pa-
30BaHHE JUMEPOB U TeTpamepoB); (2) oTaenbHbIE
OoKoBbIe yrieBogHbIe 1enu — okoio 20% oT 00-
el MOJIEKYJISIPHON Macchl, BO3MOYKHO OTCYTCTBUE
VIJIEBOIOB Yy HEKOTOPBIX IEPOKCHAA3); aTOMBI
kanpius (Mesunbin, 1987). YrieBoasl moiepxu-
BAIOT YCTOWYHMBOCTh O€lIKa K MPOTEOTHTHUECKUM
¢depMeHTaMm, KaublMH Y4YacTBYeT B COXPaHEHHH
CTPYKTypHOH KOoH(popMauun OeJKa, CBS3bIBAHUH
MEPOKCH/A3 C KJIETOYHBIMU CTPYKTypaMH W MOJI-
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JIepKaHUKM TepMOCTaOMITLHOCTH MoJieKyIbl (KyTy-
30Ba, Yraposa, 1981; Mesunsnim, 1987).

MoHoMepbl  H30(hepMEHTOB TIEPOKCHIA3HI
pa3sHBIX PACTCHHUI WMEIOT MOJCKYJISPHYI Maccy
ot 6000 1o 60000 D (Gaspar, 1982).

TepMOCTaOMIIBHOCTh MOJIEKYJT IEPOKCHIA3EI
JIOCTaTOYHO BbICOKas. HelTpanbHbie H30QOPMBI
MEPOKCUIA3 MEHEE YCTOWYMBBI U IOCJIE BO3IEH-
ctBusi temreparypbl 65°C tepstor 80% axTHBHO-
CTH; IIEJOYHbIE W KHCJIbIE TEePOKCHAA3bl Ooiee
yCcTOWUMBBEl K BBICOKOH Temmeparype (McLellan,
Robinson, 1983).

B 3aBucUMOCTH OT XapakTepa JOKaIH3aiuu
B PACTUTEIbHBIX KJICTKaX pa3jMyalOT PacTBOPH-
MbI€ (COJEpIKaIIecs B BaKyoJsX M I[UTOIUIA3ME),
MOHHOCBSI3aHHBIC (JIOKATM30BaHHBIE B MeMOpaHax
U KJIETOYHOW CTEHKE) M KOBAJICHTHO CBSI3aHHBIC
(Haxopsiecss B OCHOBHOM B KIIETOYHOH CTEHKE)
(bOpMBI MEPOKCHIA3BI, KAXKasd U3 KOTOPBIX MPe-
CTaBlicHA MHOTOYHUCICHHBIMH H30(epMEHTaAMU
(Asada, 1992). Ilepokcuaasbl SIBISIOTCS CEKPETH-
pyeMbIMH (DEepMEHTAMH H TP  ONPEACTCHHBIX
YCIOBUSAX MOTYT TepeMenIaThcsi W3 I[UTO30JIA B
anoriact. Hampumep, cekperusi mepoKCcHIasbl B
arnoIUIacT 3aperuCTPUpOBaHa KaK PEakKIUs KICTOK
Ha matorennsie smucutopsl (McLusky et al., 1999)
u paneBoii ctpecc (Hacos u ap., 2005).

Ilepokcupasel  knacca I xomupyrores
0O0JBLINM KOJIMYECTBOM T'€HOB, KOTOPOE COCTABIIsI-
et kak munumym™m 73 y Arabidopsis thaliana L. u
138 renoB y Oriza sativa L. (Tognolli et al., 2003).

Hapsny ¢ anTHOKCHIaHTHON (GyHKIHEW rie-
pPOKCHAa3HAsl CHUCTEMa Y4acTBYET B OOECIEeYeHUH
NPOTEKAHUSI MHOTHX JIPYTUX PEaKIui, B KOTOPBIX
MEPOKCH]] BOJIOPOJA HCIIONB3YeTCsl KaK OKHCIIH-
tenb (Casuy, 1989; Gaspar et al., 1991). Ilepokcu-
J1a3bl TAKXKE MOTYT MPOSBIATH OKCHIA3HYIO aKTHB-
HOCTh C Tiepe/iavyell 3JIeKTPOHOB OT BOCCTaHOBHTE-
neit (manpumep, HAJIH) Ha MONEKyNsSpHBIA KHC-
gopox (Chen, Schopfer, 1999; Munu6aesa, I'op-
nmoH, 2003). IIpu TakomM HEUCTBUH MEPOKCHUIA3HI
00pa3yloTcs CYMEpOKCH]l U TEPOKCH BOJOPOJA.
Cuwnraercs, 4To OONblIee KOJTUYECTBO CYIEPOKCHU-
na ¥, kak cuenctsue, H,O,, MOXKET reHepupoBaTh
mepoKcHaasa KiIeTouHbx creHok (Bestwick et al.,
1997). B T0 ke BpeMs ISl PaCTBOPHMBIX IEPOK-
cunasz kiacca Il Oonee XapakTepHBl aHTHOKCH-
nantaele QyHkiuu (Ivanov et al., 2001). Takue
(GopMBI TIEPOKCHIA3bl JIOKATU3YIOTCSl MPEUMYIIe-
CTBEHHO B LIMTOIUIa3M€ W Bakyoysix. B kaudecTse
BOCCTAaHOBHUTEJICH OHU MOTYT HCIIOJIBL30BaTh pas-
JUYHBIE COEJMHEHUS, B YacTHOCTH, (eHONbl. B
KHCJBIX KOMIIApTMEHTax (BaKyoiH) cyOcTpaTom
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HecneM(pUIecKuX MEePOKCHIIa3 MOXKET OBITh ac-
kopOar (Mehlhorn et al., 1996). Boimenstor Bakyo-
JSIPHYIO CHCTEMY acKopOaT/¢peHOIbl/IEpOKCHAA3HI
KaK Ba)XHYH COCTaBIISIONIYI0 aHTHOKCHJIAHTHOTO
komrmiekca (Takahama, 2004).

HuzkomouiekyasipHble  aHTHOKCHIAHTHI.
3HauntensHoe KonmnuecTBO ADK B pacTUTENBHBIX
KJIETKax YTWIM3UPYETCS C MOMOIIBI0 HU3KOMOJIE-
KymsipHbIx aHTHOKCcHAaHToB (HMAO). Kmaccuye-
ckn ocHoBHBIMH HMAO cuuTaroTcss BOgopacTBoO-
pUMBbIC COCTUHEHHUS TJIYTaTHOH, AacKOpPOMHOBas
KHCJIOTa, HEKOTOphie (EHONBHBIC BEIICCTBA, a
TaKXe TPyIa aHTHOKCUIaHTOB JIMITUTHON (a3bl, B
KOTOPYIO BXOAST (PEHOJBHBIE TOKO(EpObl, OIU3-
K€ K HUM 10 CTPOCHUIO YOUXWHOHBI M BHUTAMHUH
K. K Hum taxxke ornocsar kaporurouasr (Telfer et
al., 1994). 13 BomopactBopumbix HMAO Hanbo-
nee 3(GQPEKTHBHBIMU SIBISIOTCS TIIyTaTHOH M ac-
kopounosast kuciora (Noctor, Foyer, 1998).

Tnymamuon — tpunentun (L-y-roytamun-L-
muctenHunrannud, M, 307 D), koTopslii ipu ¢u-
3MOJIOTHYECKUX 3HadeHns1X pH umeer nBe orpuua-
TEJIBHO 3apsDKCHHBIE KapOOKCHIIBHBIC TPYIIBI H
TIOJIOXKUTENIBHO 3apPsDKCHHYIO aMUHOTPYIIITY.

Y BBICHIMX pPACTEHUN CHUHTE3 TJyTaTUOHA
MIPOUCXOANT TPH TOCIEI0BATETFHOM JEHCTBHUH Y-
TIIyTaAMUAJIIMCTEHHCUHTETa3bl M TJIyTaTHOHCHHTE-
tasel (Noctor et al., 2002). Ha nauansHOM 3Tame
cuHTe3a mpoucxoaut ATd-3aBucuMoe 0Opa3oBa-
HUE TUIENTH/A Y-TIyTaMIUIIIUCTEHHA U3 TIIyTaMH-
Ha U IHCTEWHA C YYaCTHEM Y-TIyTaMUJIIUCTEHH-
cunterasbl. Metorcest cBenenus, uro 60-70% mymna
3TOro (pepMEeHTa JIOKAITHM30BAHO B XJIOPOIUIACTAX,
BBISIBIIEH OH U B 1uToruiazme (I'pumiko, ChIHUKOB,
2006). Ha Bropom 3Tarie OMOCHHTE3a TJIMIUH O]
JIEUCTBUEM TITyTaTHOHCHHTETA3bl MPUCOSIMHSIETCS
k  C-TepMHHATBHOMY  YYacTKy  Y-TJIyTaMHII-
[McTenHa ¢ 00pa30BaHKMEM TiayTaThoHa. JJis 3Toif
peaxiuu TakKe HeOOXOIUM THAPOIU3 MaKpOIPTH-
yeckoit cBsi3u AT® (Moran et al., 2000). Cauraet-
Cs, YTO OCHOBHOM MyJI TTyTaTHOHCHUHTETA3bl, KaK U
Y-TJIyTaMUILIMCTEHHCUHTETAa3bl, HAXOUTCS B XJIO-
porutactax (Herschbach et al., 1998).

XJopomnacTel paccMaTpUBAaIOTCS Kak OC-
HOBHBIE OpPTaHEIUTbl He TOJILKO CHHTE3a IIyTaTHO-
Ha, HO M €ro JIOKAJIM3alluu B PACTUTEIBHBIX KJIET-
kax (I'pumko, Cermukos, 2006). B To ke Bpems
TIyTaTHOH MOXeET OBITh JIOKAJTH30BaH U CHHTE3U-
poBaH B muroruiazme (Szalai et al., 2009). B cBo-
00HOM, a HE TOJBKO B KOHBIOTUPOBAHHOM BHJIE
3TOT TPHUICHTHJ TAKKE BBISABIEH B BaKyOJSIX
(ITlpagenoBa u mp., 2010). I'myTaToH B AOBOJIBHO
BBICOKHMX KOHIIGHTpAIlUSAX HAWJEH M B MUTOXOH-
npusix (Zechmann et al., 2008), XOTs1 BO3MOKHOCTb
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€ro CHHTE3a B 3TUX OpraHesiax IMoKa He JAoKa3zaHa
(Foyer, Noctor, 2009). Kpome Tor0, Haauaue Tiry-
TaTHOHA U ()EPMEHTOB €r0 MPEeBpAaIlCHHS TOKa3aHO
B iepokcucomax (Del Rio et al., 2002).

Herpananus romyTaTioHa y pacTEHUNH MOXKET
MPOXOIUTh HECKOIBKUMH IYTSIMH C YJacTHEM Y-
TIIyTaMUITPAaHCTIENTHAA3bl, TIYyTaTHOHKApOOKCHU-
nentuaassl u Apyrux nentuga3 (Noctor et al.,
2002; I'pumko, Cermukos, 2006). Takue peakiinu
MPOUCXOAST TPEUMYIIECTBEHHO B  BaKyOIsIX
(Foyer, Noctor, 2009) u mpennosoKUTEILHO B
armrorutacrte (Szalai et al., 2009).

Hannuue y-rmyTaMuiaibHOM CBSI3U 3aILMAINACT
TPUIIENITUA OT CIy4YailHOTO pacIleIuIeHUs] BHYTPH-
KJIETOUYHBIMU MENTUAA3aMH, a CyIbQTUAPHIbHAS
rpymIia HUCTENHA MOXKET CIIy’KHUTb JOHOPOM 3JIEK-
TPOHOB, NpPHJAaBas TIIyTATHOHY CBOMCTBA BOCCTa-
HOBHTEJS M CIIOCOOHOCTh YAAJISATh CBOOOHBIC pa-
IUKaigel M repokcuy Bogopona (CmupHoBa, Ok-
Ta0pbckwit, 2005).

3ammTHOE JEHCTBHME TJIyTaTHOHA COMpPO-
BOXKJIAETCSI OKHCIIEHHEM €ro CyIb(THIPUIHLHON
TPYNIBI U PEBPAIeHNeM B TUCYITb(OU TITyTaTHO-
Ha (GSSG). Cumuraercs, uro aeroxcukamus H,O, ¢
y4acTUEM TJIyTaTHOHA MOXET IPOXOIUThH ABYMS
nyTsmu. [lepsliit coctout B BocctaHoBinenuu H,0O,
TUIyTaTHOHOM B PEAKINH, KaTAIH3UPYEMOH TIIyTa-
THOHIIEpOKCUAa30M. BTopol myTh BOCCTaHOBIIE-
HUS TIEPOKCHIIA BOJOPOJA CBA3aH C OKHCICHHUEM
acCKOpOMHOBOM KHCIOTHI J0 JAeruapoackopbara
moj JeHCTBHEM ackopOartnepokcuaassl. O0Opaso-
BaBIIUIICS IETHIPOACKOPOAT MOKET BOCCTAHABIIH-
BaThCS J0 aCKOPOMHOBOHM KHCIIOTHI 3a cUeT Qep-
MEHTaTHUBHOTO ¥ HEe()EPMEHTATUBHOI'O OKHCIICHUS
rrytatuona (I'pumko, Ceimuko, 2006). Takum
00pa3oM, TIIyTaTHOH MOXET y4acTBOBAaTh B TOJI-
JIep>KaHUH TTyJia BOCCTAHOBJICHHOTO acKopOara Kak
B PACTHTENBHBIX, TAK W B )KHBOTHBIX KileTkax (Ke-
Hus U 1p., 1993; Foyer, Noctor, 2009).

OtnenbHbIN TUIL OKHUCJIUTENbHO-
BOCCTAaHOBHUTEJIHHBIX PEaKIUii, B KOTOPBIX MPHHU-
MaeT ydacTHe TIIyTaTHOH, COCTAaBISIOT pEeaKIuu
TUHON-AMCYIbGUIHOTO oOMeHa. Takue peakuuu
UTPAIOT BXKHYIO POJIb B 00pa30BaHWUU CMEIIAHHBIX
mucynbhunoB ¢ 6enkamu (GSSR) u Moryt OBITH
BOXHBIM 3JIEMEHTOM PETYJISIIUN OHOJIOTHYEeCKUX
npoueccoB (CmupHoBa, OkTsa0prckuii, 2005). Io-
CKOJIBKY TJIyTaTHOHHPOBAHHWE OTAEIHHBIX THONb-
HBIX TPYNII MOXET NPUBOIUTH K W3MEHEHHUIO akK-
TUBHOCTH, TPEAIIONAraeTcs, YTo AUCYIbPHUIBI MO-
TYT BBICTYIIaTh B Ka4€CTBE MECCEH/IKEPOB IIPH TIe-
penaye KIETOYHbIX CUTHAJIOB, XOTS B 3KCIIEPUMEH-
Tax IN VIVO 1oKa BBISIBICHO OTHOCHTEIIFHO HE3Ha-
YUTEIFHOE  KOJWYECTBO  TIIyTATHOHMPOBAHHBIX
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oenkoB (CmupHoBa, OkTsa0phckuii, 2005). B To xe
BpeMsI MOKa3aHO, YTO OKUCIICHHBIH TIyTaTHOH akK-
TUBUpPYET neiicTBue (epMeHTOB IeHTo30hocdar-
HOTO MYTH, TPAHCIIOPTAa M OKHUCJICHHS TJIFOKO3BI,
TIIIOKOHOTeHe3a, (ocdopmrazer u mp. (['pumko,
Crimukos, 2006).

B mocnennee Bpemst mosBIsieTCst Bee OOJIbIe
CBEIICHUH O TOM, YTO TJIYTaTHOH BBIMOJHICT HE
TOJIKO aHTHOKCHIAHTHBIE W PETYISATOPHBIC (QYHK-
M, HO ¥ CHTHAIbHBIC. B 94acTHOCTH, 3TOMY TpH-
TICTITUITy OTBOJIUTCS CYIICCTBEHHOE 3HAYCHHE IS
nepenaun curHasioB ADK (Szalai et al., 2009).
OxucnmTennsHO-BoccTaHoBuTebHAs mapa GSH/GSSG
paccMaTpuBacTCS HEKOTOPHIMH aBTOpaMU  Kak
«HMIIeaNIbHO TIOAXOJAIIAs I MH(POPMAIIMOHHON
tparcaykum» (Noctor et al., 2002).

Jlokazano, uyto mumeHsmMu aericteus ADK
n100 THOJBHBIX TOCPEAHUKOB B KJIETKE MOTYT
OBITH MHOTHE OCJKH, B YaCTHOCTH, PEUENTOPHBIE
KHHa3bl, Qocdaraspl, peryasaTOpHBIE OelmKu
(Georgiou et al., 2006). Y mpokapuoT (QyHKIHH
TJIyTaTHOHA MOTYT OBITH CBSI3aHBI C Y4acTHEM B
perymsanun TpaHckpunT-akropa OxyR, axTuBH-
PYIOIIETO 3KCIIPECCHIO T'€HOB aHTHOKCHIAHTHBIX
(EepMEHTOB ¥ UTPAIOIETO KIFOYEBYIO POJIb B aJlal-
Taguu OakTepuil K OKHCIMTEIBHOMY CTpeccy
(CmupnoBa, OkTs0pbckmii, 2005).

B Hacrosiiee BpeMsi CUUTaETCS, YTO HAKOII-
JICHUE PACTCHUSMH OKHCIEHHOH (OpMBI TIyTaTH-
OHa MOXET OBITh CHTHAJIOM OKHCIHTEIHHOTO
ctpecca. [locpencTBoM y4acTusi B pelIoOKC-
CHTHAJIM3AIMM TIIYyTaTHOH MOXXET y4YacTBOBaTh B
aKTHBAIllMM MEXaHU3MOB 3allUThl PAaCTEHHH OT
OKHUCJIUTENBHBIX MOBPSKIACHUN (cM. 0030p: Szalai
et al., 2009). Coornomenue GSH/GSSG, mo-
BUJIMMOMY, BIIMSIET HAa COCTOSIHUE (DaKTOPOB pery-
JSIIUM TPAHCKPUIIMKM TEHOB KaTaiasbl, TIyTaTH-
OH-S-TpaHcdepasbl, TIyTaTHOHPEIYKTa3bl U JIPY-
X aHTHOKcuaaHTHBIX (epmenroB (Polidoros,
Scandalios, 1999; Szalai et al., 2009). IIpu 3ToM
cootnomenne GSH/GSSG u3mensiercst moj| Biusi-
HUeM Tmepokcuaa Bomopona (May et al., 1998).
WHBIMU CcTIOBaMH, TIIyTaTHOH SIBISIETCS MMOCPEIHU-
KOM B Tlepeladye CUTHajla TIEpOKCHIA BOAOPOJA.
Ecnu ydecTh, 4TO CHUTHaJIbHBIE MMOCPEIHUKU O0B-
eauHeHsl B eauHyto ceTb (TapueBckuii, 2002),
CTaHOBHTCS MOHATHO, uTo apa GSH/GSSG moxer
OBITh 33JICHCTBOBAHA TMPH peAM3aIld CUTHAJIOB,
CBSI3aHHBIX C YBEJIIMYEHHEM B KJIETKaX LUTO30JIb-
HOT'O KaJIbIHs, OKCHIA a30Ta M, BO3MOKHO JIPYTUX
MecceHKepoB (pUCcyHOK). Kak wu3BecTHO, Kalb-
uuid, aktuupys HAJIDH-okcnpasy, BBI3BIBAET
ycusnenue obpasoBanus ADK (Wong et al., 2007).
CnocoGHocThi0 ycunuBaTh reHeparnuio ADK, B
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CTPECCOP
v

2+
Ca , NO u gpyrue curHajib-
HbI€ MOCPETHUKH

)

HZOZ

)

GSH/GSSG
U Ipyrue npeodpas3oBaresu
OKHCJIMTEJBLHOI0 CHTHAJIA

v

IIporenHKMHA3BI, IPOTENH-
(pocharasel, pakropsl peryias-
MU TPAHCKPUIILHHA

v
TEHOM

v

PdusnosorundecKuii oTBeT

®opMupoBaHHe U NepeAaya B FeHOM OKUCIUTEJIb-
HO-BOCCTAHOBMTEJILHOI0 CUTHAJA (MCIOJIB30BAHBI

AanHble Szalai et al., 2009; mosicHeHusI B TEKCTe).

YaCTHOCTH, CYNEPOKCHIHOTO pajauKaia, odianaer
u NO (Tewari et al., 2008).

Ntak, BOCCTaHOBJIEHHBIM TNIyTaTUOH MOXET
BBICTYTIATh KaK B POJIM aHTHOKCHJIAHTA, TaK U IO-
cpennuka B nepenaye curiainos ADK.

[TapagokcalibHO, HO caM 10 ce0e IITyTaTHOH,
npuYeM B BOCCTaHOBJIEHHOH ¢Qopme, crocobeH
BBICTYIIaTh M B POJIH «IpooKcuaaHTa». Ero kara-
60mm3M MoskeT ObITh ncrounukom APK (CmupHo-
Ba, Okta0pbckuii, 2005). beuto obHapyxeHo, 4To
B ompeJesieHHbIX yeioBusix GSH B ¢usunonornye-
CKUX KOHIEHTPALMUSIX OKa3blBa€T MyTareHHOe Aei-
CTBHE Ha KIJIETKH OakTepui, u 3TOT 3P PEKT CBsI3aH
C aKTUBHOCTBHIO THAPONHM3YIONIEH TIIyTaTHOH Y-
IyTaMuITpaHcenTuaassl. B xoxe peaknuu, Ka-
TaIN3UpyeMoil 3TuM ¢epmeHToM, obpasyercs Lu-
CTEUHWITIIUIINH, KOTOpbIH, B otaudue oT GSH,
CII0COOEH BOCCTaHABIUBATh CBOOOJHOE WM Xella-
tuposanHoe Fe®'. Moubl xenesa, B CBOKO Ouepesb,
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B TIPUCYTCTBUM KHUCJIOPOJAA 3allyCKAIOT CEPHIO
peakimii, BeAyMHUX K OOpa3oBaHHIO CYIEPOK-
CHJIHOT'O aHHOH-PaJMKalia, TepOKCHIA BOJIOPO-
Jla, TUAPOKCHILHOTO paaukana. [IpaBma, Hera-
THUBHBIE TIPOOKCHUIAHTHBIC (P (HEKTH IK30TCHHO-
ro TIyTaTHOHA Ha OaKTEpUH MPOSBISLTUCH MPH
WCTIOJIb30BAaHUM KOHIICHTPAIIUH, CYIICCTBCHHO
npeBbIarImux gusnonorudeckue (CMUpHOBa,
Oxtsa6psckmii, 2005).

Tuopedokcunvl — HeOompIHe (0KOIO 12
kD) TepmocTaOmiibHBIE O€JNKH, COIEpXallie B
aKTHBHOM IIEHTpE MOCIenoBaTeabHOCTh Cys-
Gly-Pro-Cys (T'eccniep u ap., 2007). Ouu mposiB-
JISIIOT aHTHOKCHJIAHTHBIE CBOMCTBA M CIIOCOOHBI
BOCCTaHABIUBATH KOHPOPMAIHIO TTOABEPTIIMXCSI
okucieHnio OenkoB. Hapsimy ¢ 3TuM BbIsBICHA
uX poisib B QYHKIHOHUpOBaHHUU OenkoB, Gopmu-
pYIOUIHMX IUCYTb(QUIBI B KAaTaJUTHYCCKUX IHK-
Jax, B YaCTHOCTH, NpH (QyHKIMOHUPOBAHUH He-
KOTOPBIX TPAaHCKPUNT-(AaKTOPOB y ApPOXOKEH M
miekornuratonux (I'eccnep u ap., 2007). B
HACTOsIIee BpeMsl MOSBIIINCH CBEJCHUS 00 yda-
CTUU THOPEIOKCHHOB B PETYJSIUH COCTOSHUS
TPaHCKPHIT-()AaKTOPOB W IKCIPECCUH SICPHBIX
reHoB y pacrenuii (Pulido et al., 2009). Kommo-
HEHTaMU TaKOW CHCTEMBI SIBIISIOTCS IMEPOKCHUI
BOJZIOpOJIa, okucisromui SH-rpynmy THoOpemok-
cuna g0 SO,H, m HAJI®H, BoccranaBnuBaio-
A THOPEJOKCHMH C TOMOINBIO (hepMeHTa
HAJI®H-tnopenokcunpenykrassl.  IlokaszaHo,
YTO 3Ta CHCTEMA, C OJHOW CTOPOHBI, KOHTPOIIHU-
pYeT cojepkaHue MepoKcHaa BOAOpoaa B sipe,
C JPYrod — OCYLIECTBIISIET DPEIOKC-PEryJISINI0
OKCIPECCHH TEHOB B KIJIETKaX MPOPACTAIOIINX
cemsiH nimeHuisl (Pulido et al., 2009).

Ackopbam. AHTHOKCHUIAHTHBIE CBOWCTBA
ackopOata cBs3aHBl ¢ (PYHKIMOHUPOBAHUEM OJHO-
AIIEKTPOHHBIX [UKIMYECKHX MEPEX0J0B MEXKIY
THIPO- U AeruapoackopboarHeiMu Gopmamu. Boc-
craHoBNeHHast (hopMa ackopbara criocoOHa HeEro-
cpencTBeHHO B3anMoeiicTBoBath ¢ ADK, a taxke
y4acTBOBaTh B BOCCTAHOBIICHHU JPYTUX HU3KOMO-
JeKYJSIpHBIX ~ aHTUOKCHUAAHTOB  (a-ToKogepoua,
TIyTaTHOHA) B (DEPMEHTATUBHBIX M HepepMeHTa-
TuBHBIX peakiusx (Kenus u np., 1993).

IIponecc HEMOCPENCTBEHHOIO B3aUMOAECH-
ctBust ackopbara ¢ ADPK MOXKHO mpeacTaBUThH
cnenyromumMu  peakuusmu  (Ilyrummea w o gp.,
2008):

HO-Ack-OH + O, + H" — HO-Ack-O" +
H,0,;

HO-Ack-O" + O,” + H" — O=Ack=0 +
H,0,;
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HO-Ack-OH + HO® — HO-Ack-O" + H,0;
HO-Ack-O"+ HO' — O=Ack=0 + H,0,

rae HO-Ack-OH — auruapoackopOuHOBas
kucinora, HO-Ack-O" — cemuzeruapoackopoar,
O=Ack=0 — nerunpoackopoar.

VY pacteHuil ackopOar sSIBISETCS caMbIM pac-
NPOCTPAaHEHHBIM HU3KOMOJIEKYJISIPHBIM aHTHOKCH-
maaToM (Foyer, Noctor, 2009). Cunres ackopbara
y pacTeHMH CBs3aH C TpeBpalleHusMd L-
ranakto3bl (Foyer, Noctor, 2009). KmroueBast oco-
OCHHOCTh CHHTE3a acKopOaTa y pacTeHHH — JIOKa-
JU3aIs MOCNeAHero (hepMeHTa ero o0pa30BaHuUs
(merngporeHaspl TaJlakTOHOJAKTOHA) B MHTOXOH-
IpusX. OTOT GepMEHT PU3NISCKU CBS3aH C MHUTO-
XOHJIPUAIBHBIM KOMIUTEKCOM | 1 (yHKIIHOHAIBEHO
¢ xomruiekcamu 11 u IV (Millar et al., 2000). Ta-
KHM 00pa3oM, CHHTE3 ackopOaTa y pacTeHUH 3aBH-
CHT OT AaKTUBHOCTH JIBIXaTENbHOM AIICKTPOH-
TpancnoptHoid menu  (Millar et al., 2000).
Haubonbiiee komuyecTBo ackopbaTa CHHTE3UPY-
eTCsl B JINCTBSIX, U3 KOTOPBIX OH MOXET TPaHCIIOP-
TUpoBaThcsi B apyrue opransl (Foyer, Noctor,
2009). AckopOaT BOBJICUEH B HEHTpAIH3AIMIO KaK
A®K, Tak ¥ OpOAYKTOB OKUCIHMTEIBLHOTO CTpecca
(Jaleel et al., 2009).

AckopOaT BBINIOJHSET HE TOJBKO MpsIMbIE
AQHTHOKCHJIAHTHBIE (DYHKIMH, HO M SBISIETCS KO-
(hakTOpOM B Pa3ITUYHBIX META0OIMIECKUX ITUKIIAX.
Kak monudyHKHoHaNBFHOE COeIMHEHNE acKopOaT
Ba)KEH IS PETYJIUPOBAHUS POCTa M PA3BUTHSI pac-
TeHud. MyTaHTBl apaOHIIONICUCa C YMEHBIICHHBIM
MyJIOM ackop0aTa OTIMYAIUCh 3aMEIJICHHBIM PO-
CTOM W IIO3/IHUM IIBETEHHEM, B TO BpEMs KaK My-
TaHTbl, HE CHHTE3UPYIOIIKE acKopOar, OKa3bIBa-
ek HexxusHecrmocooHsME (Dowdle et al., 2007).

B kommnekce ¢ ADK ackopbat paccmatpu-
BaeTcsd B TOCIEJHEEe BpeMsl KaK YYaCTHHK CHI-
HanpHOU Tpancaykiuu (Foyer, Noctor, 2009).
Hanmpumep, mokazaHo, 4uro nedunur ackopbdarta
NPUBOJUT K crielu(pUIeckuM HW3MEHEHUsM TpaH-
ckpunrtoma apaodumorncuca (Kiddle et al., 2003).
Hapsimy ¢ BHYTpUKIETOUYHBIM ITyJIOM ackopOara, B
pETYJSIIMK BOCHIPUSTHS CTPECCOBBIX CUTHAJIOB 3a-
JICICTBOBAH M acKopOaT, JIOKAIM30BAaHHBIA B aro-
IUIacTe, I/Ie OH SIBJISETCS €OUHCTBEHHBIM OKHCIIU-
TeJNbHO-BOCCTaHOBHUTENBHEIM  Oydepom  (Foyer,
Noctor, 2009; Jaleel et al., 2009). CymectByer
ocobasi anorutactHasg (opma ackopOaTOKCHAA3HI,
yUacTBYIOIIAass B  PErylslMd  OKUCIUTEIHHO-
BOCCTaHOBUTEJILHOTO CTAaTyca BHEKIIETOYHOIO ITy-
na ackopbata (Pignocchi et al., 2003). Cuuraercs,
YTO TrOMeocTa3 ackopOaTa B aloIUIacTe Ba)KeH He
TOJIBKO JUISI PETyJSIIIMA BHEKJIETOYHOro MeTado-
JU3Ma, HO AJISl BOCHPUATHA PacTEHHEM BHELIHHX
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a¢dekTopoB (HanmpuMep, TOKCUKAHTOB) U, BO3-
MOJKHO, TMEpefiauydl CUTHAJIA 32 CYET BIUSHHS Ha
OKHCITUTEIbHO-BOCCTAHOBUTEIIBHBIA TPAaUCHT B
mia3mMaruueckoit MemoOpane (Foyer, Noctor, 2009).

Kapomunouder oTHOCSTCA K aHTHOKCHAAH-
TaM JUNUAHON (a3bl. KapoTHHOHIBI SBISIOTCS

NPUPOAHBIMA  MHIMEHTaMH, CHHTE3UPYEMBIMH
pacTeHHAMH M MHKPOOpraHu3Mamu. OT0 Cyo-
COCIMHEHUs, MOCTpoeHHble U3 BochbMH  Cs-

M30IPEHOBBIX (parMeHToB. OcHOBHas (OYHKIUSL
KapOTHHOMJIOB B PACTUTEIILHOW KJIETKE COCTOUT B
3allUTe €€ CTPYKTYp OT TOBPEKAAIONIEro Jei-
CTBUSI CBOOOJHBIX PaaWKajoB, 0Opa3yrOIIUXCs B
nporecce GoTocuHTe3a. B 0CHOBE TOTO JEKHUT X
BBICOKAs HecreuupuyuecKas peakimoHHas croco0-
HOCTBH W TPOITHOCTH K CBOOOAHBIM pamukanaM (Ka-
nutaHoB, [lumenos, 1996).

AHTHOKCHJIAaHTHAsE ~ POJIb  KapOTHHOUIIOB
HPOSIBISIETCS B OCHOBHOM B CBSI3bIBAHHU CHHIJICT-
HOTO KHCJIOpOJa, HO OHHM TaKke MOTyT o0e3Bpe-
KHUBaTh W nepokcuanbie panukaibl (Telfer et al.,
1994). Kpome TOTO, KQpOTHHOHIBI CIIOCOOHBI Ta-
CHTh TPHUIUIETHOE COCTOSHHE XJOPO(HIUIa, KOTO-
poe SBJISETCS OJHUM M3 MCTOYHUKOB CHHIJIETHOTO
kucnopona (Jlykarkun, 2002).

ITockoJIbKY KapOTHOHHUIBI SIBISIOTCS TOJIU-
HEHACHICHHBIMU COEAUHEHUSIMH, TO OHH CaMH
MOTYT OKUCJISITBCS U BBICTYIATh B POJIU MPOOKCH-
nmauToB (Ilyrunmmna u mp., 2008).

Toxogeponvl ABNAIOTCS MMNO(UIBHBIMA aH-
THOKCUJIAHTAMH, CUHTE3UPYEMBIMH BCEMH pacTe-
ausmu (Jaleel et al., 2009). Onu B3auMOIEHCTBY-
10T C MOJIMHEHACHIIIEHHBIMH alMIbHBIMU T'PYIIIa-
MU JIMITUIOB, CTAOWIM3HPYIOT MeMOpaHbl, 00e3-
BpexuBaroT ADK u mobouHble pajuKanbHbIE MPO-
IYKTBl OKHCJIUTENILHOTO CTpecca B JIMIUIHON (a-
3e. Kpome Toro, TOoKOdeponsl 3PPeKTHBHO
HEUTPAIIM3YIOT CUHIJIETHBIM KHCJIOPOJ: OJHA MO-
JeKyi1a Tokodeposa, HE TMOBPEXIAsICh MOXKET
HelTpanu3oBath 120 MOJIEKYJ CHHIJIETHOIO KUC-
nopoxa (Jaleel et al., 2009).

B TO xe BpemMsi He0OX0IMMO OTMETUTbH, YTO
ToKO(eposibl 00a1al0T KaK aHTHOKCHIIAHTHBIMU,
TaK U NPOOKCUJIAHTHBIMU CBOMCTBAMH, YTO MOYKHO
npowmTiocTpupoBath peakisivu (Ilytnnmna u ap.,
2008):

a-T®-OH + ROO" — ROOH + a-T®-0";
a-T®-OH + R’ — o-T®-O" + RH;
ROOH + 0-T®-0" — a-Td-OH + ROO’;
RH + a-T®-O" — R’ + a-T®-OH,

rae a-T®-OH — a-rokodepon, a-TP-O
paaukain Tokoepona.
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AHTHOKCUIIAaHTHBIE CBOMCTBa TOKO(]EpOIoB
BO MHOIOM 3aBHUCSIT OT COOTHOILEHHsS B Cpele
okucnurened m BoccraHoButener (Ilytwimna u
Ip., 2008).

«Hecnenuaju3supoBaHHbie»  AHTHOKCHU-
AaHThI. TakuM CI0BOCOYETAHHUEM YCIOBHO MOXKHO
0003HaYUTh OOJNBIIYIO TPYIIY HHU3KOMOJEKYISp-
HBIX COEAMHEHUH, A1 KOTOPHIX aHTHOKCUAAHTHAS
(GyHKIMST HE SBIIETCS OCHOBHOW. TeM He MeHee
9TH COEAMHEHHS MOTYT MpOSBIATH SIBHO BbIpa-
JKEHHbIE AHTHOKCHJAHTHBIE CBoOWcTBa. B pacTu-
TEJIBHBIX KJIETKaX TAKUMHU COCANHEHUSMH SIBIISIOT-
Csl MIPOJIMH M HEKOTOphIE IPYIHe aMHUHOKHCIIOTBHI,
MOJIMaMHHBI, caxapa U Ip.

Ilponun u Oopyeue amumnoxuciomsl. B 10-
CJIEJHHE TOJbl MPOJHMH BCE Yalle yIIOMUHAETCS B
CIHMCKax BEUIECTB, O0OJaJarollnX aHTHOKCHIAHT-
HBIMH CBOHCTBaMH. XOpOIIO H3BECTHA CHOCOO-
HOCTb NPOJIMHA HHAKTUBUPOBATH B MOJEIIBHBIX CHU-
cTeMax THAPOKCWIBHBIN paamkan  (Smirnoff,
Cumbes, 1989; Okuma et al., 2004). IIpoaun mo-
JKeT 00pa3oBBIBaTh YCTOWYHMBHIA paavKal, IIo-
CKOJIBKY COAEP)KUT TPETHUYHBIH YIIIEepOIHBII aTOM.
[Ipenmonaraercsi, 4T0 00pa30BaHUE TAKOT'O YCTOM-
YMBOTO pajWKana MPHUBOAUT K «TYHICHUIO» WIIH
00pBIBY KacKasia CBOOOAHOPAINKATHHBIX PEaKINH,
3allyCKaeMbIX HE TOJBKO THIPOKCHII-PAJHKAIIOM,
HO W CYNEpOKCUAHBIM paaukanoM (Pamroxnna u
np., 2008). Kpome TOro, mpoiwH CIIOCOOCH W K
OKHCJICHHIO C Pa3pblBOM MHUPPOJIBHOIO KOJbIA H
oOpazoBaHHeM IaKTOHOB. Takxe cooOmaercs o
CIOCOOHOCTH TIPOJIMHA BBICTYNATh B PONU 3P deK-
TUBHOTO «TYLINTENIS» CHUHIJIETHOTO KHCJIOpoJa
(Kishor et al., 2005). Bce 3To paccmarpuBaercs
KaK CBHJIETEJHCTBO AHTHOKCHIAHTHBIX (DYHKIIUH
nponuHa (Pamokunaa u ap., 2008). B To xe Bpems
IIOKa HE S$ICHO, HACKOJBbKO BEPOSITEH MEXaHH3M
NpsSMON WHAKTHBAI[MH MPOJIMHOM CBOOOJHBIX pa-
nukanoB U apyrux A@K B UHTAKTHBIX paCTECHUSX.
He uckmoueno, uro 3amutHbie 3(GEKTh MpoIrHa
MOTYT OBITh CBSI3aHBI HE TOJILKO C €T0 MPSIMBIM aH-
THOKCHIAHTHBIM JEUCTBHEM, HO U B 3HAYUTCIILHOM
CTETIEHH CO CIIOCOOHOCTHIO YMEHBIIATh OCMOTHYE-
ckue u Tokcuueckue 3ddexrsr crpeccopoB (Kys-
HeroB, [lleBskoBa, 1999). HexotopbiMu aBTOpamMu
NPOJIMH PaccCMaTPUBACTCAd KaK HH3KOMOJEKYJISp-
HBIH ImanepoH. B dacTHOCTH, MOKa3aHa €ro cro-
coOHOCTb mpensaTcTBoBaTh nHakTHBanuu CO/, ka-
Tanasbl U MEPOKCHIa3bl PACTEHHH B CTPECCOBBIX
yenoBusix (Kishor et al., 2005; Islam et al., 2011).

Kak KoOCBeHHOE CBMJIETENBCTBO YYacTHs
IIPOJIMHA B AHTUOKCUIAHTHOW 3aIUTE HEKOTOPHI-
MH aBTOPAMH PAcCMaTPHUBAETCS PELUIPOKHBIA Xa-
paKkTep OTHOLICHHUH MEXJy CUCTEMOH aKKymyJsi-
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nuu nponuHa M aktuBHOCThIO COJl y pactenuit
MPU CTPECCOBBIX BO3JEUCTBUSAX. Tak, 3HAUUTENb-
Hasi KOHCTUTYTWBHAs M HWHAYLUpPyeMas COJIEBBIM
ctpeccom aktuBHOCTH COJ] Oblna XapakTepHa IUis
BHJIOB PAaCTeHHH C HU3KUM KOHCTHTYTHBHBIM CO-
JIlep>)KaHUeM TPOJMHA, B TO K€ BpPeMs Y BUAOB C
BBICOKMM COZAEP)KaHMEM MpPOJIMHA OTMevauach
Huskas aktuBHocTh COJ] (Kapramos u ap., 2008).
C npyroit CTOpOHBI, TOKAa3aHO, YTO 3K30TEHHBIN
MPOJIMH y pacTeHuil xpycTtampHOW TpaBku (Mes-
embryanthemum crystallinum L.), o6paboTanubix
nmapakBaToM (T€HEpaTOpOM CYNEpOKCHAHOTO pa-
QMKaja), CHIDKaJ TapakBaT-HHIYIHPYEMYIO CTH-
myssinuto aktuBHOCcTH CO/l, 4TO MOTJIO OBITH CBSI-
3aHO C YMCHBIICHHUEM B JIMCTHAX HACBIICHUS 3TO-
ro ¢epMeHTa CYMEepOKCHI-PaUKaOM Kak cyo-
ctpatom (LeBsikoBa u np., 2009). CoBcem uHBIE
3¢ PEeKThl MOTYUYECHBI NPU U3YUCHUU JCHCTBUS K-
30T€HHOTO MPOJMHA B KYJBTYpe KJIETOK Tabaka
npu cosneBoM ctpecce. Ilog neicTBUEM MOpoNIHHA
YBEIUYHMBAIOCH KonudecTBO TpaHckpuntoB CO/I,
Kartajas3sl 1 epokcuaassl (Banu et al., 2009). Me-
XaHU3MBI BIUSHUS TIPOJIMHA Ha IKCIPECCHIO TEHOB
AHTHOKCHUJaHTHBIX q)CpMCHTOB IIOKa IIOYTH HE
H3yYEHBI.

[IpumeuaTensHO, UTO MPOIHH HaKaIUTHBAET-
Cs HE TOJBKO B ITUTOIUIA3ME PACTUTEIbHBIX KIIE-
TOK, HO M B xjoporuiactax (Hanson et al., 1985) —
OpraHesuiax, B KOTOPBIX BeChbMa WHTEHCHBHO MO-
JKeT 00pa30BBIBATHCS CHHTIICTHBIA KHCIOPOM, CY-
MEPOKCUAHBIA aHUOH-paguKai u npyrue ADK.

[lo MHEHHIO HEKOTOPBIX aBTOPOB, MPOJIMH
UMeeT HEKOTOpbIe MPEeHMYLIECTBA Mepes IpyruMH
(bonee crnenMATU3UPOBAHHBIMU) AHTHOKCHIAHTA-
MU, HarpuMep, aCKOPOMHOBOW KHCIIOTOH, TOKO(e-
posom, ¢eHonamu. B oTimune oT 3THX coeauHe-
HUM, NPOJIMH JIETKO TPAaHCIIOPTHPYETCs MO pacTe-
uuto (Pamtoxuna u np., 2008).

Hapsiny ¢ npoiamHOM, aHTHOKCHIIAHTHBIE
CBOIMCTBa B TOM WM WHOM CTENEHU HPOSIBISIOT U
HEKOTOPHIE IPYTHe aMUHOKUCIOTHI — apTUHUH, TH-
CTHJIMH, IIUCTEUH, TpUnTo(daH, JIU3UH, METHOHUH,
tpeonuH (Larson, 1988). Ilokazano, 4To Cymnepok-
CHJI-yCTpaHsIoIIasi aKTUBHOCTb CBONCTBEHHA B TOM
WIM WHOM CTeNeHU OOJIBIIMHCTBY NPOTCHHOTCH-
HBIX AMHHOKHCJIOT, TPUYEM OCOOCHHO BBICOKAs
oHa y yim3uHa (Yuctsakos, 2008).

Tonuamunsl — HU3KOMOJIEKYJISIPHBIE Opra-
HUYECKHE COSAMHEHUS KAaTHOHHOW MPHUPOJBI, CO-
JieprKaliue I8¢ aMuHOrpymibl win oonee. OHK 00-
JANIAl0T BBIPAXKEHHBIM CTPECC-TIPOTEKTOPHBIM 3(-
(beKTOM U SABJIIOTCA YHUBEPCAJIbHBIMHU MYJIBTHU-
(YHKIIMOHAIBHBIME PETyJIATOpaMu (pr3HoIorHye-
ckux mporeccoB (Kysueror u ap., 2006). Ilomua-
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MHHBI TPHCYTCTBYIOT BO BCEX KOMIAPTMEHTaX
pactuTenpHOM KieTkH, B T.4. B sape (Walden et al.,
1997).

[TokazaHo yuyacTue MOJMAMUHOB, KakK CBO-
0OHBIX, TAK U KOHBIOTUPOBAHHBIX B JIETOKCHKA-
mmn ADPK (Bouchereau et al., 1999). Ocobenno
3¢ GEeKTUBHBIM aHTUPAAUKAIBHBIM JeHCTBHEM 00-
najaT cnepmuauH U criepmud (Bors et al., 1989;
Ha et al., 1998). Takoit >3¢dexT mormaMiHHOB MO-
JKET OBbITh CBSI3aH C JIETKHM KHCJIOPOJ3aBHCUMbBIM
aBTO- U (PEPMEHTATHUBHBIM OKHCIICHHEM aMHUHO-
rpynn nonuamuHoB (Kysuero u ap., 2006). Ilo-
Ka3aHO, YTO SK30TCHHBIN CIIEPMHH KaK TacUTEelb
CBOOOJHBIX PaJUKaIOB OKa3blBal 3alIUTHOE JACH-
CTBHUE HAa PACTEHUS TOpOXa MpHU UX 00paboTKe rep-
oummmom atpasuaoM (Sergiev et al., 2000).

B To e BpeMs IpH OKHCIHMTENBHOW Aerpa-
JAllMy MOJMaMUHOB 00pa3yeTcss MEepPOKCHUA BOJO-
poma. B cBsa3u c atuM oOcyxmaeTcs BOIpOC,
HacKombko Benmwk Bkman H,0,, oOpasyromerocs
NpY KaTaboIu3Me MOJIMaMHUHOB, B MTOBPEXJAOIIEE
JIEeHCTBUE CTPECCOPOB U MOXKET JIM MEPOKCH] BO-
JOpOJa BKIIOYATHCS B 3aIlyCK AAANTHBHBIX IIPO-
LECCOB Kak curHajibHas mosekyna (KysHemoB u
np., 2006). YcraHOBIEHO, 4YTO IOJHUAMUHBI
(Hammpumep, CepMUH), OKUCIISIACH MO ACHCTBAEM
aroIyIacCTHOM MOJMaMUHOKCHIA3bl, 3ayCKaloT 3a
cdeT o0Opa3ylollerocsi MepoKCUaa BOJOPOAA CHTI-
HaJIbHBIE MEXaHU3MBbI, MOTYILIE NPUBECTU K CHH-
Te3y OEJIKOB, CBSI3aHHBIX C MATOTE€HE30M JINOO WH-
JQYIUpPOBAaTh TMPOTPAMMHPOBAHHYIO  KIIETOYHYIO
rubens (Takahashi, Kakehi, 2009). ABTops! 00pa-
[Ial0T BHUMAaHUE Ha pa3iuyHble (YHKIUH [10JIMa-
MHUHOB B PacTUTEIBHON KIIETKE B 3aBHCUMOCTH OT
KOMITapMeHTauuu. B sape noamaMuHel A€CTBYIOT
KaK CKaBEH)Kepbl CBOOOTHBIX PAIUKAaJIOB, a B aro-

miacTe kak ux uctoynwku (Takahashi, Kakehi,
2009).

C npyroil CTOpOHBI, aHTUOKCUAAHTHOE JEH-
CTBUE TIOJIMAMHUHOB MOXET OBITh HE MPSMBIM, a
KOCBEHHBIM, OOYCJIOBJICHHBIM HX CIOCOOHOCTBIO
pPEryIupOBaTh IKCIPECCHIO TEHOB, KOIUPYIOIIUX
AHTHOKCHJIAHTHEIE (epPMEHTHI, HAIpUMep, MEePOK-
cunazy wim Cu/Zn-COJ] (Tkauenko, Hecreposa,
2003; Pamtoxuna u ap., 2009). Tak, mokazaHo, 4To
OKCIO3UIHMST KOPHEBOW CHCTEMBI PACTeHUH XPpy-
CTaJILHOM TpaBKH B TeYeHHE | 4 B NMPUCYTCTBUU
KaJlaBeprHa WHIYNHpPOBajda JKCIPECCHIO TeHa
Cu/Zn-CO/] (AponoBa u ap., 2005). B murepatype
o0cyxaeTcs HECKOJIbKO MEXaHW3MOB BIUSHUS
MOJIMAMHUHOB HA AaKTHBHOCTh AHTHOKCHIAHTHBIX
depmenror (Ye et al., 1997, Kysueuor u ap.,
2006). OauH U3 HUX MOXET OBITh CBSI3aH C CEJEK-
THBHBIM HHIMOUPOBAaHUEM IUTO3MH-3aBHCUMBIX
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JHK-metunas, npyroii — ¢ MOAYIMpPOBaHHEM
TPAHCJIOKAllUM IPOTUHKUHA3 U, COOTBETCTBEHHO,
¢dochopmmupoBanus (HaKTOPOB PETYISIUN TpPaH-
ckpuniuu. Kpome Toro, He MCKIIIOUAETCs] KOCBEH-
HOE BIIMSHHUE HA 3KCIIPECCHIO I'€HOB 4epe3 H3Me-

nenne JIHK-6enkoBrix B3amMmoneticteuit (Ye et al.,
1997).

JocTtatouHo AeTanbHO HM3yYeHbl aHTHOKCH-
JMAHTHBIE (DYHKIMW TOJIMaMHUHOB y TPOKApHOT Ha
npumepe Esherichia coli (Tkauenxo, demotoBa,
2007). IlokazaHo, 4TO B yCIOBHSIX CIaOBIX CTpec-
COBBIX BO3JICHCTBUI OHU B OCHOBHOM BBIIIOJIHAIOT
(YHKIINM COEAMHEHWH, YIaBIMBAIOIIUX CYHEpPOK-
CHUJIHBIC PAJHKaJIbl, TOTJa KaK IPU CUIBHOM CTpec-
ce TIOJIMAaMHHBI B MEPBYIO OUYEpEeAb WIPAIOT pOJb
MTOJIOKUTENBHBIX TPAHCKPUITIIUOHHBIX MOJYJISTO-
pOB T'€HOB aHTHOKCUAAHTHOW 3amuThl. [lonmnamu-
HBI CHOCO6HBI BJIUATH HAa TOIMOJIOI'MYECKOE COCTOA-
Hue [IHK. Tak, npu nogasnennu JHK-rupa3sel un-
THOUTOPOM HATUIUKCOBOW KHICIOTOH 100aBIeHU-
eM ee B KynbTypy kietok E. coli, moaBeprayTeix
CHJIPHOMY OKHCIIUTEIBHOMY CTpeccy (mercTBue
napakBaTa), HaONIOaJI0Ch CHIDKEHHE DKCIIPECCHU
peryjioHa aHTUOKCHIAHTHOW 3amIuThl SOXS, YTO
CBUJICTENILCTBYET O POJIM CYNEPCKPYYEHHOCTH
JHK nna nposiBieHus: aKkTHBHOCTH TPAHCKPUIILIU-
OHHOTO peryisTopa SoxS. Jlobasnenue B cpeay 10
MM myTpecuyHa HE TOJNBKO BOCCTaHABIMBAIIO
KOHTPOJIBHBI YPOBEHb DKCIIPECCHA B TPUCYT-
CTBUU TapakBaTa, HO ¥ MPHUBOAMIO K €r0 CTUMY-
JSIMW, YTO CBHJIETENBCTBYET O MPeoONalaHuU y
MyTPECIIMHA CBOWCTB  IIOJIOKUTENBHOTO  TPaH-
CKPUNIIMOHHOTO MOJYJISTOPa B OTHX YCIOBHAX
(Txauenko, ®enotosa, 2007).

B 10 ke Bpems 1A BBISBICHHS BO3MOXKHO-
cTH (PYHKUMOHHUPOBaHMSA MOAOOHBIX MEXaHHU3MOB
JEHCTBUSI TIONIMAMHUHOB Y PACTCHUH HEOOXOIMMBI
CIeIalibHbIE MCCIIEJIOBAHUS, ITOCKOJIBKY OpTraHH-
3alusl CTPYKTYPbl T€HOB JYKapHOT U IPOKAPHOT
CYLIECTBEHHO OTJIMYAETCS.

Pacmeopumvie yznesoovl. AHTHOKCUAAHT-
HOE JIEWCTBUE CaXapOB MOXKET OBITh MPSIMBIM, CBS-
3aHHBIM C IIEPEXBATOM CBOOOJHBIX PAJUKAIIOB, YTO
MOKa3aHO B MOJICNTBHBIX CHCTEMAaX, TeHEPUPYIOIINX
THIPOKCUIIBHBIN pagukan (ABepbsHOB, Jlannkosa,
1989; Morelli et al., 2003). B u3onupoBaHHbIX TH-
JAKOUAAaX HWHTUOMPOBAHUE THOJ-PEryJINPYyEMOTro
¢depmenta nukia KaneBuHa ¢ochoprlynoknHazsl
THUIPOKCHII-PAIUKAJIOM  NPEAOTBPAIlATIOCh  IPU
BHeceHHMHU B cpeny manHuta (Shen et al., 1997). B
pacTeHusx apabumonicuca, oOpabOTaHHBIX TIIOKO-
301 WJIM caxapo30i, HaKaIuIMBajJoOCh MEHbIIIE CHH-
TJIETHOTO KHCJIOPO/a U MEPOKCHAA BOJOPOAA, IPU
3TOM OHU OBUIM YCTOWYMBEI K JICHCTBUIO WHIYKTO-
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pa OKHMCIHTENBHOTO cTpecca aTpasuHa (Ramel et

al., 2009).

VY pacrennii kaptodens, TpaHcHOpMHUPO-
BaHHBIX TCHOM JPOXKIKEBOW HHBEPTa3bl M COJIEP-
JKaIllUX BCJIEJCTBHE ATOTO OOJbIIee KOIMYECTBO
CaxapoB B JINCTBAX, HaOmoanack 0ojiee BBICOKAs
YCTOHYHMBOCTH K XOJIOJIOBOMY W OKHCIUTCIHLHOMY
(obpabotka merunBuonoreHoMm) crpeccam (CHHB-
keBud U 1p., 2009; 2010). IIpu 3ToM MOBBIIICHHAS
YCTOHYHMBOCTH OOecrnednBanach He (epMEHTATHB-
HOM, a HU3KOMOJIEKYJISIPHOM COCTaBIISIOLIECH aHTH-
OKCHIaHTHOMW 3aIlUTHI, B YACTHOCTH CaxapaMu, CO-
Jiep>KaHNe KOTOPBHIX B KIIETKAX PAaCTeHHU MPHOIH-
3UTENBHO HAa YETHIPE MOPSJIKA BBIIIE COJCPKAHUSL
ackopbara (CunbkeBud u 1p., 2010).

B T0 ke Bpemsi aHTHOKCHIAHTHOE JIEUCTBUE
caxapoB MOXCT 6I)ITI> 1 HCTIPSAMBIM — CBSA3aHHBIM C
MeTabOINYECKOM perymsiueil KOMIOHEHTOB aHTH-
OKCHUJAHTHOU cucTeMbl. [lokazaHa BO3MOXHOCTb
WHAYIUPOBAHUS TIIOKO30ii MHOTHX T€HOB CTpec-
COBOTO OTBETa y apabWoICcHca, B YaCTHOCTH re-
HOB TIIyTaTHOH-S-TpaHCdepa3 U TPaHCIOPTEPOB
KoHbIOTaTOB TiayTatroHa (Couee et al., 2006). ¥V
pacTeHHll OPOKKOJIM CHHTE3 acKopOaTa aKTHBHPO-
Basicsi caxapo3oil. MlHTepecHO, 4To rifoKo3a Oblia

B 3TOM oOTHomeHnn HeaktuBHOH (Couee et al.,
2006).

Pezynayua axmuenocmu anmuoxkcuoanm-
HbIX hepMmenmoe u cooeprcanus HU3IKOMOJIEKY-
JIAPHBIX RPOMEKMOPOE

Cynepokcuooucmymasa. Perymsimusi akTuB-
Hoctn CO/I MOXKET MPONCXOANTh Ha YPOBHE TPaH-
CKPHIILUH, TPAHCISIIUN W/WIN IyTeM HOCTCTpaHC-
JSIIIMOHHOW MOJU(UKAINN CYIIECTBYIONINX MOJIe-
kyn pepmenTta (bapanenko, 2006). Psaom aBTopoB
OTMEUYEHO MapaJljIeIbHOE YBEJIIMYEHHE aKTUBHOCTH
COJl m KoinuyecTBa COOTBETCTBYIOIIMX TpPaH-
ckpuntoB (Alscher et al.,, 2002; Del Rio et al.,
2003; Sung et al., 2009). Ipu aeicTBUE Ha pacTe-
HUsL  apaOujorncuca METHJIBHOJOIeHa (areHTa
OKHCIIUTEIBHOTO CTpecca) MPOUCXOIUIIO YBeIYe-
Hue konndecta Oenka Fe-CO/] u nosiBneHne AByx
HOBBIX MOJIEKYJSIpHBIX Qopm depmenTta (Alscher
et al., 2002). Onna u3 w3opopm Fe-COJl mosiBmsi-
JIach B PacTCHHSIX apaOuaoIcuca B OTBET Ha O0Iy-
YeHue yIbTpaduoIeTOM, IPH 3TOM 3aPErHCTPUPO-
BaHO u yBennyenue MPHK stoii hopmer hepmenTa
(Kliebenstein et al., 1998). B pacrenusix ropoxa B
OTBET Ha 00PaOOTKY METHJIBHOJIOI€HOM TaKXe I0-
Ka3aHO IOBBIILICHHE aKTUBHOCTU (epMEHTa, OJHA-
KO 3TOT 3 peKT He Bceraa KOPPeTupoBal C yBEIH-
yennem MPHK Fe-COJ/l (Donahue et al., 1997).
Takoe HECOOTBETCTBHE 3apErHCTPUPOBAHO M Ha
npumepe u3MeHenni aktusHocth MPHK Cu/Zn-
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CO (Madamanchi et al., 1994). B psge paGor
MPUBOJIATCS JIAHHBIE O BO3MOXKHOCTH TIOCTTpaHC-
JSIIIMOHHOW MOJIU(UKAIIMN CYIICCTBYIONIUX MOJIe-
kyn CO/I (cm. 0630p: bapanenko, 2006).

Ha akxtmBHOCTH M cmHTe3 CO/Jl, oueBUIHO,
MOTYT BIHATh Kak cyOcTpaT (CymepOoKCHIHBIN
aHUOH-PAJIUKaN), TaK U TPOIYKT PEaKIUH — IIe-
pokcuz Bogopona. OTHOCHTENBHO JEHCTBUS K30-
TEHHOTO TIEPOKCHAA BOAOPOAa HA AaKTUBHOCTH
CO/Jl momy4yeHBI JOCTATOYHO MPOTHBOPEUHBHIE
nanHble. [lokazaHo WHrUOMpPOBaHHWE AKTUBHOCTHU
aToro (epMeHTa B KOPHSX IIICHHUITBI TIpH 00Opa-
oorke H,0O, (Bakalova et al., 2004). Bocbmudaco-
Basi 00paboTka cpe3aHHbIX JHCTKOB Arabidopsis
thaliana 10 MM H,0,, koTopas BbI3bIBaja HE3HA-
YUTENbHBIEC MPOSBIEHUS YPPEKTOB OKUCIUTENHEHO-
ro MOBpPEXKIeHUS, He u3MeHsuia akTuBHOCTH COJ]
(Rao et al., 1997). ITony4eHs! 1aHHBIE 00 UHIYIIU-
poBaHUM TEepokcuaoM Bojopoxaa cunresa COJ y
Ipoxoked Saccharomyces cerevisiae, xotsi 3TOT
a¢ ekt ObUT XapaKTepPeH HE JJIS BCEX HCCIeIye-
MbIX mTaMmMoB (baiisik u mp., 2006).

HeonHo3HauHble pe3ynbTaThl MOTYT OBITh
CBSI3aHBl C Pa3IWYHBIM BIHMSHUEM IEPOKCHIIA BO-
mopoaa Ha aktueHocTe COJI in vitro u in vivo, a
TaKKe C HEOJAWHAKOBOW YyBCTBHTEIHLHOCTHIO pas-
HeIx ¢popm COJ] k neiictBuio H,0,. Kak yxe ot-
Meuanock, Cu/Zn-COJI — oaHa U3 pacnpocTpaHeH-
HBIX QopMm ¢epMeHTa — y IYKapHOT HHAKTHBHUPY-
ercs H,O, in vitro (Alscher et al., 2002). B 10 xe
BpeMsi MHOTHE pacTeHHUs (Harmpumep, 371aKu) MOTYT
conepxarte onpeaeneHusld myn Mn-CO/] (Dat et
al., 2000), koTopasi sBIsSETCS YCTOHYMBOU K TIe-
poxcuny Bogopozaa (Alscher et al., 2002). Kpome
TOTO, TEPOKCHJ BOAOPOJA, MHIHOUpYS oIlpese-
aeHnbie Gpopmbl pepmenra, B T.4. Cu/Zn-COJI in
Vitro, MoxkeT BEI3BIBATH UX cuHTe3 iN Vivo (Baiinsak
u ap., 2006).

VBenuueHne aKTUBHOCTH M KOJIMYECTBa
tpanckpunrtoB Fe-COJ] B kierkax Bogopocnu Ul-
va fasciata moj meficTBreM coyeBoro crpecca mpo-
ucxonuiio npu nocpeaandectse H,O,, OCKOIBKY
MaHHBIA 3(QdeKT WHruOMpoBalCs CKaBEHKEPOM
MEPOKCHIA  BOJIOPOJia  JTUMETUITHOMOYEBHHOM
(Sung et al., 2009). B T0 ske BpeMst SKCIPECCHS Te-
HOB JPYTrUX aHTHOKCHJAHTHBIX ()EPMEHTOB, B T..
Mn-CO/l, npowmcxomwna TOJ BIUSHAEM HHBIX
(baKTOpoOB, MOCKOJBKY HE YTrHETalach CKaBEH)Ke-
pom H,0,. B 310i1 ke pabore mokazaHo, 4To 3K30-
TeHHBIA MEPOKCH] BOJIOPOAA TaKXKe HHIYLUPOBAJ
nosigiieHue Tpanckpunros Fe-COJl B kinerkax Ul-
va fasciata.

Ha nuctesix pacTeHMH KyKypy3bl MOKa3aHO
MOBBIIIIEHNE KOJMYECTBA TPAHCKPUNTOB M aKTHB-
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Hoctu COJl mojn meicTBHEM 3K30T€HHOTO MEPOK-
cujia Bojaopoaa. JleiicTBUe mepoKcHIa BOJOpOJa
Ha aktuBHOCTH COJ] HUBETMPOBAJIOCH TpPEIBAPH-
TEIbHOH 00pa0OTKOM pacTeHUil aHTaroHUCTaMU
kampiusl u KampMmonynuHa (Hu et al., 2007). Ilo-
XOXKHe pe3ybTaThl OBUIH MOJy9eHbl HAMH Ha KO-
neontwisix nmenunsl (KomymaeB Ta iH., 2009).
[Tox netictBueM 3x3orenHoro H,O, mpoucxoamno
yBenmnuenne aktuBHOCTH COJl, maHHBIH 3ddekT
MONABISUICA IMKJIOTEKCHMHUAOM H  OJOKaTopoMm
KaJILIUCBBIX KAHAJIOB BEpanaMuiIoM, YTO CBUJIC-
TEIBCTBYET O KaIbIIMA3aBHCHMOM CHUHTE3e (ep-
MEHTa T/ JeCTBHEM MEepOKCHIa BOAOPOa, a He
W3MCHEHUH aKTUBHOCTHU CYIICCTBYIOIIMX MOJICKYIL
Takoe 3akirOueHHE CcOTacyeTcss C JOaHHBIMHA O
CIOCOOHOCTH 3K30T€HHOTO TIEPOKCHAa BOJOPOIA
BBI3bIBATh BPEMCHHOE IMOBBINICHUEC KOHIICHTPAIIUU
IIUTO30JIBHOTO KAaJbIUS B PACTUTEIILHBIX KJIETKAaX
(Demidchik et al., 2007). Ilpume4arenbHO, YTO
noBeimeHne akTuBHOCTH COJ] B KOJIEONTHIIAX
MIICHUIBI U JINCThSIX KYKYpPY3bl MPOUCXOAUIO U
MOJ BIUSHUEM SK30T€HHOTO KalbIHA, KOTOPBIH
BEI3BIBANT A deKT okucaurenbHoro crpecca (Ko-
nymaes u ap., 2005; Hu et al., 2007). Monsr Ca*,
BEPOSATHO, MOTYT OKa3bIBaTh M MPSIMOE IOJIOKH-
TeJIbHOE BIUSHIE Ha aKTUBHOCTH 3TOTO (pepMeHTa.
Hanpumep, no6asnenue Ca®* yenmumsao in vitro
aktuBHocth COJ] y Taxus baccata, Pinus
sylvestris, Medicago rigiduta u Zea mays
(Bakardjieva et al., 2000). CHmwKeHrEe TeHepanuu
cynepokcuna u noseiieane aktuBHocT COJl oT-
Medasoch moj aeiicteiuem Ca’* B mpopocTkax Ga-
KJIa)kaHa Ha ()OHE BBICOKOTEMIIEPATYpPHOTO CTpec-
ca (Chen et al., 2004). B To e BpeMs coo0IaeTcs
00 MHTUOMPYIOIIEM BIUSHUM HMOHOB KaJbIUS Ha
aktuBHoCcTh CO/l B pacteHusx tabaka npu ux o0-
pabotke mepokcumoMm Bogopoxa (Price et al.,
1994). MoxHO mojarath, 4TO B CBSI3H C BO3MOXK-
HOCTBIO TIPSIMOTO JEWCTBUS MOHOB KallbLIUS U TIe-
pOKCcHIa BOJOpOAa Ha aKTUBHOCTH (pepMeHTa, a
TaK)KEe Y4acTHUs STUX TOCPEIHUKOB B UHAYIIMPOBaA-
Hun cuate3a COJl BEepoATHO pazIUYHOE pPe3yib-
TUpylollee (Kak aKTHBHPYIOIIEE, TaK W WHTUOU-
pyromiee) ux BiusHue Ha akTuBHOCTE COJl B
KJIETKax pacTeHUH.

Hapsny ¢ AOK u nonamu xaiabuusi B pery-
sy akTuBHOCTH COJl MOKeT NMpUHUMATh yda-
CTHE W OKCHJ a30Ta KaK BHYTPUKIETOYHBIHA TO-
cpenHuk. Tak, BBEIEHHUE TOHOPOB OKCHAA a30Ta B
arnoIyacT JIMCThEB MIIEHUIBI MPUBOINIO K CHH-
xenuto aktuBHocth COJ| (BuxropoBa u np.,
2010). Unubie 3¢ ¢dexTsl ObUIH MONTyYeHB HETABHO
Ha KyJIbType KopHeil xenpiieHs. [Ipu oOpaboTke
mornopom NO, Hapsy C yCHJIEHHEM TeHEepaluu
CYTIEPOKCHIHOTO pajKajia, OTMEYajIoCh MOBBIIIIE-
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nue aktuBHoctd COJI (Tewari et al., 2008). O6
YCHJICHUU DKCIPECCHU T'eHa OJHOU M3 MOJIEKYJISIp-
HbIX Gopm COJI mox meictBuem NO coobrmraercs
B pabote Herbette et al. (2003). [logoOHbIe Heco-
OTBETCTBHS MOTYT OBITh CBSI3aHBI C HECOIOCTABHU-
MBIMH BPEMEHHBIMH TTapaMeTpaMu JICHCTBHS IK30-
TeHHBIX JIOHOPOB OKCHIAa a30Ta WIA JPYTUMHU
YCIIOBHSIMHU SKCIIEPUMEHTOB.

AxtuBHOCTE COJl MOXET H3MCHATHCS HE
TOJIBKO TPU ACHCTBHU SK30TE€HHBIX CHUIHAIBHBIX
COCIIMHEHM, HO U (uTOropMoHOB (cM. 0030p: ba-
panenko, 2006). TaTepecHO, YTO B MPOMOTOPHBIX
ydactkax reHoB CO/] oOHapyXeHBI JOKYCHI, YyB-
CTBUTENbHBIE K ¢uroropmonam (Scandalios,
1997). BrioniHe ecTecTBEHHO, 4YTO (PUTOTOPMOHEI, B
YaCTHOCTH a0CLU30Basi KUCIIOTA, MOTYT BJIUATH Ha
cuHTe3 u aktuBHOocTh COJ] omocpenoBaHHO, BBI-
3bIBasA M3MCHCHUA KICTOYHOI'O COACPIKAHUA CUT-
HaJbHBIX MOCPEIHUKOB, mpexzae Bcero ADPK u
nonoB kampmmsa (Jiang, Zang, 2003; Hu et al.,
2007). B Hammx 3KCIepUMEHTax MOKa3aHO Kallb-
uuizaBucumMoe yBenuueHue aktuBHoctd COJl B
KOJICONITUIISIX MIIEHULBI IO AeHCTBUEM (PU3HOTI0-
TMYECKUX KOHILIEHTPALMN CaJMLMIOBONM KHCIIOTHI
(Konynaes Ta in., 2009).

Haxonern, 3aperucTpupoBaHO pEryIHpPYIO-
miee BausiHue Ha akTUBHOCTH COJl HU3KOMOJIEKY-
JIIPHBIX AHTUOKCHJIAHTOB, B YaCTHOCTH TIJIyTaTHO-
Ha. Tak, moKa3aHo, YTO BOCCTaHOBJICHHBIN IyTa-
THOH HMHAYLMPOBAJI 3KCIPECCHUI0 I'€HA LIHUTO30JIb-
Hoit Cu/Zn-COJ] B nucthsix tabaka (Herouart et
al.,, 1993), xors MexaHW3Mbl 3TOrO 3(deKra He
ycraHoBJeHbl. OnucaHbl ()EHOMEHBI BIMSHUS H
HEKOTOPBIX JIPYTHX HHU3KOMOJEKYJSPHBIX COEIH-
HEHHH, 00pa3yroIUXCs IPU cTpeccax, Ha IKcIpec-
cuto reHoB CO/l. Tak, B KynbType KJIETOK Tabaka
KonuuecTBO TpaHckpuntoB COJl Bo3pactano mojg
BJIMSIHUEM IPOJIMHA M MMiHOeTanHa (Banu et al.,

2009).

CrnoxHOe peryiaupyroliee BIMSIHHE Ha ak-
tuBHOCTH CO/] MoryT oka3piBaTh caxapa. [loka3za-
HO, 4To OHM WHAYHHPYIT MUKpOPHK miR398,
KOTOpasi OCTTPAHCKPUIILHOHHO PETYIUPYET CIie-
muduueckyto MPHK nByx ¢opm Cu/Zn-CO/Jl, mo-
naBysis oOpa3oBaHue pepMeHTHBIX OesikoB. Takum
oOpa3om, monararoT, yto miR398 nelicTByer kak
MOJyJIUPYEMBIA caxapo30d TPaHCIALMOHHBIN pe-
ryisitop CO/L (Foyer, Noctor, 2009).

C npyroil CTOpOHBI, KOCBEHHOE BIMSIHUE Ha
aktTuBHOCTH COJl MOTryT OKa3bIBaTh pPa3IMYHbIE
HU3KOMOJICKYJISIPHBIE COSAMHEHIS, JACHCTBYIOIIHE
KaK TEPEXBAaTYMKH CBOOOJHBIX paJWKaioB. Tako-
BEIMH SIBJISIFOTCS YK€ YHOMsHYThIe caxapa (CHHb-
keBud U 1p., 2009), nmponun (LllessixoBa u np.,
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2009), a Taxke nomuamunsel (Bouchereau et al.,
1999).

Kamanaza. AXTUBHOCTH KaTajia3bl MOXET
CYIIECTBEHHO MOAU(DHUIIMPOBATECS C Y4acTUEM
CHUTHAJIFHBIX COCJMHEHNH W HEKOTOPHIX (pUTOrOp-
MOHOB. [lepokcun Bomopona sIBISeTCs HE TOIBKO
CUTHAJIBHOW MOJICKYJIOW, HO W €IUHCTBCHHBIM
cyOcTparoMm KaTtanasel. B TO ke Bpems ero BIUs-
HUE Ha aKTHBHOCTH KaTaJla3bl y PaCTEHUI HEOTHO-
3HagHO. Tak, Ha MpUMepe MPOPOCTKOB MIIICHUIIBI
noka3ano, uto H,O, nHruOupoBay akTHBHOCTh Ka-
Tanasel B kKopHsax (Bakalova et al., 2004). Ognako
B JINCTHSAX B3POCIHBIX PACTEHUH MIICHUIB TIPH 00-
paboTKe MEPOKCHIOM BOAOPOA MPOUCKOAMIO TTO-
BBIIICHUE  AKTUBHOCTM  Karaja3el  (Sairam,
Srivastava, 2000). O6paboTKa Cpe3aHHBIX JTUCTHEB
apabunoncuca 10 MM H,O, BhI3BIBaJIa yBemude-
HUE aKTUBHOCTHU Kartaja3sel (Rao et al., 1997). Bos-
nevicteue 1 u 10 MM mepokcuaa Bomopoaa Ha KO-
JICOTITHIA TIIICHUIBI TAaK)K€ TMPUBOAUIO K TTOBEI-
meHuto akTuBHOCTU KaTtamasel (Komymaes, Kap-
menb, 2007).

[Ipenmonaraercs, YTO aKTUBHOCTH KaTaJla3bl
y pacTeHHH MOXET PEeryjJupoBaThCS C y4yacTHEM
MOHOB Kanbust u KanbmoxynuHa (KM). Tak, mpu
amamm3e k/JIHK karamaser u3 jarexca Euphorbia
characias Obuta BbIsSIBJIEHA KaJIbMOYJHHCBSI3bIBA-
folasl TMoCJe0oBaTeIbHOCTh AMUHONW 14 amuHO-
KHCIIOTHBIX 0cTaTKOB (Mypa u ap., 2007). Nmetot-
cs cBeleHHs 00 aKTUBHPOBAHUM KaTalla3bl KOM-
miekcom Ca®/KM y  apabumoncuca (Yang,
Poovaiah, 2002). ABTOpHI MOJIATAOT, YTO KANBIIUN
JIBOSIKO BITUSIET HA METa0OJIU3M TIEPOKCHIA BOJIO-
pona. C oHOM CTOPOHBI, yBETUYHNBAET aKTUBHOCTH
HAJI®H-okcnmassl, KOTOpas SBISETCS MPOIyIICH-
TOM CYIIEPOKCHIHOTO aHWOH-paJiiKaia, MpeBpa-
HIarouierocst B nepoxkcuy Bogopoaa. C apyroit cro-
poHBI, 3a cuer (OPMHPOBaHUS  KOMILIEKCA
Ca®*/KM NpoMCXOUT YCHJIEHHE AKTHBHOCTH Ka-
tanasel. B ycrmoBusx in ViVO karaiasa KOJCOITH-
Jiel TIIEHUIBI YTHETAllaCh aHTarOHUCTOM KallbMO-
IyJIuHa XJIOPIPOMAa3HHOM, YTO MOXKHO paccMmart-
pUBaTh KaK CBUJIETENHCTBO yYaCTHS KaJIbMOMIYITH-
Ha B peryisimu aktuBHocTH (epmenTta (Komyma-
e, Kaprmer, 2010a). AHTaroHuCT KaabMOIYJIHHA
TaKKe YaCTUYHO HUBEIUPOBAT IIOJIOKUTEIHHOE
JefCcTBE DK30I€HHOIO KaJIbLUs Ha aKTUBHOCThH Ka-
Tanasbl.

Hapsiny ¢ 5TuM BiusiHME KallbLiMsl HA aKTUB-
HOCTh KaTaJla3bl MOXKET OBITh CBS3aHO C HHIYIIH-
pPOBaHHBIM CHHTE30M Oenka — caMoro QepmeHTa
60 KM, OT KOTOpPOT0 3aBUCHUT aKTHBHOCTH KaTa-
na3pl. OCHOBaHUEM MJI TAKOTO MPEANOJIOKEHUS
MOTYT OBITh JaHHBIC O YACTUYHOM CHATHUA WHTH-
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outopoM OnocuHTE3a O€nKa LHKIOreKCHMHUIOM
a¢(dexTa MOBBIIICHUS aKTHBHOCTH (hepMEHTa, BbI-
3piBacMoro moHamu Ca?* (Komymaes, Kaprer,
2010a). ITpu stoM aeiictaue Ca®* Moxer peanuso-
BBIBATHCS UE€PE3 MHIYLIMPOBAHUE UM YCHUJICHUS 00-
paszoBanmst ADK, B wactHoctn H,0,. Kak yxe
ynomunanocsk, Ca’* crnocoben akTHBHPOBATH P
AOK-renepupyronmx ¢pepmentoB (Keller et al.,
1998; Sagi, Fluhr, 2006).

AKTHUBHOCTh KaTauasbl y pacTeHUH MOXKET
MOTU(HUIUPOBATECA W C yYaCTHEM HEKOTOPBIX
JPYTUX CUTHAIBHBIX MOCPEIHUKOB. MIMeroTcst naH-
HbIe 00 MHTHONPOBAHWH KaTajla3bl pacTEHUH Taba-
ka okcugoMm azora (Yang, Poovaiah, 2002). C npy-
rOil CTOPOHBI, TIOKa3aHO, YTO B KYJIbTYpe KOpHEH
skenpiiens (Panax ginseng L.) npu o6paboTke 10-
HopoM NO OTMe4Yanoch MOBBIINICHHE AKTHBHOCTH
KaTaJjia3bl 1 HCKOTOPLIX APYIUX aHTUOKCHJAAHTHBIX
¢depmentoB (Tewari et al., 2008). IIpumedarensHo,
YTO B MHUTOXOHJPHSX MYTAHTOB apaOuIorcuca,
neeKTHBIX 10 CHHTE3y OKCHJa a30Ta, COJepiKa-
JIOCh OOJIBIIIEe MEPOKCHIA BOJOPOJA, YeM y pacTte-
HUU JHUKOTO TUIA C HOpMalbHBIM cuHTe30M NO
(Guo F.Q. et al., 2005). He uckiroueno, uro NO
CIOCOOCH MHIMOUPOBATh YacTh ITyJia KaTajla3bl, HO
MPU 5TOM HMHAYIMPOBATH CHHTE3 HOBBIX MOJEKYI
(depmeHTa.

XOpoIIo U3BECTHO, YTO CIOCOOHOCTHIO K
WHTHOMPOBAHUIO KaTalla3bl 00J1aaeT M CaHIIAIIO-
Basl KHUCJIOT4, CUTHAJIbHBIE CBOMCTBA KOTOPOWU BO
MHOI'OM CBA3aHBI C ITIOBBIIICHUEM B pe3yJH)TaTe
3TOTO COJCPXKAHHS MEPOKCHIA BOJOPOJA B KJIET-
kax (Chen et al., 1993; Tapuesckuii, 2002). B o
JKe BpeMsl H3HaYallbHOE MHTMOMpOBaHUe QepMeHTa
O] JCUCTBHUEM CAJIUIMIOBOM KHUCJIOTHEI MOXKET
NPUBOJUTH B JANbHEHINIEM K aKTHBAIUKM KCITpec-
CHM TEHOB KaTaja3bl U YCHJCHHIO CHHTe3a dep-
menTa (Guan, Scandalios, 2000; Konynaes ta iH.,
2006).

Takum 00pa3oM, KaKk CHHTE3, TaK U aKTUB-
HOCTh Karana3bl MOTYT MOAW(UIIMPOBATHCS CHT-
HAJILHBIMU JTHOO TOPMOHOMOJOOHBIMH BeIlleCTBa-
MH.

Ilepoxcuoasvl knacca 111, Kak yxe ormeda-
JIOCh, 9TH (PEPMEHTHI MOTYT MPOSIBIATH KaK aHTH-,
TaK ¥ OKCHIAHTHYIO (TMPOOKCHJAHTHYIO) aKTHB-
HocTh. KopMe Toro, asist HUX XapakTepHa MHOXe-
CTBEHHOCTh MOJIEKYJISIPHBIX (hopM. B cBsi3u ¢ atum
CYLIECTBYIOT 1 MHOTOOOpa3HbIe MEXaHHU3MBI Pery-
JSIIMK aKTHUBHOCTU (epMeHTa. AKTUBHOCTH Iie-
pPOKCHa3 MOXET H3MEHSTBCS BCIEJICTBHE KOH-
(OpMaIMOHHBIX U3MEHEHUH (HarpuMep, Ipu TeM-
nepatypHbix azantauusax) (Casuu, 1989). Taxxe
BO3MOXHBI TIOCTTPAHCIAIMOHHHBIE MOAH(UKaIm
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MEPOKCHIa3, MPOSBISIOMIUECS B X TIIMKO3UINPO-
BaHUH, TPOTEOIUTHIECKOM OTILICIUICHHU OT MOJIe-
Kyn amodepmeHTa KOpoTKuX menTtunoB (Capwd,
1989). U3 pspa BUIOB pacTeHHH BBIAETICHBI Oe-
KOBbIE MHIMOMTOPHI MEPOKCUIa3, aKTHBHOCTh KO-
TOPBIX MOXXET H3MEHATHCA B 3aBUCHMOCTH OT
BHemHUX ¢akTopoB (Tekchandani, Guruprasad,
1998). B 10 ke Bpems HanboJjee 4acTo aKTUBHOCTh
HEePOKCHUIa3 y PACTCHUH M3MEHSIETCS IyTeM HHIY-
[IUPOBaHUS CHHTe3a (epMeHTa, TOSBICHUS €ro
HOBBIX MOJIEKYJISIpHBEIX GopM (Casuy, 1989).

CurHasibHbIE MOJIEKYJIBI M HOHBI MOTYT OKa-
3pIBAaTh Pa3jMYHOE BIMSHHE HA AaKTUBHOCTH He-
cnenuuveckux nepokcuaas. Tak, B HalIUX dKC-
NEepUMEHTaX MOJA ACHCTBHEM SK30T€HHOTO IMEpOK-
CHJa BOJOpOJA OTMEYAIOCh WHIMOWPOBaHWE MOH-
HOCBSI3aHHOW M PacTBOPUMON ()OPM MEPOKCUAA3HI
koneontwneit mmenunsl  (Komymaes, Kapmer,
2008). YrHeTeHHEe aKTUBHOCTH IIEPOKCHIA3HI e
e cyOCcTpaToM — MEPOKCHAOM BOJOPOJA — MOXKET
MOKAa3aThCsl TPYIHO OOBSICHUMBIM (PECHOMEHOM.
OpnHako Takoe SIBICHHE 3apeTHCTPUPOBAHO HA KO-
JIEOTITHIIAX 371aK0B U qpyrumu aBTopami (Lllaposa,
1999). IlpaBma, B 3TOM paboTe HHrHOMpPYIOIIEE
BIusiHUE OKaszpiBan 40 MM mepokcuj BOIOPOAA.
OddexT yrHeTeHus MepoKcHuaa3bl B MPUCYTCTBUN
nepokcuaa Bojoposa in Situ u in vitro nokasan Ha
npumepe runokotmieii Lupinus albus (Hernandez-
Ruiz et al., 2000). OxgHo# W3 MPUYKUH yTrHETCHHUS
MEPOKCUAA3HON AKTUBHOCTH MOJ ACHCTBUEM Iie-
POKCHAA BOAOPOJIa MOXKET OBITh €€ MEePeKITI0YeHUE
Ha KaTaia3Hylo. Takoe siBIeHHE, B YaCTHOCTH, 3a-
PETUCTPUPOBAHO JUIA HECKOJBKUX (OopM  aro-
TUTACTHBIX TEPOKCHA3, KOTOPBIE MPU BBICOKUX
KOHIICHTPAIMIX TEePOKCHIA BOJOPOJa MPOSBISIHN
kaTtaigasHyto aktuBHOCTh (Mika et al., 2004). Bos-
MOXXHO, 4YTO OHO WMEET 3alllUTHOE 3HAYeHUE,
HanpaBJIeHHOE Ha MpeJOoTBpalieHue oOpa3oBaHUs
n30bpiTka ADK.

CriocoOHOCTEI0O  MOAU(MUIIUPOBATH AKTHB-
HOCTBh MEPOKCHJIA3 00JIaZlaeT M CAUIUIIOBAs KHC-
sora. IMeroTcsi cBelIeHUS! 0 HEOTHO3HAYHOM, Kak
aKTUBUPYIOIIEM, TaK U WHTHOUPYIOMEM BIHASHUU
canmunuiara Ha (enosmepokcuaasel (Martinez et
al., 2000). Ok3orennas CK Ha pa3HbIX 00BEKTax
kak moBeimaia (Martinez et al., 2000; Ananieva,
Popova, 2002), Tak u cHmwkana (MakcuMOB u Jip.,
2004) akTHBHOCTH TBasIKOJIEPOKCHIA3HI, a TAKKE
M3MEHsIa ee 3neKTpodopeTrueckuii criektp (Mak-
CHUMOB 1 1p., 2004).

O6paboTka KOJEONTHIICH MIIEHUIBI 3K30-
TE€HHON CAJIMIIMIIOBOM KHCJIOTOM BEI3bIBAajia IIOBBI-
IICHUE AKTUBHOCTH TBAasIKOJIEPOKCUAA3bI, KOTO-
po€ YTHETaJI0Ch MUKIOTEKCUMHUAOM U 0JIOKAaTOPOM
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KaJILIUEBBIX KaHAJIOB BEpPaAIlaMUIIOM, YTO ITO3BOJIS-
€T TPEIoJiaraTh BO3MOXHOCTb KaJIbI[UI3aBHCH-
MOTO YCHIICHHSI CHHTE3a MEPOKCHIA3bl MO JeH-
cteueM camunmiara (Komymaes wu  mp., 2010).
Nmerotes cBefieHUs U 00 yBETHUEHHN aKTHBHOCTH
BHEKJICTOYHOM W pacTBOPHUMON (HhOpM IEepOKCHa-
3Bl TOJ| JeHCTBUEM d3K30TeHHOro Kanbius (Komy-
naes u ap., 2005).

Ackopbamnepoxcudasa. AKTUBAIAA DKC-
MPECCHH T'eHa acKopOaTIepOKCHAa3bl M TOBBIIIIE-
HUE AaKTUBHOCTH (epMEHTA 3aperuCTPUPOBAHBI
mpu 00paboTKe pacTeHU MEPOKCHUIOM BOIOpPOIA
00 COCIMUHEHUSIMH, BBI3BIBAIOIIUMH OKHCIIH-
TeNbHBIA cTpecc. Tak, Mmoka3aHo, 4TO B KIIETKax
CYCIIEH3MOHHOH KyJIBTYPHl U3 MPOPACTAIOMINX 3a-
POJIBIIIIEH prica B OTBET Ha 00pabOTKY MMapakBaTOM
(MetunBuoNOreH) 10O MEPOKCHIOM BOJIOPOAA
MPOUCXOJMIO YBEIMYECHHE KOJIMYEeCTBa TpaH-
CKPHIITOB  IIUTO30JILHOW acKopOaTImepOKCHIA3bI
(Morita et al., 1999). O6paboTka KIETOK WHTHOU-
topom COJ mudTHIAMTHOKAPOOMATOM, KOTOPBIN
MOHW)KACT COJICPIKAHHE KIETOYHOIO TMEepOKCHIA
BOJIOpOJIA, CHIDKAJIA HHIYKIHUIO acKopOaTIepoK-
cuaasbl napakBatoM. HaoGoport, nmpu nHrnouposa-
HUH acKopOaTIepOKCHIa3bl U KaTalasbl THAPOKCHU-
KapOaMUJIOM WM aMHUHOTPUA30JI0M COJIepKaHUC
MEPOKCHIA B KIETKax BO3PacTallo M KOJIMYECTBO
MPHK nwuro3o0mbpHON ackopOaTiepoKkcHIas3bl yBe-
TUYMUBajIoCh 0e3 00paboOTKM METHIBHOJIOTEHOM
nn sk3oreHHsIM H,O, (Morita et al., 1999). Me-
TUJIBUOJIOT'CH TAaKXXC BBI3BIBAJl YBCIMYCHUC KOJIH-
YecTBa TPAHCKPHIITOB IMTO30JIBHOM ackopOariie-
POKCHIa3bl B TUCThAX IIMHHATA, OJHAKO COJCpKa-
nue MPHK xnoporuactaeix dopm depmenTa npu
3TOM He m3MeHsioch (Yoshimura et al., 2000).

Ha pacrenusix Kykypysbl, 00paOOTaHHBIX
MEPOKCUAOM BOAOPOJAA, IMTOKA3aHO YBCIIMUCHHUC CO-
JACPIKAHUA TPAHCKPUIITOB U aKTUBHOCTH KaK IIUTO-
30JIbHOM, TaK M XJoporutacTHou Gopm depmeHTa
(Hu et al., 2007).

HenaBHO OBUIO YCTaHOBJICHO, YTO aKTHBA-
Ul 3KCIPECCHMH TIeHa acKopOaTHepOKCHIa3bl
APX2 B nucThsX apaOuponcuca MPOUCXOAWT C
yuactreM BHekaerounoro myna H,O, (Bechtold et

al., 2008).

NnaynupoBaHue MepoKCHIOM BOJOPOAA ac-
KopOaTnepoKcuaasbl, Kak U psija JPYyrux aHTHOK-
CUJIaHTHBIX (PEPMEHTOB, MO-BUAUMOMY, SIBJISCTCS
KaJIbIIUI13aBUCIMBIM IIPOLIECCOM, ITOCKOJIBKY yTHE-
TAeTCsl AHTarOHUCTAaMU KaJbLUs U KaJIbMOAYJIHHA
(Hu et al., 2007). Dx30TeHHBIN KAIBIHIA TAKXE BbI-
3bIBAl yBenuueHue conepkanus MPHK u akTus-
HOCTH acKopOaTnepoKcHaassbl B IIMTO30JI€ U XJIO-
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poruactax KJIETOK JHCTheB Kykypyssl (Hu et al.,
2007).

AKTUBHOCTh acKopOaTHepoKcuaasbl, IO-
BUAMMOMY, MOXKET PEryJupoBaTbCcsi W MpU yya-
CTUM JPYTUX CUTHAJIBHBIX ITOCPEIHHUKOB, B 4acT-
HOCTH, OKCHJA a30Ta. Tak, IOKa3aHO yBEJINYEHHUE
aKTUBHOCTH 3TOTO (pepMeHTa npu 00paboTKe Mpo-
poctkoB mmieHunbsl goHopom NO (Wang et al.,
2007).

Inymamuonzagucumvle  pepmenmol. IKC-
npeccHsi TeHOB 00e3BPEkUBAIOIICH TEPOKCU]T BO-
JI0pOJia TIIyTATHOHIIEPOKCHAA3bl B 3HAYUTEIBHOM
CTEMEHH pEryJupyeTcsi MEPOKCHUIOM BOIOPO.A,
JICHCTBYIOIMM KaK CHTHAJIbHAs MOJEKyJa W/UITH
kak cyocrpar. Tak, Bo3moxHocTs Hp0,-
MHIYLUPOBAHHON OSKCIIPECCHU TEHOB TIIyTaTH-
OHIIEpOKCHIa3bl ObUIAa TPOJEMOHCTPUPOBAHA Ha
CYCIIEH3HOHHOW KyJbType KieTok cou (Levine et
al., 1994).

Ilox nelicTBHEM MEpOKCUAA BOJOPOAA TAKXKE
MOXET IHPOUCXOAUTH aKTUBALIUA I‘JI}/TaTI/IOH'S'
Tparcdepasbl, o0ecrieunBarolieil 00e3BpeKUBaHNE
OpraHUYecKuX NepokcuaoB. llokazaHa MHAYKIMS
JKCIIPECCHH TEHAa TIyTaTHOH-S-TpaHcdepasbl pac-
TeHull apaduojorncuca moj AeHCTBUEM IK30T€HHO-
ro H,O, (Neill et al., 2002).

O0paboTka pacTeHU KyKypy3bl IE€pPOKCHU-
JIOM BOZIOPOJia BBI3bIBaJa YBEIMYCHUE KOJINYECTBA
TPAHCKPHIITOB ¥ TOBBIIICHHE aKTUBHOCTH TITyTa-
THOHpEIYKTa3bl, 0OECIeunBaoONIell pereHeparuio
rnyratrona (Hu et al., 2007). efictBue nepokcu-
Jla BOJIOpOJIa MPU 3TOM OBUIO KAJIBIIMH3aBHCUMBIM
U YTHETAJIOCh aHTarOHHCTaMH KaJbLUS U KaJbMO-
nmynuHaa. CaM 1o ce0e SK30TCHHBIN KaJIBIIHA TaKkKe
yBCINYMBAJI AKTHUBHOCTbL TJIYTaTUOHPEAYKTA3hI,
0COOCHHO B XJIOPOIIACTaX JIMCThEB KyKypy3sl (Hu
etal., 2007).

HmeroTest cBelileHUsT M O CTUMYJIUPYIOIIEM
BIIMSTHUM KaJlblUs HAa aKTHBHOCTHh TJIyTaTHOH-S-
TpaHcdepaspl. O6paboTKa MPOPOCTKOB apadbHIOII-
cHuca NEepoKCHIOM BOAOpOJa 3amyckaia AByXdas-
HOE yBeIHueHHe conepikanus Ca’" B LUTO30IE U
HOCJICTYIOIIYIO DKCIPECCHI0 TeHa TIIyTaTHOH-S-
tpancdepassl (Rentel, Knight, 2004). 3amernm,
YTO  MEXaHW3Mbl  DEryISiMH  T[JIyTaTHOH-
3aBUCHMBIX (DEPMEHTOB M IyJIa CAMOTO TIyTaTHO-
Ha mpu mnocpeactBe coortHomeHuss GSH/GSSG
TaKXe pPaccMaTpHBaJIMCh HAMH BBIIIE (CM. TakkKe
PHUCYHOK).

Ilporun  u  pacmeopumvie yeneoovi. B
npenpiaymieM o63ope (Komynaes, Kapner, 20100)
AQHAIM3UPOBAINCH  BO3MOXKHBIE  CBSI3M  MEXAY
HAKOIUICHUEM IPOJIMHA KaK OJHOTO M3 aHTHOKCH-
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JAHTOB U JICHCTBHEM HEKOTOPBIX CHTHAIBHBIX MO-
JeKyJ1. 37ech YIIOMSHEM, 4TO YBEIWYCHUE COJEp-
JKaHHS TPOJIMHA B PACTECHHSIX MOXKET OBbITh BHI3Ba-
HO 00pabOTKON 3K30T€HHBIMH MEPOKCHIOM BOZO-
pona, cammmmioBoit kucnoroit (Komymaes, Kap-
mrert, 2010a), noHopamm okcuma azora (Uxad u mp.,
2008), comsimu kanbums (Liang et al., 2004). Ha
apabunorncuce ObUIO TIOKAa3aHO YTHETEHHE OKC-
npeccun rea At-5pct, koTopslii kommpyer Al-
nuponnH-5-kapookcmnarcuaTerasy  (II5SKC)
KIoueBo  (epMeHT  OmoOcMHTE3a  MpPOJIMHA
(Savoure, 1995) — mpu 06paboTKe pacTeHHi aHTa-
TOHUCTaMH KaJbIHs (CONbI0 JaHTaHa uiu DI TA)
nepen ocmotuueckuM crpeccom (Knight et al.,
1997). D10 CBHIETENBCTBYET O POJIM BHYTPHUKIIC-
TOYHOTO KaJbIIMs B UHIYIIUPOBAHUN CHHTE3a MPO-
JIMHA B OTBET Ha 00e3BOXKUBaHUE. B HEOOX0IUMOM
AJId CUHTE3a IMPOoJIMHA YBCIIMUCHUN KOHLICHTpAaIUU
nuTo30mbHoro  Ca®’, MO-BHAMMOMY, ydYacTByeT
nHO3UTONTPUPOCHAT, OCBOOOKTAEMBIH W3 MEM-
OpanHbIx (ochomunuaos ¢ocdonunazoi C, mo-
CKOJIbKY CTpecC-UHIYIIUPYEMOE HAKOIUICHHUE MPO-
JUHA y PacTEeHUH yTHETaJoCh MHTHOUTOPOM (hoc-
¢domunazer C U73122 (Tuteja, Sopory, 2008). ITo-
CpeIHUKaMU B peall3alyd ACHCTBHS KaldblWsg Ha
CoJiepKaHue MPOJIUHA, MTO-BUIUMOMY, MOTYT OBITh
AOK. Tak, 3pQeKT 5K30reHHOro Kanblus Ha
HAKOIUICHUE IIPOJIMHA B KOJICONTHUIIAX IMIICHUIILI
MOJIABIISIICS aHTHOKCcHIaHTOM HoHoioM (Komyma-
eB, Kaprmer, 2010a).

B perynsanuu conep:kaHus IpoJIMHA B pac-
TEHUSX MOXET NPUHUMATh y4acTHe M OKCHJI a30Ta
KaK CHTHAJIbHAs MoJeKyna. B ycioBusax kamgmwe-
Boro crpecca JoHOPHI NO BBI3BIBAIN JOMOIHU-
TEJIbHOE YBEIMYEHHE COJIepXKaHHWs MPOJMHA, a
CKaBEHXXEpP OKCHJa a30Ta €ro CHWKEHHE B pacTe-
aussx Medicago truncatula (Xu et al., 2010). Ox-
HAKO MEXaHHW3Mbl BIIMSAHHA OKCHJa a30Ta Ha CO-
Jiep>KaHue MPOJTMHA OCTAIOTCS HEBBIICHEHHBIMU.

Kak ormeuanoce Bhile, caxaposa, IIIHOKO3a
W JIpyrue€ PacTBOPUMBIC YIJIEBOJbI O0JIAZAI0T HE
TOJIBKO MPSIMBIM aHTHOKCUIAHTHBIM 3P (EKTOM, HO
M CHOCOOHBI BIIMATH Ha JIPyTHe MEXaHW3Mbl aHTH-
OKCUJAHTHOM 3allUThI, IEUCTBYSI KaK CUTHAJIbHBIE
MoJiekybl (cMm. 0030p: Couee et al., 2006). B To
’K€ BpeMsl JaHHBIX O PETyJIUPOBAHUU ITyJia PacTBO-
PUMBIX COCAMHEHUN CHUTHAJIBHBIMU MOJIEKYJIaMHu
MmoKa HejocTarouHo. llokazaHo yBeIWMYEHHE CO-
JIep>KaHUs caXxapoB B KOPHAX U MOOETaxX MIIEHHUIIbI
oI ACHCTBHEM 3K30TCHHON CAJIMIUIOBOM KHCIIO-
TOH, BBICTYIIAIOIIEH B POJIM areHTa OKUCIUTEIBHO-
ro crpecca. [lanubiii addekr caaummaara mouas-
JISUICS. aHTUOKCUAAHTOM HMOHOJIOM, YTO CBUJICTECIIb-
CTBYET 0 BO3MOxHOU pormu ADPK B mHAyIHpOBa-
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HuM HakoruieHus caxapo (Komymaes, Kaprer,
201006).

AHnmuokcuoanmsl u ycmouuueocms pac-
meHuil K 0elicmeuio cmpeccopos

Depmenmamueuvie AQO. MeTOTUIECKUM
MOJIXOJIOM, B KaKOW-TO Mepe MO3BOJISIFOIIUM yCTa-
HOBHUTH BKJIAJl ONPEACICHHBIX (DEPMEHTATUBHBIX
CHUCTEM aHTHOKCUJAHTHOM 3alUThl B YyCTONYH-
BOCTh PAaCTEHHUS K CTpECCOpaM, SBISIETCS HCIIOb-
30BaHue TpaHcrenHbsix pactenmii (Foyer et al.,
1994; Allen, 1995).

Tak, /11 U3y4eHUs POJIM KaTalla3bl B 3aIIUTE
OT JICHCTBHS CTPECCOPOB OBLTH CO3/IaHbl PACTCHHUSI
tabaka, nepuuUTHBIE O 3ToMy (epmeHTy. OHH
OKa3aJICh YyBCTBUTEIBHBIMH K JEHCTBUIO 030HA,
coseBoro crpecca u aaxe csera (Van Camp et al.,
1998). IIpu 3TOM, OHAKO, OIIaroAapst HAKOTIIIEHHIO
MEePOKCHIA BOIOPOJA, B ITHX pacTCHHUsIX Tabaka
AKTUBHPOBAJICS PSJ PEaKIMi 3alUThl OT MaTore-
HOB. [loxokue pe3ynbTaThl OBUIM MONYYEHBI MPH
W3yYeHUH TPAHCTCHHBIX JIMHHUK apabuporncuca,
JEQUIMTHBIX TIO XJOPOIUIACTHOW TJyTaTHOHIIC-
pokcupaase. Takue pacTeHHs1 OKa3allCh Oojee UyB-
CTBHUTENBHBIMH K (OTOOKHUCIUTEIBHOMY CTpeccy,
HO ycroiuuBbiMu K maroreHam (Chang et al.,
2009). Ilpu atom pacteHus, AeUIUTHBIE IO TIY-
TAaTUOHIICPOKCHUAA3€, OTINYAJIMCh IMOBBINICHHBIM
COJep)KaHUEM HU3KOMOJICKYIISIPHBIX ~aHTHOKCHU-
JIAHTOB — ackopbaTa U TIyTaTHOHA. ABTOPBI Jiena-
IOT BBIBOJI O BO3MOXHOCTH B3aUMHOM KOMIICHCA-
O KOMIIOHCHTOB aHTHOKCHHaHTHOﬁ CHCTEMBI

(Chang et al., 2009).

Y MyraHta sS4YMeHs JeQUUUT KaTajasbl
KOMIICHCHPOBAJICS ~ TIOBBIIIEHHEM  COJIEp)KaHUS
TIyTaTHOHA M aCKOPOATIIEPOKCHIA3bl, 8 TAKXKE IO~
SIBJICHHEM [IOIIOJTHUTEIBHOW MHMTOXOHAPHAIBHOM
nzodpopmbl Mn-CO/l. Ilpu yBenuueHMH HWHTEH-
CHUBHOCTHU OCBEIIECHUS Y TAKUX PACTEHHH MPOUCXO-
IWI0 HWHAyLHMpoBaHHe cuHe3a wuzodpopm Cu/Zn-
CO/] (Palatnik et al., 2002).

Jlns moBbIIIEHUS] YCTOMUMBOCTH PACTEHUN K
abMOTUYECKUM CTpeccopaM HX TPaHCHOPMHUPYIOT
reHaMu, OOYCIIOBIMBAIOIIMMH CBEPXIKCIIPECCHIO
AHTHOKCHJIAHTHBIX (hepmeHTOB. Tak, TpaHcdopma-
mus  pacTeHnd KykKypy3sl reHoMm Fe-COJl wu3
Arabidopsis thaliana nmpuBomuia K TpeXKpaTHOMY
MOBBIIICHUIO TOTanbHOM akTuBHOCTH CO/l B pac-
TEHUSX BTOPOTO mokosieHus. [Ipn okuciuressHOM
cTpecce, CO3/1aBaeMOM JIEHCTBHEM METHIJIBHOJIOTE-
Ha, B TPAHCT€HHBIX PACTEHUSAX MPOMCXOIWIO 3HA-
YUTENBHOE TMOBBIICHHE AKTHBHOCTH (epMeHTa.
AxtuBHocTh COJl mpeBOCXOAMIIa COOTBETCTBYIO-
IIM{ MOKa3aTenb HeTpaHCOPMHUPOBAHHBIX pacTe-
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HU B cpeaHeM B cemb pa3 ([anumnoBa u 1p.,
2007). PacTenus, CBEpXIKCIPECCUPYIOMINE XIIOPO-
TUTACTHYIO acKopOarmnepokcuaasy, ObUTH yCTONIH-
BBl K METHJIBUOJIOTEHY U (DOTOOKHCIUTEIEHOMY
ctpeccy (Asada, 2006).

BBenenne rena riryraTHOH-S-TpaHchepassl
Suaedea salsa B pacrenus Arabidopsis thaliana
BBI3BIBAJIO IIOBBIINIEHWE AKTUBHOCTH 3TOrO (ep-
MEHTa, a TaKXKe TITyTaTHOHNEPOKCUAA3Bl Y TpaHC-
(OPMAHTOB 10 CPABHEHUIO C PACTEHUSIMH TUKOTO
tuna (u u np., 2010). [Tokazano, 4To cBEpXdKC-
npeccusi TIIyTaTHOH-S-TpaHc(epassl B TPaHCTEH-
HBIX PacTeHUSX apaOuponcuca NOAAepKUBaja BbI-
COKYIO METa0OJIMYECKYI0 aKTUBHOCTD M MOJAABIISIIA
IIOJI npu coneBoM cTpecce. ABTOpaMHU cIeNlaH
BBIBOZ, YTO TIOBBILIEHHAs] CIOCOOHOCTH IJIyTaTH-
OH-S-TpaHcepa3sl K HEUTpaTU3allui EPOKCUIOB
MOXET OBITh KPUTHYECKUM (AaKTOpPOM B 3aIlIUTE
pacTeHUN OT OKUCIUTENIbHBIX MOBPEKICHUMN, WH-

IyIIAPOBaHHBIX colieBbIM cTpeccoM (Llu u mp.,
2010).

B T0 xe Bpems Tparcopmanus pacTeHHIA C
ENBIO TOBBIMIEHNS AHTHOKCUIAHTHOW aKTUBHOCTH
HC BCCTAa NPUBOJNWIIA K KCIACMBIM pPE3yJIbTaTaM —
ITOBBINICHUIO yCTOfI‘-IHBOCTPI K 216I/IOTI/I‘-IGCKI/IM
crpeccopam (Foyer et al., 1995; Pitcher, Zilinskas,
1996; Torsethaugen et al., 1997; Dat et al., 2000;
Kopmnees, 2006; Foyer, Noctor, 2009). Ilpu >tom
HE OKa3bIBAIOCh YETKHX KOPPEISIHA MEXIy aK-
TUBHOCTBIO aHTHOKCHIAHTHBIX (EPMEHTOB, B
gactHocTH, CO/l, M yCcTOMYMBOCTBIO pacTEeHUH K
cTpeccopam.

B Hacrosiee BpeMsi MOJIyYeHBI TPAaHCIEH-
HBIE pacTeHHs Tabaka, TOIOJS, JIOUEPHBI, XJIOII-
YaTHUKA C IOBBIIIEHHON AaKTHBHOCTHIO pa3HBIX
MonekyssipHbIX  popm COJl. Dusmonoruueckue
TECTBl 3TUX PACTEHHUH NaJIM MPOTHBOPEUMBHIE pe-
3ynbTaThl. [loBemennast aktuBHOCTE COJl numis B
OTIENBHBIX CIyYasx accoluupyercs ¢ OoJbLIei
YCTOMYMBOCTBIO PacTEHHH K HU3KOTEMIIEPAaTypHO-
My (OTOMHTHOMPOBAHUIO WM K OKHCIHTEILHOMY
cTpeccy, BbI3BaHHOMY MeTmiBHosnorenom (Kopae-
eB, 2006; Tpau, Cropoxxkenko, 2007). TpaHcren-
HBIE PACTEHHMs JIIOIIEPHBI OKa3alHuch Ooyiee yCTou-
YHMBBIMH K 3acyXe, HO JIMIIb B TeX CIy4asx, KOraa
BO3/IeHCTBHE cTpeccopa ObiIo ymepeHHbM (Rubio
et al., 2002). B oTnenbHBIX Cily4asx MOBBIIICHHE
aktuBHocTH COJ] y TpancopMaHTOB CONMPOBOXK-
JIAJIOCh MOBBIIICHHEM aKTUBHOCTH JPYTUX aHTHOK-
cunanTHbeIX Gepmentos (Kopuees, 2006).

Tabak, CBepIKCHPECCUPYIOMMKM KaTajasy,
OBLT YyCTOWYMB K METHJIBHOJIOTE€HY, HO HE MOT TIPO-
TUBOCTOSTh maroreHHbIM Oaktepusim  (Foyer,
Noctor, 2009). Ha mpokaprOTHYIECKUX KIIETKaX
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nmoka3aHo, uto ceepxmpoayknus COJl oOycnoBiu-
BaeT CHI)XKEHHE DKCIIPECCHU T'e€HOB OJHOTO U3 pe-
TYJIOHOB OKHCIIHTENILHOTO cTpecca — SOXRS, KoTo-
poiii  aktuBupyercs O, (Cemuwmmmn, Jlymak,
2004). Kpome Toro, CymepoKCHIHBIA aHHUOH CIIO-
co0eH OCTaHaBIIMBATh Pa3BUTHE IETHBIX PEAKIIH,
WHUIIMMPOBAHHBIX ~ CBOOOJHBIMU  paJHMKaJIaMU:
LOO" + O, " — LOOH + O, (Cemunius, Jlymaxk,
2004).

IIpoTBOpeUmBHIE PE3yabTATHI, OTyYaeMble
Ha TPAHCTCHHBIX PACTCHUSX, B U3BECTHON CTEIICHU
moOy)XJand K TPEANONIOKEHHI0 O CHTHAIBHBIX
¢yaxmmsx ADPK, B T.4. OTHOCHTENBHO WX POJIA B
Ipoleccax CaMOPETYJNSIUN TPO-/aHTHOKCUIAHT-
HOro paBHOBecus B Kietkax (Dat et al., 2000).

CocTosiHHE AHTHOKCHIAHTHOM CHCTEMEI B
3HAYUTEIBLHOW CTEIICHH 3aBUCHUT OT 00pa30BaHUs U
nmokanmuzanuun A®K. M3BecTHO, YTO CYIIECTBEH-
HBIi 130bITOK ADK B KIIeTKax MOXKET MOBPEXKIATh
(bepMEHTATHBHBIC KOMIOHEHTHI aHTHOKCUIAHTHOM
CUCTEMBI, UCTOIIATh IyJI HU3KOMOJICKYJISIPHBIX aH-
THOKCUJIAHTOB W TIPUBOJUTH K HEYMPABISIEMOMY
HNOBpeXKICHUIO KiIeToK u Tkaned (Scandalios,
2005). B To e Bpemst Hakorienne ADK B dusmo-
JIOTHYECKHX TMpe/eiaX MOKET BbI3bIBATh aKTHBa-
[IUI0 DKCIPECCHH TCHOB aHTHOKCHJAHTHOW 3allu-
oI (Suzuki, Mittler, 2006).

HNmenno A®K moryt ObITh Hanbomnee Bepo-
ATHBIMH TIOCPETHUKAMH B TIepeAade CTPECCOBBIX
CUTHAJIOB U TOCIIEAYIONIEeM UHIYIIMPOBAHUN aHTH-
OKCHJIAHTHOW CHCTeMBbI pacTeHuii. MHorue pado-
ThI, B KOTOPBIX HCCIIEIOBaHA JMHAMHKA 00pa3oBa-
Hust AOK u u3MeHeHU B aHTUOKCHUIAHTHOU CH-
cTeMe TIpU JCUCTBUM YMEPEHHBIX CTPECCOPOB,
CBHJICTEIILCTBYIOT B MOJB3Y TaKOTO IPEAMOIOKe-
HUSL.

Ha mpopocTtkax ropoxa mokasaHo, 4To B OT-
BET Ha THIEPTEPMHUIO BHa4alle MPOUCXOAMIO YBe-
muaenue npoayktoB [1OJI (aMeHOBBIX KOHBIOTA-
TOB), a 3aTeM yBennduBanack aktuBHOCTE COJl n
rirytaTuonnepokcuaassl (Kypranosa u np., 1999).
Ha npumepe pacteHuii KyKypy3bl II0Ka3aHO, 4TO U
OTHOCUTENIFHO  KpaTKOBpeMeHHass  00paboTka
HarpeBoM (42°C B TeueHue 4 4) MHAYIHpOBAa
KpPOCC-TOJIEPaHTHOCTh (TIOBBIMIANA YCTOWYHBOCTH
HE TOJIbKO K BBICOKUM TeMIIepaTypaM, HO U K XO-
JoJty, 3acyxe, 3acojeHuro). [Ipu 3Tom 3akanuBanue
obecreunBaio CIOCOOHOCTh TPOPOCTKOB TMOAIEP-
’KUBATh MOBBIIICHHYIO aKTUBHOCTH IJIyTaTHOHpE-
aykrazel 1 COJ (Guo L.-H. et al., 2005). Hamu
MMOKa3aHa BO3MOKHOCTH TIOBBHIIIICHUSI aKTUBHOCTH
KaTaja3bl ¥ paCTBOPUMON IMEPOKCHUIA3HI MOCTIE OJI-
HOMHUHYTHOTI'O 3aKaJMBaHUA MPOPOCTKOB MIIEHULIBI
cyOneranpHON Temmeparypoil (42 °C mpu morpy-
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JKEHUH B BaHHY TepMocTaTta). [[puMedarensHo, 4To
Takoi 3¢ (HeKT 3aKaIMBaHVsI B 3HAYHTEIHLHON CTe-
IIEHW HUBEINPOBAJICS IPU 00pabOTKE MPOPOCTKOB
HMOHOJIOM, YTO CBHUJETENBCTBYEeT 0 ponu ADK B
nHAyupoBannn 3THx (depmentoB (Kapmems, Ko-
mymaes, 2008).

[lpu wuccnenoBaHMM BIMSHHUS HMCKYCCTBEH-
HOU 3acyxu Ha HakoruieHue ADK, nHTeHCUBHOCTD
ITOJI 1 aKTUBHOCTH AHTHOKCHAAHTHBIX (hePMEHTOB
y pactenuit Glycyrrhiza uralensis mokasano, 4to
Ha TEPBBIX dTamax BIMAHUS yMEPEHHOro 00e3BOo-
JKUBAHUS WMEN0 MECTO CHIDKCHHE COJCpIKaHuUs
A®K wu noseimenune akruBHOCTH COJl M ackop-
6arnepokcunasel (Li, Wang, 2002). BepostHo,
MOOOHBIA APPEKT OOBSICHACTCS OYCHb KPaTKO-
BpEMEHHBIM ycuieHueM renepauun A®K, koro-
poe He ObLIO 3aUKCHPOBAHO B 3KCIICPUMEHTE.
OI[HaKO HUMCHHO OHO MOIJIO BBbI3BAaTh ITOBBIIICHUC
AKTUBHOCTH AHTHOKCHJAHTHBIX (epmeHToB. [Ipu
NeHCTBUH OoJiee CHIIBHOTO OOE3BOKHMBAaHUS PErH-
CTPUPOBAJIOCh TOBBINICHUE coaepxkanus ADK,
ycunenue IIOJI B pacTeHUsIX M MOYTH OAHOBpE-
MeHHoe mnoBbiienre aktuBHoctu COJl u ackop-
Oarmepokcumasbl. Ha Oonee MO3AHMX CTaiMsIX
CTPECCOBOM pEaKIMU MMEJIO MECTO CHHKCHHUE aK-
TUBHOCTH 3THX JABYX (PEPMEHTOB, HO MMPOUCXOTUIIA
aKTUBalus KaTaJjia3bl. HOHYCKEIIOT, YTO HWMEHHO
OanaHc B aKTHBHOCTH Pa3HBIX (PEPMEHTOB aHTHOK-
CUJIAHTHOM 3aIlUTHl HA PA3HBIX CTATUSIX CTPECCO-
BOW peakiMy UMeeT 3HAYeHHE B CIIOCOOHOCTH pac-
TeHU#l BbIICpXkKKMBaTh oOe3BokmBanue (Li, Wang,
2002). C apyroii CTOpOHBI, JAEHCTBUE CHIBHBIX U
MPOJIOJDKUTENILHBIX CTPECCOPOB MOXET BBI3BIBAThH
JucOallaHC B OKHCIHMTEIEHO-BOCCTAHOBHTEIBHBIX
nukiax. Tak, Ipyu MHAYLHUPYEMOM KaJMHUEM OKHC-
JIUTENBHOM CTPECCE MPOUCXOJIHIIa aKTHUBAIHs ac-
KOpOATIepOKCH/Ia3bl U TIIyTATHOHPEAYKTA3bl, OJI-
HAKO yMEHBIIANach aKTHBHOCTh KaTaja3bl. B Ko-
HEYHOM WTOTre JeHCTBHE CTpeccopa BhI3BIBAIO
qucbanaHc B ackopOaT-TJIyTaTHOHOBOM  IIMKIIE
(Markovska et al., 2009).

B psine pabot uccnenoBaHo BIMSHHUE CTpeC-
COpPOB HE TOJBKO HAa AKTUBHOCTb aHTHOKCHIAHT-
HBIX ()EPMEHTOB, HO U Ha JKCIPECCHI0 MX T'CHOB.
Ha npumepe pacrenmii apabujorncuca mpoaeMOH-
CTPUPOBAHO, YTO TEIJIOBOE 3aKaJMBaHHE BBI3BIBA-
JIO0 TIOBBILICHUE COJEPKAHUS MEPOKCUIA BOAOPOIA
U TOCIEAYIOIIYI0  aKTHBALMIO  TPAHCKPHIIT-
¢akxTopa HSF21, mox KoHTpoieM KOTOpOro Haxo-
IuTcs cuHTe3 ackopOarnepokcuaassl (Davletova et
al., 2005). Ha mpopocTkax HyTa MOKa3aHO, 4YTO
BO3JIEIICTBHE XOJIOJa YCHUJIMBAJIO 3KCIPECCHIO Te-
HOB 1UTO301bHON Cu/Zn-COJ] B SOUKOTHIISIX, OJ-
HAKO aKTUBHOCThH ()epMEHTA TIPH 3TOM W3MEHSIIACH
cmabo. B To xe BpeMs coneBoil cTpecc Oonee oT-
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YeTIMBO BIMSI Ha akTUBHOCTH (epmenta (Her-
nandez-Nistal et al., 2002).

V Bomopociu Ulva fasciata mpu comesom
cTpecce MPOMCXOAMIIO JOCTaTOYHO OBICTpOE YBe-
mmdeHue aktuBHOCTH Fe-CO/l, yepes3 Ooiree mpo-
JOJDKUTETIBHOE BpPEMsl PErHCTPUBAJIOCH YBeIUde-
HHUE TPAaHCKPUMNTOB epMeHTa. ABTOPHI MOJAraioT,
4yro yBenudeHue aktuBHoctu Fe-CO/l moxet mpo-
UCXOIUTh 33 CUYET PA3IUYHBIX MEXaHU3MOB, B T.U.
HE CBA3aHHBIX C TPAHCKPHIILUEH COOTBETCTBYIO-
mero rena (Sung et al., 2009). B astoii xe padote
MMOKa3aHo JOBOJIBHO OBICTpOE (B TEUEHHE MEPBBIX
HECKOJIBKMX 4YacOB BO3JEHCTBHUS COJIEBOTO CTpEc-
ca) yBeJIMYEHHE aKTUBHOCTH M KOJIHMYECTBA TPaH-
CKPHIITOB acKOpOaTHEepOKCUAA3bl M TIIyTaTHOHpe-
IYKTa3bl, B TO K€ BPeMs IOBBILIEHUE aKTUBHOCTHU
M KOJMYECTBAa TPAHCKPUINTOB KaTajasbl MPOHCXO-
WO B KJIeTKax BoJopociel Juuib yepe3 12 v mo-
cJie Hayajaa BO3ACHCTBUS COMU.

HecMmotps Ha Hammume oOmiel 3aKOHOMEpP-
HOCTH ITOBBIIICHUSA aKTUBHOCTU aHTHOKCHUAAHTHBIX
(epMEHTOB y pacTeHWl B OTBET Ha [ICHCTBHE
CTPECCOPOB PA3INYHON MPUPOIBI, BEISBICHBI U HE-
KOTOpBIC CIeIU(pUIEeCKUe OCOOCHHOCTH. Tak, y
Y3KOJIMCTHBIX JIFOIIMHOB B OTBCT HA 3aCyXy OTMC-
Yajoch MOBBIMIEHHE akTHBHOCTH Cu/Zn-COJ] wm
Fe-CO/l, aktuBHOCTP Mn-COJl He H3MEHSIIACh.
ConeBoil cTpecc CYIIECTBEHHO IOBBIIIAT AKTHB-
HocTh Cu/Zn-COJ] Oe3 BIHMSHUSA Ha AaKTUBHOCTH
mpyrux Gopm COJI (Yu, Rengel, 1999). ABtopst
NPEIONIaraloT CyIECTBOBAHNE PAa3IMYHBIX MeXa-
HU3MOB OKHCIUTEIHHBIX MIOBPEXKICHUN TIPU 3aCyXe
Y COJICBOM CTpecce.

Ilox neiicTBHEM CTPECCOPOB IIPOUCXOIUT HE
TONIBKO YCHJICHWE CHHTE3a aHTHOKCHIIAHTHBIX
(epMEHTOB U yBEIWYEHHUE MX AKTUBHOCTH, HO H
NOSIBJICHWE HOBBIX MX MOJEKYJSIpHBIX (opmM, mo-
BUJAMMOMY, Oojiee aJanTHPOBAaHHBIX K HOBBIM
ycnoBusiM. Tak, Ha mpUMepe JIMCTbEB ropoxa Imo-
Ka3aHO, YTO OTHOCHUTEJIEHO KpaTKoBpeMeHHoe (15-
120 MuH) BO3JEHCTBHE 3aKaIWBAIOIINX TEMIIEpa-
TYp BBI3BIBAIIO MOsiBIIeHHE HOBBIX H30(popMm CO/],
B T. 4. YCTOMUMBOM K MEpPOKCUAy Bojaopony Mn-
CO/l (bpunkuna, 2003). B psae pabot, BbIIOJI-
HEHHBIX Ha Pa3IMYHBIX PACTCHHUSX, MOKa3aHO W3-
MEHEeHHE H30()EePMEHTHOrO CHEeKTpa MEepPOKCHAA3
nop BiausHueM HarpeBa (MBakun, I'pymun, 1990;
Martins et al., 1999). Takxe UMEIOTCS CBEICHUS
00 W3MEHEeHHMH B HabOpe MOJEKYJISAPHBIX (GopM
9TOTO (hepMeHTa NPH ACHCTBUN HAa PACTEHHsI TUIIO-
tepmun (Kamyctsn ta iH., 2004), BogHoro nedu-
nuta (Bakalova et al., 2004), 3acojeHus cpeabl
(Sreenivasulu et al., 1999), TsHKeNBIX METaIOB
(Radotic et al., 2000).
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CpaBHEHHE TIOBEJCHHMS AHTHOKCHIAHTHBIX
(hepMEHTOB y pacTeHWH yCTOWYMBBIX W HEYCTOM-
YUBBIX K JEHCTBHIO CTPECCOPOB MTOKA3EIBAET, YTO B
OOJBIIMHCTBE CIYYaeB YCTOWYUBBIC PACTCHHS Xa-
paKTepHU3yIOTCs CIIOCOOHOCTHIO COXpPaHATH cOa-
JAHCWPOBAHHYIO paboOTy AaHTHOKCHAAHTHOW CH-
CTEMBI B YCIIOBHUSX JIeUCTBUS cTpeccopoB (Mittova
et al.,, 2003; bapanenko, 2006). Tak, coneBoit
ctpecc aktuBupoBan COJl, karama3y, pa3nndHbIe
(hOpMBI TIEPOKCHIA3HI B JINCTHSIX YCTOWUHUBBIX COP-
TOB WICJIKOBUIIBI M MaJO0 BIUSUI Ha aKTUBHOCTh
3TUX (DEPMEHTOB B JIUCTHAX HEYCTONIHBBIX COPTOB
(Xy, Jmy, 2008; Axmanm u mp., 2010). Ilpu stom
Ype3MepHBIE CTPECCOPHI BBI3BIBAIOT CHIDKEHHE aK-
TUBHOCTH aHTHOKCHJAHTHBIX (DEPMEHTOB, NaHHBIN
3¢ (}eKT 3aBHCHT OT HHTEHCUBHOCTH M JUTHTEIHHO-
ctu BoszaeicTBuil (bapanenko, 2006). Crnemyet
OTMCTUTH, YTO HOBPCKACHUC AHTUOKCHIAHTHBLIX
¢depmentoB moryT BbIeBaTh camMn ADK. Taxk,
nHakthBaius COJ] moker OBITH BBI3BAHA JECii-
CTBUCM THUAPOKCWIILHOTO padvKalla H, KaK YiKE
YKa3bIBAIOCH, Iepokcuaa Bogoposa (Casano et al.,
1997).

Husxomonexynapuvie npomexmopwui. Kaxk
y’)K€ OTMeuanoch, MHOTHE HH3KOMOJIEKYISIpHBIE
COCIMHEHHUs] OTIMYAIOTCS MOJU(PYHKIHOHAIBHO-
CTBIO, UTO 3aTPYyIHSET BBIJCIECHUE COCTABIISIONMIEH
WX JEUCTBUS, CBSI3aHHOW HMEHHO C aHTUOKCH-
nmaHTHEIMU 3ddexTamu. Tem He MeHee, yBemnde-
HHUE COJEP)KaHMS ITHX COCIWHEHHH B PAaCTEHUAIX
BO MHOTHX CIIydasX 3alll{IIaeT UX OT BO3MOYKHBIX
MOCJIEACTBUN OKHCIUTENBLHOTO CTpecca.

B psie pabot mokaszaHa CBsI3b CIIOCOOHOCTH
paCTeHI/Iﬁ AKKYMYJIMPOBAaTh 3HAYMUTCJILHBIC KOJIU-
4YeCTBa MPOJIMHA C UX YCTOﬁqHBOCTBm K OKHUCJIH-
TEIIBHOMY CTpPECCY, COIPOBOKAAIOIIEMY JeiCTBHE
CTpPEeCCOpoB paziu4Hol mpuposl. Tak, Gonee co-
HCYCTOI\/'I‘II/IBBIC T'€HOTHIIbI HICJIKOBHIIbI OTJINYAJINCH
HE TOJIBKO OOJiee BBICOKOW aKTHBHOCTBIO aHTHOK-
CHIAHTHBIX (EPMEHTOB, HO H HAKOIUICHHEM
60JII)IHI/IX KOJIMYECTB IIPOJIMHA B OTBET Ha }Ieﬁ-
CTBUE cojeBoro ctpecca (Axman u ap., 2010). IIpu
9TOM y TaKWX pacTeHWil ObLIM MEHee 3aMETHBIMU
MPOSIBIICHHUSI OKUCIUTEIBHOTO CTpecca: HaKarllu-
BaJIOCh MEHBIIIE TIEPOKCHIA BOJOPOJAa W MPOAYK-
toB [1OJI.

Agepunoii u coast. (2010) Ha ocHOBaHUU
M3yYEHUS TUHAMHAKH coJlepKaHus 5-
aMHUHOJIEBYTMHOBOH KHuCIOTHI (5-AJIK) u mponnna
B PACTEHUSX SUMEHS B YCIOBHSIX COJIEBOTO CTpEC-
ca, a TaKke aercTBus dk3orenHor 5-AJIK Ha co-
JIep>)KaHKUe MPOJIMHA M YCTOMYMBOCTh PAaCTEHUN K
OKHUCJIUTENIBHBIM MOBPEXKACHUAM CHENaH BBIBOJ O
BO3MOXXHOCTU TEPEKIIOYEHUsT MeTadoIu3Ma Tiy-
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TamMaTa C MyTH CUHTE3a XJIOpopWiia U rema Ha
MyTh CHHTE3a NpojinHA. Takue SBICHUS BaXKHBI
JUISL Pa3BUTHS YCTOMUMBOCTH PACTEHUI K OKHCIIU-
TETBHBIM HOBPEKACHUSIM.

Ponp mposmHa Kak Qaxropa, BaKHOTO AJIS
YCTOMUYMBOCTH K ACHCTBUIO CTPECCOPOB, YAAIOCH
MOJTBEPAUTH U B SKCIIEPUMEHTAX C TPAHCTEHHBIMH
pacrenusmu. Hampumep, pacteHus Tabaka, dKc-
npeccupytommme rer [ISKC Vigna aconitifolia,
HakarumBamd B 10-18 pa3 Oomble TMpojwHA IIO
CPaBHEHHMIO C KOHTPOJBHBIMH PAacCTCHUSIMH H Xa-
PAKTEpU30BATUCh BBICOKOH COJEYCTOHYMBOCTHIO
(Kishor et al., 2005). TpaHcreHHble pacTeHHs Kap-
todens, necymue ren [1SKC apabuponcuca, xa-
PaKTEpU30BANKCh TOBBIIICHHBIM  COJEPKaHUEM
IPOJIMHA U COJIEyCTOWYMBOCTBIO, TOIIA KaK Y KOH-
TPOJIBHBIX PAaCTEHUN B YCIOBHSX 3aCOJICHMs 3Ha-
YUTEIbHO Tajgana ypoxaitHocTh (Komomspxknas u
Ip., 2009). Ha pactennsax tabaka ObLIO ITOKa3aHO,
YTO OKCIpeccusi TpaHC(HOPMHPOBAHHOTO TIeHA
II5KC npuBoania K HOBBIIIEHUIO YCTOWYUBOCTH
pacTeHHi HE TOJBKO K OCMOTHYECKOMY CTpeccy,

HO W K Hu3kuM Temnepatypam (Konstantinova et
al., 2002).

3HaueHNe HaKOIJICHHs MOJIMaMUHOB B yCIIO-
BUSIX ACUCTBHSI aOMOTHYECKHUX CTPECCOPOB TAKXKE
MOATBEP)KIAaeTCd B Psijie SKCIEPUMEHTOB IO CO-
3JaHUI0 TPAHCI'€HHBIX pacTeHUU. Tak, BBEICHHUE B
TeHOM pHca TeHa aprUHHHAEKapOOKCHIIa3bl OBCa
(omHOTO W3 KIIFOUEBHIX (DEPMEHTOB CHHTE3a ITOJIH-
aMUHOB) TIPHUBOAMJIO K MOBBIIICHUIO 3aCyXOYCTON-
YUBOCTH pHCa, NPaBia, IPU 3TOM HEOIArONPHUSTHO
BJIMAJIO Ha pOCT M pa3BuTHe pacteHuil (TutoB u
np., 2003). bonee ymauyHbIM OKa3ajoch MCIOIB30-
BaHHE 3TOTO TPAHCTE€HA MOJ YIpPaBICHUEM IPOMO-
TOpa, MHAYLHPYEMOro aOCLHU30BON KHCIIOTOH: B
pe3yibTaTe CHHTE3 MOJIMAMHUHOB B TpaHC(HOpMaH-
Tax aKTUBUPOBAJICS TOJBKO MpPH JAEWCTBUU CTpeEC-
copa. D10 0o0ecnedmino MOBBIIEHHYIO YCTOHYH-
BOCTb PACTEHUH, a CHIDKEHHE OMOMAaCCHI B yCIOBU-
X JIEHCTBHUS 3aCOJICHUsI OBUIO BBIPAKEHO B MEHbB-
el CTeneHu, YeM y KOHTPOJbHBIX pacTteHuil (Tu-
TOB U Ap., 2003). OgHaKko HA OCHOBAaHUH YIIOMSIHY-
TBIX pabOT CIOXXHO OTJENUTh AHTHOKCHIAHTHOE
JIEHiCTBHE MPOJIMHA U TOJMAaMHUHOB OT JIPYTHX HX
3¢ ¢dexkToB,  OOYCIOBIMBAIONIMX  MOBHIIICHUE
YCTOMYHMBOCTH PacTEHUH K CTpECCOpaM.

3akniouenue

AHTHOKCHIAHTHBIC CHUCTEMbI, KaK U CHCTE-
Mbl reHepaiuu ADK, SBAAIOTCS CIOXHBIMU U
MHOTOKOMITOHEHTHBIMH. [Ipu 3TOM BCe Gonee mmo-
MyJIIPHON CTAaHOBHUTCS TOYKA 3PEHUS, COTIIACHO
KOTOpOW HecrenupuIeckne MEXaHU3Mbl BHOCST
3HAYUTETHHBINA BKJIA]] B pabOTy BCEil CUCTEMBI, U3-
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32 4ero CIHUCOK NOTEHIUAIBHBIX HH3KOMOJEKY-
JSIPHBIX TPOTEKTOPOB MOCTOSIHHO PaCUIUPSIETCS.
[Tpy 3TOM aKTUBHOCTH Ka)JOTO KOMIIOHEHTAa CHU-
CTEMBI 3aBUCHT OT YCJIOBHUU e¢ (DyHKIIMOHUPOBA-
Hus. bomee Toro, moboit AO B ompeneneHHBIX
YCIIOBUSX MOXET BBICTYIATh B KAYECTBE MPOOKCHU-
JIAaHTa, WHUIUUPYS OKHCIUTEIbHBIC IPOLECCHI
(3enkoB u np., 2001). Tak, uzsectHoie AO riyTa-
THOH U acKOp0aT MOTYT BBICTYIATh B POJIM UCTOY-
ankoB A®K. JleiictBue HekoTopelx AO MOXeT
WHBEPTUPOBATLCSA TPU HM3MCHCHUU HX COJCpKa-
HUSL.

B 10 xe Bpems n30siTok ADPK m HEmocTaTok
AQO npuBOAAT K OKHUCIUTEILHOMY CTpecCy, a HU3-
ObITOK BoccTaHOBIEeHHBIX (hopm AO K BoccTaHO-
BUTENBHOMY cTpeccy. OO0 OKHCINUTENEHOM CTpecce
y>K€ U3BECTHO JIOCTAaTOYHO MHOTO, B TO BpeMsI Kak
M3y4YeHHUE BOCCTAHOBHUTEIBHOIO CTpecca TOJBKO
Hayanoch, €Ie He pa3paboTaHbl METOAOJIOTHYE-
CKHME MOoAXoabl K ero wuccnenoBanuoo (Jlymak,
2010). Bonee Toro, B ¢uznonoruu U OHOXUMUH
pacTeHUN TEPMHH «BOCCTAHOBHUTEJBHBII CTPECC)»
MoKa BOOOIIE He HcIoib3yercs. B To ke Bpems
MpU BOCCTAHOBHUTEIHHOM CTpecce, Kak U TpHU
OKHCIIUTEIBHOM, HUMEET MECTO MeTabOIUYecKuit
nmucbananc. [Ipu 3ToM H30BITOK BOCCTAaHOBUTENCH
(HampuMmep,  TEePEeBOCCTAHOBJIGHHUE  DJIEKTPOH-
TPAHCTIOPTHBIX IIeTel) TaKkKe MOXKET MPUBECTH K
OKHCIIUTENbHOMY cTpeccy. Kak yxe oTMedanocs,
HanpuMmep, cBepxdkcipeccuss COJl moxer 00y-
CJIOBIMBAaTh CHUKEHHE JKCIPECCHUU TeHa OJHOTO
U3 PEryJoHOB OKUCIUTeNnbHOro crpecca (Cemuu-
mH, Jlymak, 2004). C npyroif CTOpoHbI, yMEpeH-
Hblii 130bITOKk ADK Beeryia akTUBUPYET MEXaHU3-
MBI aHTHOKCHJAHTHOM 3amuTel. UHEIMH CIOBaMH,
m3BecTHhId npuHuun Jle Illarense mpumeHuM K
OIMCAHMIO PETYJSILMU COCTOSIHUSI CHCTEM TeHepa-
uuu U obe3BpexuBanus ADPK B )KMBBIX OpTraHU3-
Max.

OpHo#t 13 mpoOieM peryiIupoBaHUsS TOMEO-
cTasza SIBJSICTCSl YCTAHOBJICHHE TPAHUI[ MEpexoaa
MEXIy JOMHHHUPOBAHHEM OKHCIUTEIBHBIX WIH
BOCCTaHOBUTENBHBIX TpoOIleccoB (3eHKOB U 1p.,
2001). Ilpu 3TOM aHTHOKCHUIAHTHBIC WJIA MPOOK-
CHIAHTHBIE CBOWMCTBA COEIMHEHHI HEOOXOIUMO
paccMaTpuBaTh BO B3aUMOCBSI3U CO CPEIOM, B KO-
TOpPOH OHU JIEHUCTBYIOT.

WuTepriperanmss  (hrU3MONOTHYECKOW  POITU
YCIIOBHBIX aHTHOKCHIAHTOB U OKCHIAHTOB YCIIOXK-
HSIETCS TEM, YTO BCE OHU MOTYT OBITH BOBJICUEHHI B
TPAHCAYKIMIO CHUTHAJIOB B KIETOYHBIA TEHOM
(Foyer, Noctor, 2009). B cBoio ouepenb, OKHCIIH-
TEJIbHO-BOCCTAHOBUTENbHBIE ITOCPEIHUKH B3aUMO-
JNEHCTBYIOT C JIPYyTUMH KOMIIOHEHTAMH CHUTHAJIb-
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HBIX CETEH, a TaKKe MOTYT NMPUHUMATH y4acCTHE B
ropmoHajabHoM curHaaudre (Jaleel et al., 2009;
Szalai et al., 2009).

HecmoTpst Ha TO, 4TO BBISICHEHHE MEXaHU3-
MOB TaKUX B3aMMOJEHCTBUU HA4YaJIOCh CpPABHU-
TETHHO HEJAaBHO, HBIHE YK€ MPEICTaBIsAeTCS MPH-
3HaHHOM TOYKa 3pEHUs, COTJIacHO KOTOpOH BOcC-
CTaHOBHUTENU (HAampUMep, TIYTaTHOH W ApYyrHe
Cyns(OTUAPUIBHBIE coenHeHwst), Hapany ¢ ADOK u
MPOYMMH CUTHAJIBHBIMHU TTOCPEIHUKAME TPHHH-
MalOT y4acTHe B Mepe/laue CTPECCOBBIX CUTHAJIOB B
reHoM (pucyHok). Kak mokazaHo Ha cxeme, cTpec-
COBOE BO3JICHCTBHE NPHUBOAWUT K YBEIUYCHHIO B
kietkax ADK, IUTO30JIbHOTO KaJbIUs U OKCHAA
azora. JlBa MOCIIeIHNX TOCPEAHNKA CIOCOOHBI WH-
nynupoBate  A®K-renepupytomnme  GpepMeHTH
(narmpumep, HAJI®H-okcunasy, a rakxe COI). B
pe3ynpTaTe CUTHaJl KalblMg M OKCHJA a30Ta Mo-
*KeT mpeobpa3oBeiBaThecsl B curHast ADK. B cBoro
ouepens curHan ADK, BeposTHO, MOXKET Iepena-
BaThCA M ycHIHBaThCs ¢ yuaactiem NO u Ca®.

N3menenune konnuecta ADPK u3MeHseT Ko-
JIMYECTBO AHTHOKCHUAAHTOB, YTO OTpPakaeTcsl Ha
GSH/GSSG-6anance, KOTOPBI BIMIET Ha COCTOS-
HHUE (HaKTOPOB PETYJSIUN TPAHCKPHUIILIUN U BbI3bI-
BaeT M3MEHEHHUsS SKCIIPECCUU TeHOoB (B T.4., obec-
MEYMBAOIIUX 3alIUTHBIC pPCaKIKWH, B 4YaCTHOCTH,
aKTHBAIIMIO AHTHOKCHJAHTHBIX CHCTeM). bamanc
GSH/GSSG yxe Ha3bIBalOT KIFOUYEBEIM B PETYIIf-
MU OKHUCIUTENbHBIX MporeccoB (Noctor et al.,
2002), vo Bpsa au mapa GSH/GSSG sBnsercs
€MHCTBEHHBIM NPeoOpa30BaTesieM OKUCIUTENIBHO-
BOCCTaHOBHUTEJIBHOTO CHUTHANa. MOXKHO I0JIarath,
4UTO ACTAJIBHBIC UCCICAOBAHUA MCXaHU3MOB y4ac-
TUSA AHTUOKCUIAHTOB B NEpPCAad€C KICTOYHBLIX CHUI-
HAJIOB M PETYJSILIMU T€HHOW 3KCIIPECCHH CYIIECT-
BEHHO TPaHC(QOPMUPYIOT NPEACTABICHHUS O MOIe-
pPKaHUH KJIETOYHOTO TOMEOCTa3a W aJanTaliu pa-
CTEHHUH K cTpeccopam.
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PLANTS ANTIOXIDATIVE SYSTEM: PARTICIPATION IN CELL SIGNALING
AND ADAPTATION TO INFLUENCE OF STRESSORS

Yu. Ye. Kolupaev, Yu. V. Karpets, O. I. Obozniy

V.V. Dokuchayev Kharkiv National Agrarian University
(Kharkiv, Ukraine)

In the review the biochemical and functional characteristic of the basic enzymatic and low-
molecular antioxidants is represented. The mechanisms of regulation of antioxidative enzymes
activity and low-molecular antioxidants content in plants cells are considered. The considerable
attention is given to the role of signal mediators in the change of antioxidative system functioning in
plants and to the functions of antioxidants, associated with the signalling in genome. Data on the
changes of antioxidative enzymes activity induced by stressors and content of low-molecular
antioxidants in plants are generalised. Also the compounds for which the antioxidative functions are

not the main are characterised.

Key words: reactive oxygen species, antioxidantive enzymes, low-molecular antioxidants, signal

mediators
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AHTHOKCHOAHTHAS CHCTEMA PACTEHHH

AHTHOKCHUJAHTHA CUCTEMA POCJ/IMH: )
YYACTD Y KNITHHHIN CUTHAJIIBAII 1 ATAIITAII
A0 A1 CTPECOPIB

10. €. Koaynaes, 10. B. Kapneus, O. 1. O603Huii

Xapxiscokuii HayionanvHul azpapruti yHieepcumem im. B.B. /loxyuacea
(Xapxis, Ykpaina)

B ormaai mana GioximiuHa i (yHKIIOHAJIbHA XapaKTEPUCTHKAa OCHOBHUX (PEPMEHTATHBHHUX 1 HHU3b-
KOMOJICKYJISIPHIX aHTHOKCHIAHTIB. PO3IIIAHYTI MeXaHi3MH PEeTyIslii akTHBHOCTI aHTHOKCHAaHTHUX
(epMeHTIB 1 BMiCTy HU3bKOMOJICKYJISIPHUX aHTHOKCHAAHTIB y KJIITHHAX POCIHH. 3HaYHA yBara IpH-
IUIAETHCSA POJi CHTHABHUX MOCEPETHHUKIB Y 3MiHI (DYHKIIIOHYBaHHS aHTHOKCHIAHTHOI CHCTEMH PO-
ciuH 1 QYHKIISIM CaMMX aHTHOKCHIAHTIB, OB'SI3aHUM 3 TIepejaueio CUTHAJIIB B TEHOM. Y 3araJlbHeHi
BIZIOMOCTI IPO 1HAYKOBaHI CTPECOpaMH 3MiHH aKTUBHOCTI aHTUOKCHJIAHTHUX (PEPMEHTIB 1 KiJIbKOCTI
HHU3BKOMOJIEKYJISIPHIX aHTHOKCHIAHTIB Y pocinH. Takox oxapakTepu3oBaHi CIIOIYKH, JUIS SIKMX aH-
THOKCUJIAHTHI QyHKIIT HE € OCHOBHIMHU.

KurouoBi cinoBa: axmusHi gpopmu KUCHIO, GHMUOKCUOAHMHI (DePMEHMU, HUZbKOMOLEKVIAPHI AHMU-
OKCUOAHMU, CUSHANbHI HOCEPEOHUKU
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