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PaccmotpeHo ydacTne HeepMEHTATHBHBIX aHTUOKCHIAHTOB (aCKOPOMHOBOW KHCIIOTHI, IITyTaTHOHA,
TOKO(EpOJIOB, KAPOTUHOUJIOB, (PJIABOHOMJOB M NPOJHMHA) B CUCTEME aHTHOKCHIAHTHOH 3alllUThl U
aJanTaluy PacTeHUN K JeHCTBUIO cTpecc-(hakTopoB. Oco0oe BHUMAHUE YIeNeHO (YHKIIMOHATHHOMY
B3aMMOJICHICTBHIO HHU3KOMOJICKYISIPHBIX aHTHOKCHAAHTOB MEXOYy co00i M ¢ (hepMEeHTAaTHBHBIMU
aHTHOKCHIaHTaMu. KopoTko ommcaHsl (YHKIMA aHTHOKCHIAHTOB, HE CBS3aHHBIE C TIPSIMBIM

00e3BpeXKNBaHNEM aKTHBHBIX (HOPM KHCIOPOA.

KiroueBble cjioBa: HesHzumamuueckue aHmuOKcudaHmbz, acxop6uH03aﬂ Kucioma, 21ymamuoH,

moxogepor,

KapomuHouowl,

¢nasonoudsl, nponuH, axmugHvie hopmol

KUCiopooa, aoanmayus pacmenutl

Okojno 2,7 MIpA. JNET Ha3al B CBSI3U C
sBONIONIMEN (DOTOCHMHTE3a MHAaHOOAKTEPH B 3€M-
HOU aTMocdepe MOsSBUIOCH 3HAYUTENILHOE KOJINIe-
crBo kucinopozaa (Halliwell, 2006). C tex nop 06-
pasoBaHHE M NpEeBpalleHUe aKTHUBHBIX (PopM KHc-
noponia (ADK) cramo HeoTheMIIEMON COCTaBIISIO-
nield adpoOHoi ku3HK. Hanmune B MoneKkyJse Kuc-
JIOpoJia JIBYX HECTApEHHBIX JJIEKTPOHOB CyIIle-
CTBEHHO OTPAaHMYMBACT €r0 PEaKIHOHHYIO CIIO-
cobHOCTh. OIHAKO B JKMBBIX OpraHM3Max B IIPO-
1ecce SBOJIONUHU C(HOPMUPOBAINUCH CIICIHAIN3HU-
poBaHHbIE ()epMEHTATHBHBIE CUCTEMBI BOCCTAHOB-
JICHHST MOJIEKYJISIPHOTO KHCJIOpOJia IOCPEICTBOM
MepeHoca Ha HEero OJHOro, JIBYX WM TPeX 3JeK-
TPOHOB — OKcHJa3bl. Peakuuy ¢ yuacTiuem okcujas
SBJISIFOTCS OHUM U3 OCHOBHBIX MCTOYHHKOB 00pa-
3oBaHust ADK (Ilyrunmmaa u gp., 2008). ADK
TakXke 00pa3yloTCs B Ka4ecTBe MOOOYHBIX MPOIYK-
TOB Pa3IUYHBIX META0OJIMYECKHX ITyTEH, JOKAIH-
30BaHHBIX BO MHOTUX KJIETOUHBIX KOMIIAPTMEHTAX,
MIpeXKe BCEro B XJIOPOIIACTAaX, MUTOXOHAPHUAX U
nepokcucomax (Gill, Tuteja, 2010). OgHoBpemeH-
HO ¢ cuctemamy, reHepupytommmu ADK, B xone
OMOXMMHYECKON 3BONIOIHHN MOSBUIINCH U CHCTEMBI
WX YTUIM3UPYIOIIAE, Ha3BaHHbIE aHTHOKCHIAHT-
HeIMU. bamanc oOpaszoBanus u yrunuzanuu ADPK

Aopec ons xoppecnonoenyuu: Komynaes HOpuit EBrennesuy,
XapbKOBCKUI HAllMOHAIBHBIN arpapHbIi YHUBEPCUTET HM.
B.B. JlokyuaeBa, m/o «Kommynwuct-1», Xapbko, 62483,
VYkpauHa;

e-mail: yukolupaev@mail.ru

JKECTKO PEryJIUupyeTcss OOJBIION CEThI0 T'CHOB
(Pucciariello et al., 2012).

B nacrosmee Bpemss ADOK paccmaTtpuBaroT-
Csl KaK MMHHUMYM B JBYX KadecTBax — KaK KIKOde-
BbI€ PETYJIATOPHI (KOMIIOHEHTHI CHUTHANBHBIX CH-
CTEM) U TOKCHYHBIE MOOOYHBIE TPOYKTHI METa0O-
mmsma (Gill, Tuteja, 2010; Komymaes, Kaprerr,
2014). Hapymenue 6ananca Mexay oOpa3oBaHHEM
n obe3BpexuBanneM A®dK Be3BIBaeT OKHCITH-
TEeJbHBIC MOBPEXKICHUSI OMOMAKPOMOJIEKYT U Kile-
TOYHBIX CTPYKTYyp. Peakuuu pacTteHudl Ha nei-
CTBHE CTPECCOPOB CONMPOBOXKAAIOTCS KAK YCUIICHHU-
eM obOpasoBanust ADK, Tak u akTuBaIUeil aHTHOK-
CHUAAHTHBIX cucTeM. llpenmomnaraercs, 4To B3au-
MozeicTeue AD®K m anTHOKCHIAHTOB (AQ) ABIS-
€TCsl BAYKHOM COCTaBJIAIONIEN CUTHAJIMHTA, PETYJIu-
PYIOIIETO SKCIPECCUI0 TEHOB H 00ECTIeUNBAIOIIETO
amantuBHyro TuOkocts opranmsma (Gill, Tuteja,
2010).

AO B XMBBIX OpPraHM3Max IpeACTaBIECHbI
OOIIMPHON TpYNIOW XUMHYECKH pPa3HOPOIHBIX
BEIIECTB, KOTOPBIE 3aJePKUBAIOT MJIM MHTHOUPY-
10T OKHCIJIEHHE CyOCTpaToB, IPUCYTCTBYS B CHCTe-
Me B 3HAYMUTENIHO 00Jiee HU3KHUX KOHLEHTPALUSIX
Mo cpaBHEHMIO ¢ 3TUMH cybctparamu (Gutteride,
1995). Ha puc. 1 mpencrasnensl kmouesie AO
pacrenuii, ooesspexuBaronie ADPK, odpasyromu-
€Csl U3 MOJIEKYJISIPHOTO KUCIIOPOAA.
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Puc. 1. Ob6pa3zoBanne AD®K B pacTurteqbHOM
KJIeTKe U UX o0e3BpexxkuBanue ¢ nomomsbio AQ.

Kak u3BecTHO, MO KaTaIUTUYCCKOW aKTHB-
Hocth AO pensitcst Ha GepMeHTaTUBHBIE U Hedep-
MeHTatuBHbIE. DepmeHTaTHBHBIE AO XapakTepH-
3YIOTCSL BBICOKOW CHEIM(DUYHOCTBIO JICHUCTBUS,
HAIpPAaBJICHHOTO TIPOTHB OMNPEACICHHONH (GOpMbI
aKTUBHOTO KHCIOPOAA, CHEIU(PUIHOCTHIO KIETOY-
HOW JIOKaJIH3allii ¥ WCIOJIb30BaHHEM B KadeCTBE
KaTajau3aTopoB MPEUMYIIECTBEHHO METAUIOB C
nepeMeHHoi BaieHTHOCTRIO (Fe, Mn, Cu) (IIpane-
noBa 1 nip., 2011). OCHOBHBIMH aHTHOKCHIAHTHEI-
MU (epMEHTAMH SABJISIOTCS CYyNEPOKCHIIUCMYyTa3a
(CO), xaramasza, nepokcuziasbl, (EPMEHTHI ac-
KOpOaT-TIIyTaTHOHOBOTO ~ IMKJIA,  HEKOTOPbIE
tpaucdepassr (Gill, Tuteja, 2010; Komymaes u ap.,
2011; Ilpagenosa u mp., 2011).

I'pynma nedepmentatuBHbIX AQO 3HaYH-
TenpbHO mHpe. K HUM OTHOCATCS acKOpOMHOBas
KHCJIOTa, BOCCTAHOBJIEHHBIA TJyTaTHOH, KapoOTH-
HOM/IbI, TOKOGEPOIIbl, (DJIABOHOMbI, MPOJIHH, Ca-
Xapa U MHOTHE APYTUE HPUPOIHBIE COCTUHEHWS.
OcobenHoctsiMu  HehepMeHTaTUBHBIX AQO  ABIS-
I0TCS MX XMMHYECKasi pa3HOPOJHOCTh, OTCYTCTBUE
CTpOroi cnenu(UUHOCTH ICHCTBHS 1O OTHOIIIE-
HUIO K KOHKpeTHBIM A®K, crocoOHOCTh HeWTpa-
mu3oBath ¢ APK kak camMOCTOATENbHO, TaKk M B
(epMEHTATUBHBIX peakiusx. BaxkHoW QyHKIMen
HU3KOMOIEKYIApHBIX AO sBisieTcs: 00e3BpeKrBa-
HHE TaKWX aKTHBHBIX paaukanoB kak HO™ RO’

ROO’ u np. (puc. 1), wist 3MUMUAHAIIMH KOTOPBIX HE
CYLIECTBYET CIICLHAIN3UPOBAaHHBIX (EPMEHTOB,
nmonobueix COJl wimm karamaze. Hapsimy ¢ atum
MHorue HedepmeHnTrBHble AO MOMUMO COOCTBEH-
HO AHTUOKCHJIAHTHOW MOIYT BBINOJHSTH U PSA
Ipyrux  (GYHKIOUH: OCMOpPETYJSTOPHYIO, MEM-
OpaHOMPOTEKTOPHYIO, IIAaNepoHHyI0. B cBoro oue-
pelnb THIWYHBIE OCMOJHMTHI MOTYT BBIMOJHSTH M
AQHTHOKCHUJIAHTHBIE (YHKLHUH, & TaKKE OKa3bIBaTh
KOCBEHHOE AHTHOKCHAAHTHOE NEHCTBHUE, MOAIEp-
JKUBasi CTPYKTYpY aHTHOKCHIAHTHBIX (EpMEHTOB
(Komymaes u np., 2011; 2014). Hakonern, ans He-
KOTOPBIX HHU3KOMOJIEKYJISIPDHBIX COEAMHEHWH, 00-
JaNaloluX aHTUOKCUAAHTHBIMH CBONCTBaMH, Xa-
PaKTepHO yyacTHe B KJIIETOYHOM CHTHAJIMHTE U pe-
TYJISIIMU SKCIPECCHH T'€HOB, B T.4. KOHTPOJIUPYIO-
MMX aHTHOKCHaaHTHhIe cuctembl (Hossain et al.,
2014). IlomudpyHKIMOHAILHOCTh HH3KOMOJEKY-
nsipHBIX AO, UX CITOKHOE (KaK CHHEPTHIeCcKoe, TaK
W aHTarOHHCTHUYECKOE) B3amMOeicTBHE C dep-
MeHTaTUBHBIMU AQO 3aTpyIHSIOT NOHHMaHUE pa-
0OTBI aHTUOKCUAAHTHON CUCTEMBI B LIEJIOM.

3agayell  HacrosIlero o0030pa  SBUIIOCH
0000111eHIIe COBPEMEHHBIX CBEJICHUI O POIM HU3-
KOMOJIEKYISIpHBIX (HesH3nMTHIecknx) AO B 6a30-
BOM M MHAYLUUPOBAHHOM YCTONYMBOCTH PaCTCHUM
K JEHCTBUIO CTPECCOPOB, MX ()YHKIHOHAIbHOM
B3anMoAecTBrHN ¢ (epmeHTaTHBHBIMU AO U yda-
CTHH B KJICTOYHOM CHUI'HAJIMHTC.

Ackopounoeasn kucioma

VY pacteHuii ackopOat SBISIETCS CaMbIM pac-
MPOCTPAHEHHBIM HHU3KOMOJIEKYJSIpHBIM  AO u
KOMITOHEHTOM peokc-0ydepnoii cuctemsl (Chen,
Daniel, 2005). B xoje 3BOJIOIUHA PaCTUTEIHLHOTO
MHUpa MIPOUCXOAMIIO MTOCTETIEHHOE yYBEIMYCHUE CO-
JIep)KaHUsT aCKOPOMHOBOW KUCIOTHI. Tak, y Iua-
HOOAKTEpHii OHO COCTaBJISIET HUYTOXKHOE KOJIUYe-
CTBO, y MX0B ¥ neueHounnkos — 0,1-0,5 , y Bogo-
pocneit — oxomo 0,5, a y BBICHIIMX pacTeHHH
(Arabidopsis thaliana) — 5 mxmounb/T cbiporo Be-
mectBa (Kaur, Nayyar, 2014). Ackop0bar nokanu-
3yeTcss B LUTOIUIa3Me, XJIOPOILIacTaX, MHTOXOH-
npusix, nepokcucomax wu anorutacte (Noctor,
Foyer, 1998; Asada, 1999). B xmopommacTtax
Haxoautcs 30-40% oOmiero ackopbarta, €ero KOH-
[EHTpanusi B CTpOME cocTaBisieT okoso 50 MM
(Foyer, Noctor, 2005). B anomnacte ackopOart siB-
JsieTCsl €MHCTBEHHBIM penokc-Oydepom (Foyer,
Noctor, 2009).

AckopOuHOBasg KuciioTa o0jagaeT crocoo-
HOCTBIO B3aHMOIIeI>'ICTBOBaTB C paavKaJlIbHbIMU
A®K, CHHTIETHBIM KHCIOPOJIOM U TEPOKCHIOM
Bozopoaa. Koncranra B3aumozeicTBus ackopbaTa
¢ O, cocrasmsier 2,7-10°, a ¢ HO - 7,2-10° M ¢t
(Ilytununa u ap., 2008). OTpeIB OAHOTO 3JEKTPO-
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Ha OT aCKOPOMHOBOW KHCJIOTHI MPUBOIUT K 0Opa-
30BaHHUIO CeMUACTHApoackopbara (pammkair ac-
Kop0OaTa), KOTOPHIM MpH JATBHEHIIIEM OKHCICHHH
MIPH OTPBIBE BTOPOTO 3JICKTPOHA MEPEXOIUT B Jic-
THApoackopoar.

[Ipoumecc B3auMoOAEUCTBHA acKOpOMHOBOM
KUCIOTHI ¢ ADK MOXHO 0TOOPa3UTh CXeMaMH:

HO-Ack-OH + O, + H" — HO-Ack-O" + H;05;
HO-Ack-O" + O, + H" — O=Ack=0 + H,0;;
HO-Ack-OH + HO" — HO-Ack-O" + H,0;
HO-Ack-O" + HO' — O=Ackx=0 + H,0,

rae HO-Ack-OH — muruapoackopOMHOBAsS KUCIIO-
ta, HO-Ack-O° —  cemuzmeruapoackopoar,
O=Ack=0 — neruapoackopoar.

3amuTHBIN 3 PEeKT ackOpOMHOBOI KHCIOTHI
OCHOBAaH Ha TOM, YTO 00pa3yoIuecs Mpu ee OKuc-
JCHUH TPOMEXKYTOYHbIE PaJUKaIbl M MOJIEKYIIBI
XMMHYECKH MEHee aKTHBHBI 10 CPaBHEHHIO C pa-
nukagamu ADK (Ilytununa u ap., 2008). Boccra-
HOBJIeHHas1 (hopMa ackopOara crocoOHa HE TOJIBKO
HEIMOCPEICTBEHHO B3auMozeiicTBoBaTh ¢ ADK, HO
1 y4aCTBOBAaTb B BOCCTAHOBJICHUH APYTUX HHU3KO-
MOJIEKYJISIPHBIX aHTHOKCHUAAHTOB (0-Toko(depoa,
TIyTaTnoHa) B ()epMEHTAaTHBHBIX M He(epMeHTa-
tuBHbIX peakiwsx (Gill, Tuteja, 2010).

CuHTe3 acKOpOWHOBOM KHCIOTH Y PACTEHUM
cBA3aH c mpeBpameHusmMu L-ramaktos3sl (Foyer,
Noctor, 2009). KmtoueBasi 0cOOEHHOCTH CHHTE3a
ackopOaTa y pacTeHUI — JIOKaNIMU3aLusl ITOCIIETHETO
¢depmeHTa ero oOpa3oBaHWs (IErHIPOTreHa3bl ra-
JIAKTOHOJIAKTOHA) B MUTOXOHJPHUAX. DTOT 3H3UM
CBSI3aH C MUTOXOHIPHAJIBbHBIM KOMIUIEKCOM | H
¢ysakronansHo ¢ komrniekcamu I u IV (Millar
et al., 2003). Takum oOpa3om, cuHTE3 ackopbaTa y
pacTeHUN 3aBUCUT OT AaKTUBHOCTH JIbIXATEJIbHOMU
aneKkTpoH-TpaHcnopTHoi 1enu (Millar et al.,
2003).

B nurepaType HakomieH AOBOJIBHO 0O0JIb-
o o0beM OKCIICPUMECHTAJIbHBIX JaHHBIX, CBUC-
TEIBCTBYIOUINX O POJIM ACKOPOMHOBOM KHCIOTHI B
3alUTE PACTUTENBHBIX KIETOK OT OKUCIUTENIBHBIX
MOBPEXKICHUH NPU IEHCTBUH CTPECCOPOB.

Tak, MOKa3aHO, YTO Yy 3aCyXOYCTOMYMBBIX
COPTOB TIICHUIBl OKHCIHUTEILHBIC TTOBPEKICHUS
NPy 3acyXe MPOSBISUTUCH B MEHBIICH CTETeHH,
YeM y HEyCTOWYMBBIX, IIPH 3TOM OHM OTIMYAIIUCDH
MOBBIICHHBIM COJIEPKAHUEM aCKOpPOMHOBOW KHC-
JIOTHI M YCHJICHHOW MHAYKIMEH QepMEHTOB acKop-
Oar-rmyrarnoHoBoro nukia (Lascano et al., 2001).
VY 3acyX0yCTOHYMBBIX COPTOB HyTa TaKKe OTMeua-
JIOCH OOJIBIIIee COEP)KaHne aCKOPOMHOBOM KHCIIO-
ToI (I'yHec u gp., 2008). [loBbIIeHHOE KOIHYECTBO
ACKOPOWHOBOM KHCIIOTHI BBISIBIIEHO M Y XOJOAO-
ycroiumBeIX TeHoTunoB Hyta (Kumar et al., 2011).

PesucrenTHBIE K XOJI0Ty T€HOTHUIIBI PUCA U SIIMEHS
OTIINYATINCH 00JIee BRICOKUM COMIEPIKaHUEM acKOp-
OMHOBOW KHCIIOTHI 110 CPaBHEHUIO C TyBCTBUTEIb-
weivu (Huang, Guo, 2005; Dai et al., 2009). Ilpu
3TOM OJIHAKO B yKa3aHHBIX HCTOYHUKAX COOOIIA-
ercss u 0 OoJiee BBICOKMX TOKa3aTensix (DyHKIHO-
HUPOBAHUS JAPYTUX MPOTEKTOPHBIX CUCTEM Y JaH-
HBIX T€HOTHUNOB (TOBBINICHHOM COJEP)KaHUHU TPO-
JUHA, BBICOKON aKTHBHOCTH aHTHOKCHIAHTHBIX
(hepMEHTOB W TIp.), YTO HE TO3BOJIIET YETKO OIIe-
HUTh BKJAJ aCKOpPOWHOBOH KHUCJIOTHI B 3alUTY
pacTeHUH OT TOCIEACTBUN IEeWCTBHS a0HOTHUC-
CKHX CTPECCOPOB.

[IpruMeHeHHEe 3K30I€HHOTO IIPEIIECTBEH-
HUKa acKOpOWHOBOW KHCIOTHI L-ramaktonHo-1,4-
JIAKTOHA YBEIWYHMBAJIO MyJ acKOPOMHOBOW KHCIIO-
THl Y PAaCTEHHH MIICHUIIBI U MTOBBIILIANO €€ 3aCyXO0-
ycroitunBocTh (Kaur, Nayyar, 2014). [lox BnusHu-
€M acKOpOMHOBOW KHCJIOTHI Y MIICHUIIBI B YCIOBU-
X 3aCyXH YBEIMYMBAIACh WHTEHCHUBHOCTH TpaHC-
nmupanuu (Malik, Ashraf, 2012). Yuactue ackop-
OMHOBO KUCIIOTHI B PETYISILUN COCTOSIHUSL YCTHHII
MOKa3aHO M MOJEKYISIPHO-TEHETUYECKUMH METO-
naMu. Tak, pacTeHUs C MOBBILIEHHOH AKCIIpeccueit
JEeTUAPOACKOpOaTpeAyKTa3bl OTINYAINCH ITOHHU-
JKEHHBIM COJIEpKaHHUEM IIEPOKCHIa BOIOpOJa B
3aMBIKAIOLINX KJIETKaX M OOJBIIUM IMPOLIEHTOM
otkpbIThix yerhril (Chen, Gallie, 2004). 13BecTHO,
yro ABK-uHaymupoBaHHOE 3aKphITHE YCTBUIL
MPOUCXOJNUT MPH TTOCPETHUYECTBE TIEPOKCHIA BO-
JI0pPOJia KaK CUTHAIbHOW MOJIEKYJIBI, @ KOJMYECTBO
MOCJIETHETO 3aBHCUT OT ITyJia acCKOPOMHOBOW KHC-
notel (Pastori, Foyer, 2002). IIpu 3TOM moBbIle-
HHUE COJep)KaHUsI aCKOPOWHOBOM KHUCIIOTBHI yCHIIU-
BACT YCTHbUYHYIO IPOBOAMMOCTE U TPAHCIIUPALHIO.
Kpome Toro, ackopOWHOBasi KHCJIOTa HEMOCpe.-
CTBEHHO M KaK CyOCTpaT acKopOaTHepOKCHIa3bl
3amuiaeT GOTOCHHTETHUECKHH anmapar oT OKHC-
auTenbHbIX noBpexaeHuit (Kaur, Nayyar, 2014).

[lon BiMsHMEM SK30T€HHOW aCKOPOWHOBOW
KHCJIOTHI TIOBBIIIATACh YCTOWYHBOCTH MIPOPOCTKOB
cou k Hukeno (Caunu-Cap u ap., 2007). ITpu stom
B PacTeHHUAX, 0OpabOTaHHBIX ACKOPOMHOBOM KHC-
JIOTOH, OTMEYaloCh HE TONBKO CHMKEHHE COJNep-
KaHWS MPOAYKTA MEPOKCHIHOTO OKUCIIEHUS JIUIIH-
noB (ITOJI) manoHOBOTO AMajbIeruia, COXpaHe-
HUE OJIM3KOr0 K KOHTPOJILHOMY COJEpaHus XJIO-
podumia, HO ¥ TOBBINICHHE aKTHBHOCTH aHTHOK-
CHU/IaHTHBIX ()epMEHTOB (HE TOJBKO 3aBUCHMOM OT
acKOpOWHOBOM KHCIIOTHI acKOpOaTHepOKCHUAA3hI,
HO M KaTaja3bl W TBASKOJMEPOKCHAA3bI). Takum
00pa3oM, He HCKIIOYEHO, YTO aCKOPOMHOBAs KHC-
JI0Ta MPSIMO MJIM KOCBEHHO 3aIlMIajlia U KOMIIO-
HEHTBI CaMOM aHTHOKCHIAHTHON CHUCTEMBI. Psn
JIPYTHX TPUMEPOB, CBHUIETEIHCTBYIOMINX O POJIU
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aCKOp6I/IHOB0ﬁ KHCJIOTBI B YCTOﬁqHBOCTH pacTte-
HAW K TOKEIBIM MeTauiaM, MpHUBEACH B 0030pe
Kaur, Nayyar (2014).

I'nymamuon

I'myratmon (y-I'my-Lluc-I'mn) mpencraBmser
co00i1 oMM YHKIMOHATBHBIA TPHENTHI, TPUCYT-
CTBYIOIIMI B 3HAYMTEIBHBIX KOJMYECTBAX B Opra-
HU3ME PaCTCHUH W JKUBOTHBIX. Ero aHTHOKCHUIAHT-
HBIE CBOWCTBA OTPEIEIAIOTCS KaK HEMOCPE/ICTBEH-
HeIM B3amMogieiicTBreM ¢ ADK u 0OMeHHBIME peak-
[USIMA C COCAMHCHUSIMH C JUCYJIbMOUIHBIMEA CBSI35I-
MH, Tak ¥ (HYHKIMOHHPOBaHWEM psifa (epMEHTOB
TIIyTAaTHOHOBOTO IIMKJIA, OCHOBHBIE M3 KOTOPBIX TITY-
TaTUOHNICPOKCH/Ia3a M TIYTaTHOH-S-TpaHc(hepasa.
[ToMmuMO  HENOCPENCTBEHHOM  AHTMOKCHIAHTHOU
(YHKIMHY TITyTaTHOH BBIMTOJHSET CUTHANBHBIE (DyHK-
M, YYacTBYET B PETyJAlMH PEIOKC TOMeocTasa
wietku (Szalai et al., 2009), B neTokcukaum KCEHO-
OMOTHKOB, CBS3BIBAHUH TSDKENBIX MeTawioB (Tausz
et al., 2004; Han et al 2013b).

[IpsiMoe aHTMOKCHUAAHTHOE ACUCTBHE IITyTa-
toHa (GSH) cBsi3aHo ¢ ero crnocoOHOCTBIO Tepe-
XBaThIBATh PAJAUKANIBI ¢ 00pazoBanreM GS-paaukana
U TIOCTEQyIOMIeH nuMepH3aiiel B IUCYIBOUIT
(oxucnennyo popmy — GSSG):

GSH + HO" — H,O + GSe

2GS’ — GSSG.

INomumo HesH3uMarnueckux peakimii ¢ AOK
IIIyTaTHOH TakXke O00e3BpEeKMBAET MEPOKCHA BOIO-
poza M OpraHMyuecKue MEPOKCHIbI C YYacTHEM TIIy-
taTroHmepokcuaassl (KO 1.11.1.9):

2GSH + H,0, — GSSG + 2H;0;
2GSH + ROOH — GSSG + H,O + ROH.

B Hacrosmee Bpemsi paccMaTpHBacTCsl J1Ba
MyTH Y4YacTUs TIIyTaTHOHA B IpOLECCE JETOKCHKA-
LI NIEPOKCHIA BOIopoia B xiloporuiactax (I'purko,
CpmikoB, 2012). B mepom cimygae GSH Boccra-
HaBIIMBAET MEPOKCUJ BOJOPOAA B PEaKIUM, KaTalu-
3UPYEMOM TJIyTaTUOHIIEPOKCUIa30i. BTopoil myTh
BoccraHosieHust H,O, cBsi3aH ¢ OKUCIIEHUEM acKop-
OMHOBOM KHCJIOTHI 10 AETMApoackopbaTa moj new-
cTBUEM ackopOarnepokcuaassl. OOpa3oBaBIIMIHCS
JeTUIpoackopOaT MOXKET BOCCTAaHABIMBATHCS 10 ac-
KOPOMHOBOM KHCIOTHI 3a cyeT okucienust GSH ne-
(epMEeHTaTUBHBIM ITyTeM JIHOO C y4acTUEM Jerui-
poackopOaTpeayKTa3bl WM TITyTaTHOHJIETHAPOreHa-
3Bl

CuHTe3 TIIyTaTHOHA Yy BBICIIMX PACTEHUH
MPOUCXOTUT TP TMOCICIOBATCIHHOM JICHCTBUM Y-
Ty TAMHJIIUCTCHHCHHTETa3bl U TITyTATHOHCHHTETA-
3b1 (Noctor et al., 2012). HavanbHblit 3Tan cuxTe3a
3akmodaeTcss B ATdD-3aBUCUMOM O0pa30OBaHUU JIH-
MENTHAA Y-TITyTaMIIIUCTEHHA M3 TIIyTAMHHA U 11~

CTCHMHA C YYAaCTHCM 7Y-TIIYTaMUWIINHUCTCUHCUHTCTA3hI
(KD 6.3.2.2):

Iy + LHuc + AT® — y-I'my-Luc + AIID + On.

Ha BTOpom sTame raumimH moj JeiCTBHEM
rimytatnoHcuHTeTasbl (KO 6.3.2.3) mpucoenmaseTcs
K C-TepMHHAIFHOMY YYacTKy Y-TJIyTaMHJIIINCTEHHA
¢ oOpaszoBanueM riryratioHa. J[ims 3Toil peakimu
TaKKe HEOOXOAUM THAPOJIN3 MAKPOIPTUUECKOH CBSI-
3u ATO:

v-I'my-Huc + I'mu + AT® — GSH + AJI® + O,

OO11asi KOHIICHTpALUs TIyTaTHOHAa B pacTe-
HusX BapeHpyeT B mpedenax 0,1-10 mM (Wonish,
Schaur, 2001). OcHoBHo# My TiyTatHoHa U dep-
MEHTOB €r0 CHHTE3a COCPEAOTOUCH B XJIOPOILIACTAX,
takxe GSH MOXXeT CHHTE3UPOBATHCS B IIUTOILIA3ME.

3aperucTprupoBaHbl M3MEHEHHs CO/EpXKaHUs
TITyTaTHOHA ¥ COOTHOLIEHUS] MEXIY €0 BOCCTAHOB-
JICHHOH W OKHWCIeHHOW (hopMaMHl TIpH JIEHCTBHA
cTpecc-(hakTOpoB pa3uuHOM mpupokl. Ero komuue-
CTBO B PACTEHHUSIX CWJIBHO 3aBHUCUT OT MpPOJOJIKH-
TENPHOCTU JEUCTBUS CTPECCOPOB M WX TPHPOJBL
Tak, mpy yMEpEeHHOM JEMCTBUM 3aCyXU HAa PACTECHUI
SPOBOI MILICHUIIBI OBLIO BBISBJICHO CHIDKEHHE 001IIe-
IO ¥ BOCCTaHOBJIEHHOI'O TTyTaTHOHA, TIPH 3TOM, Of-
Hako, otHomenne GSH/GSSG yBemmumBamoch
(Chen et al., 2004). Taxxe aBTOpaMH MMOKA3aHO MO-
BBIIIICHUE B OTBET HA 3aCyXy COIECp)KaHWS IpELe-
CTBEHHMKOB TJTyTaTHOHA — [IUCTEUHA U TITyTAMUJILHU-
CTEMHa, a TaKKe aKTHMBHOCTH (DEpMEHTOB TIiIyTa-
MWIIUCTENHCUHTETA3bl, TJIyTaTHOHCHHTETa3bl, U
IyTaTHOHpeayKTa3el, mpeobpasyromein GSSG B
GSH.

B pabore Wang et al. (2012) ycraHoBneHoO,
4yro y OoJiee 3aCyXOyCTOWYMBBIX T€HOTUIIOB pHCA
cHmwkenue coneprkanus GSH mpu 3acyxe ObuU1o Me-
HEe 3aMETHBIM, YeM Y HEYCTONYMBBIX. BhIsSBIICHA U
TIOJIOXKHTENBHAS CBSI3b MEXK/Y TEIIIOYCTOUYHBOCTRIO
COPTOB TIICHHIIBI ¥ COJICPIKAHUEM BOCCTAHOBIICHHO-
ro riryrationa (Sairam et al., 2000; Dash, Mohanty,
2002).

HccnenoBanusi yyacTusi TIyTaTHOHA B XOJIO-
JIOBOH ajanTanuy OHMOPHEPreTHYECKOr0 PACTEHUS
Jatropha curcas mnokasasm, 4To B YCJIOBHUSIX 3aKayu-
Banus (pu 12°C) mpOMCXOMUIO yBEITHYEHUE CO-
nepxanuss GSH, a npu mocnemyromeMm IeicTBUU
ctpeccoBoii Temnepatrypsl (1°C) y 3aKkajgeHHBIX pac-
TEHUI coJiep)KaHue TIyTaTHOHA ObLIO 3HAYUTEIILHO
BBIIIIE, YeM Y He3akaleHHbIX (Ao et al., 2013). IToka-
3aHa TaK)Ke BayKHAs POJIb IIIyTaTHOHA U ()epMEHTOB,
KaTAIM3UPYIOIMX €r0 CHHTE3 W TPEBpAIleHUs, y
pasHBIX BHIOB pAaCTEHHH IIpU COJIEBOM CTpecce
(Waskiewicz et al., 2014).

Bo mMHOTHX paboTax mccienoBaHO 3HAUYECHUE
[JIyTaTHOHA B aJanTallid PAacTeHUW K JEUCTBUIO
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TSOKETIBIX MeTaJuloB. Tak, Ha pacTeHHsX apadu-
JIOTICHCA TTOKA3aHO, YTO MOHBI KaJMHUS MHIYLHPO-
Bayy moBbimeHue ypoBHs MPHK renoB ¢epmen-
TOB, YYaCTBYIOIMX B CHHTE3€ TIIyTaTHOHA, M T€Ha
¢duroxenaruacuaTasel (Semane et al., 2007). IIpu
3TOM OJHAKO PErHCTPHPOBAIOCH 3HAYUTEIHHOE
CHIDKEHHE COJIep)KaHUsI BOCCTaHOBJICHHOTO TIIyTa-
THOHA ¥ OJTHOBPEMEHHOE YBEJIMUCHHUE COJCPIKaHMsI
¢uroxenatnHOB. B HacToOsIIEe BpeMs HE BBHI3BIBA-
€T COMHEHHMS, YTO IPH ACHCTBUH TSDKEIBIX MeTall-
JIOB TIyTaTHOH YYacTBYeT HE TOJBKO B 3aIIUTE
PACTEHHUI OT OKUCIUTEIHFHOTO CTpecca, HO U B CBSI-
3bIBAHNHM HMOHOB TSDKENBIX METAJUIOB KaK HCXO[-
HBIH MaTepwai Ajsl cuHTe3a ¢uroxenaTuHoB. O0-
pasoBaHUE MOCIEAHUX HHAYLHUPYETCS NeHCcTBHEM
Ha PAaCTCHUs] NOHOB KaJMUA, IIMHKA, MEIH, PTYTH,
CBHHIIA, CYPbMBbI M APYTUX TAKEIBIX MCETAJIOB
(I'pumuko, Ceiuikos, 2012). Eme B 1989 roay 0bI-
70 TIOKa3aHO, YTO CHHTE3 (PUTOXEIATHHOB MPOWC-
XOAUT MyTeM YJUTMHEHHS TENTHIHOW IEeTH TIyTa-
THOHA, KOTOPOE KaTalM3UpYyeTcsl crnennupuaecKkum
SH3UMOM Y-TITy TAMAIIUCTEHHAUTICTITHITPAHC-
nenTunazoil  (puroxenmaruHcuHTeTazol, KO
2.3.2.15) (Grill et al., 1989). [To3aHee ObuLTH TOITY-
YeHbl TCHETUYECKUE JI0KAa3aTeNbCTBA CYIIECTBOBA-
HUS 3TOTO pepMeHTa.

OTHENnbHOTO  PAacCMOTPEHHS  3aCIy’KHBAeT
BOIIPOC O POJIH TIIyTATHOHA B KIETOYHOM PEIOKC-
CHTHAJIMHTE. YBEIMYEHHE B KJIETKAX COJEPKAHHS
MEPOKCHIa BOJOPOJa MPUBOAUT K HAKOIICHHIO
OKHCJIEHHOTO TJIyTATHOHA M U MOBBIIICHHIO OKCH-
JINTETbHO-BOCCTAHOBUTEILHOTO TIOTEHIIMANA B CH-
CTEME, YTO CIIYXHUT CHTHAJIOM, CIIOCOOCTBYIOIIUM
cuntesy riyratrona de novo (Noctor et al., 2012).
Moubukanuss — TIIyTATHOHOM  OKHCIIHUTEIBHO-
BOCCTaHOBUTEJILHOTO TIOTEHIMANA KJICTKH OCY-
IIECTBIISIETCS TIOCPEACTBOM S-TITyTaTHOHUPOBAHHUS
OCJIKOB WITH ITyTEM OKUCIICHHUS THOPEIOKCHHOB.

I'myTtaTHOH  Kak  y4YacTHHK  pEIOKC-
CUTHAJIMHTA 3aJIeHICTBOBAH B TPAHCAYKIMU B T'CHE-
TUYECKUH amnmapar pacTUTENbHBIX KJIETOK CHTHala
canmunuiioBoi kuciotsl (Han et al., 2013a). Vcra-
HOBJICHO, YTO y pacTeHHMH apabuaorncuca AUKOTO
TUNA TIOJ| JCWCTBHEM 53K30T€HHOIO TIJIyTaTHOHA
ycunmBaiachk skcnpeccus rena PR1. Dx3orennas
CAMIIMIIOBAsT KUCIIOTA HH/YIIMPOBaia IKCIPECCHIO
reHa PR1 y pactenuii apabujoncuca TUKOTO THIIA,
B TO BpeMs KaK y MyTaHTOB Cad2, me(HIMTHEBIX 11O
TIIyTATHOHY, 3TOT 3G (GEKT MPOABNISICS OYCHB Clia-
0o0.

['myraTnoH, mNO-BUAMMOMY, TaKXe 3ajeii-
CTBOBAaH B TPAHCIYKIHWW CUTHAJIOB >KACMOHOBOM
KUCIIOTHI. Y MYyTaHTOB apabwujorcuca cad2 orme-
yaJcsi HU3KUH ypoBeHb dKcnpeccuu reHoB VSP2 u
PDF1.2a, KOHTPOJIMPYEMBIX *AaCMOHOBOW KHCIIO-
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toit (Han et al., 2013b). ¥ pacrenuii apadbunorncu-
ca JIMKOTO THIIA DKCIPECCHS] ITUX T'€HOB CHUKa-
yack pu 00pabOTKe MHTHOUTOPOM CHHTE3a TIIyTa-
THOHA OYTHOHHMH CyJIb(OKCHMUHOM. Tarke ycrta-
HOBJICHO, YTO 3K30TCHHBIH TITyTaTHOH CTUMYJIHPO-
Bal DOKCIPECCHIO KACMOHAT-3aBUCHUMBIX TEHOB
LOX3, JAZ10, VSP2 (Han et al., 2013b). Ecre-
CTBEHHO, 3TUMH TIpUMEpPaMH HE HCUYEPIBIBAIOTCS
JaHHbIe 00 YYacTHH TJIyTaTHOHA B KJICTOYHOM
CUTHAJIMHTE.

Takum 00pa3oM, 3HAa4YeHHE TIIyTATHOHA B
QIaNITUBHBIX PEAKIUSIX PACTCHHH MOXKET ObITh
MHOTOTPaHHBIM: CBSI3aHHBIM C COOCTBEHHO aHTH-
OKCHJIAHTHBIM JICHCTBHEM, BOCCTAHOBICHHEM THO-
JBHBIX TPYMI B OENKOBBIX MOJIEKYJax, MOIIepKa-
HUEM ITyJla aCKOpOMHOBON KHUCIIOTHI; 00yCIOBJICH-
HBIM YYacTHEM B TPAHCIYKIMU KICTOYHBIX CHIHA-
JIOB, @ TaK)X€ B CBSA3BIBAHUH TSDKEIIBIX METAIUIOB U
JeTOKCHKaIuu kcenoonotukos (Szalai et al., 2009;
Murtesa u ap., 2010; Han et al., 2013a; b).

Tokoghepon

Toxodepon (Buramun E) oTHOCHTCS K Ku-
pOpacTBOPUMBIM aHTHOKCHUJIaHTaM. B 3aBucumo-
CTH OT KOJHMYECTBA M IOJIOXKEHUS METHIIBHBIX
TPYIII Pa3IndaroT HECKOIBKO TOKO(DEPOIOB: a-, 3-,
v- u d-¢popmel (Ilyrunmna u np., 2008). Toxode-
pon oOpa3yercss TONBKO (HOTOCHHTE3UPYIOIIHMU
OpraHu3MaMHy, B TOM YHCJIE BCEMH BBICIIMMHU pac-
TCHUSAMH, BOAOPOCIAMH U HHaHOGaKTepI/IHMI/I
(Quadrana et al., 2013; Waskiewicz et al., 2014).
Ero comepkanue y pacTeHHH BapbUpyeT B MIMPO-
KHX TIpeliesiax OT 1 MKI/T cyXoro BellecTBa B JIU-
ctesax o 0,1 mr/r B cemenax (Munne-Bosch, Ale-
gre, 2002). B BereraTHMBHBIX OpraHax OOBIYHO
HaKaIUIMBaeTCsl 0-TOKO(Eposl, B TO BpeMs Kak ce-
MeHa OoraTbl Y-TOKO(heposoM, B- u d-TokohepoJbl
MeHee pacrnpoctpaneHHble (Velasco u mp., 2013;
Waskiewicz et al., 2014).

buocunTe3 TOKOdepona TPOWCXOAWT B
MeMOpaHax MIacTUa U3 MPEAIICCTBEHHUKOB JBYX
metabommueckux myteir  (DellaPenna, Pogson,
2006). T'oMOreHTH3WHOBAsl KUCIOTA, CHHTE3UPY-
IOLIascs B IIMTO30JIbHOM IIMKMMATHOM IIyTH, HC-
MOJIB3yeTCsl JUIsl 00pa3oBaHus OCH30JIBHOTO KOJb-
a B Tokodepoie (Herrmann, Weaver, 1999). ®u-
trnaudocdar o0OpasyeT H3ONPEHOBYI IeNb U
CHUHTE3UpPYETCsS B IUIACTUAHOM METHIIPUTPHUTOII-
docharaom (MDID) nytu (Estévez et al., 2001). B
pesyibTaTe  KOHJICHCAMM  T'OMOTEHTH3MHOBOM
kucinoTel U dutunandochara ¢ yyactuem dep-
MeHTa ToMoreHTH3atduruiITpancdepasbl o0pasy-
ercst 2-metwi-6-purni-1,4-6enzoxunon (MDEX).
3areM npoucxomut MetunupoBanue M®PBX no
2,3-mumetnin-6-gpurui-1,4-6eH30XHHOHA

(AMDBX) nox JeHCTBUEM MO®BX-



KOAYIIAEB, SICTPEB

MetmiTpanchepassl. Tokodeponukiaza mnpespa-
maer MObBX u JIM®BX B y- u 4-Toxodeporsl,
cooTBeTcTBeHHO. [locmemnnii ¢epMeHT Ha MyTH
OuocuHTE3a Tokodepoina Y-
Toko(epomMeTuaTpanchepasa KaTaln3upyeT
MpeBpamieHne y- M O-Tokodepoma B o- # -
TOKO(DEpOITBI COOTBETCTBEHHO (DellaPenna,
Pogson, 2006). Mexanu3Msl OHOCHHTE3a TOKO(DE-
poiila 00CTOSTENILHO MPOaHAM3UPOBAHEI B 0030pe
(Lushchak, Semchuk, 2012).

OyHKIUA TOKO(EPOTIOB Y paCTEHHIA COCTOST
npexne Bcero B ooe3spexuBanun ADOK u mobdou-
HBIX PaJUKAIBHBIX TPOIYKTOB OKHCIHTEIHHOTO
crpecca B mumuaHON ¢asze. Kpome Toro, Tokode-
ponsl 3(pPEeKTHBHO HEHUTPaIM3yIOT CHHIJICTHBINA
KUCIIOPOJ: OJHAa MOJIeKyJa Tokodepona, HE IO-
BpEXKAASICh, MOXKET HelTpanuzoBaTh 120 Moiekyn
cunraetHoro kucimopoaa (Jaleel et al., 2009). Ipu
B3aumMoaeicteuu ¢ apyrumu ADOK (cymepoxcun-
HbBIM aHHOH-pAaAWKaJIOM, TMAPOKCUWIBHBIM paauKa-
moM)  o-Tokodepon  mpeBpamaerci B O-
tokodeponxuHoH (Munne-Bosch, 2002). IToka3a-
Ha BO3MOXXHOCTH BOCCTAHOBIICHHS IIOCJICAHETO B
xnmoporutactax A, thaliana 1o a-toxodepona
(Kobayashi et al., 2008; Kruk et al., 2008).

CuHTe3 TOKO(epona HWHIYyNHPYeTCs ei-
CTBHEM CTPECCOPOB M CTPECCOBBIX (PUTOTOPMOHOB,
TaKUX KakK )KaCMOHOBAsl, CAIMIIIOBAs U aOCIH30-
Bast kucioThl (Szarka u np., 2012). Taxke mokaza-
HO, 4YTO OHOCHHTE3 TOKO(epoaa peryaupyercs
ADK, ofbpasyromumucs 1pu  (HOTOCHHTE3E
(Munne-Bosch et al., 2007). Hepeako naGiomaet-
cs1 IByX(has3HbIi XapakTep U3MEHEHUS COJCPIKAHUSI
ToKO(eposia pH Peaklui pacTeHUH Ha JIeHCTBHUE
cTpeccopoB. Ha mepBom 3rame mpoucxXoIuT yBe-
JHYEHHUE COMIePIKaHMs a-TOKO(eposia, KOTOPOE Ur-
paeT 3alUTHYI0 pojib, yMeHbwmas ypoBHu ADK.
Ha BropoMm »Jtame, Korja crpecc OKasbIBaeTCs
CJIMIIKOM CHJIBHBIM, JIeTpajalus o-ToKodepona
npeBbitiaer ero cunte3 (Waskiewicz et al., 2014).
Y (oToCHHTE3UPYIONUX OPraHU3MOB H3MECHEHHUSI
coJiepKaHusl Tokodeposia ObLIN MOKa3aHbl B OTBET
Ha JIefiCTBUE 3aCyXH, TSKENBIX METAIIOB, 3acoJe-
Husi, u30bITouHON ocBenienHoctn (Collakova,
DellaPenna, 2003; Ledford et al., 2004; Tounekti
etal., 20114, b; Waskiewicz et al., 2014).

YcTaHOBNEHO ydacTue TOKOdeposiia B HU3-
KOTEMIIEpaTypHOH afantanuu pacteHuil. Tak, To-
Ko(epo-IeUIMTHBIE MYTaHThl apadugoncuca
MIPOSBIISUIA Pe3KHe W3MEHEHUs (eHOTUIa TIpH AeH-
CTBUM TNOHWXeHHOW Temneparypbl (Maeda et al.,
2006).

HOJ’Iy‘IeHBI AAaHHBIC, CBUACTCIILCTBYIOIIUE O
poii TOKO(epoJIOB B CHUTHAIBHOW TPAHCIAYKITUH
(Munne-Bosch et al., 2007). Tak, moka3aHo, 4YTO
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nedumur a-tokodepona B pacrenusx Arabidopsis
MOJKET YMEHBIIUTh HMX POCT W WHAYIUPOBATH
HaKOIUIEHUE aHTOLIMAHOB. Y 3THX PAaCTEHUN TaKKe
3apETUCTPUPOBAHO  TIOBBIIICHUE  COJEPIKAHMS
YKaCMOHOBOHW KHCJIOTBI, YTO TIPUBOIUT K (hOPMHPO-
BaHUIO COOTBETCTBYIOIIMX >KaCMOHATHBIX CHTHA-
JIOB.

Ha pacrenmsax apabumorncuca, neeKTHBIX
M0 CHUHTE3y TOKO(eposnoB, MoKa3zaHo, YTO UX OT-
CYTCTBHE B YCIIOBHSAX COJIEBOTO CTpecca KOMIICH-
CHUpPYETCSI TIOBBIIIEHUEM COJIEP)KaHUS KapOTHHOM-
JIOB W aHTOLMAHOB. B To e Bpems y pacTeHHH,
KOTOpPbIE CHHTE3MPOBAIN BMECTO O~ Y-TOKO(Epol,
yCHIIMBANach aHTHOKCHAAHTHAS 3alluTa 3a CYeT
noBeitierns aktuBHoctd COJl m depmentoB ac-
KopOart-riayTatnonoBoro Iwmkiaa (Semchuk et al.,
2009; 2012).

Kapomunouown

Hapsiny ¢ Tokodeponamu KapOTHHOHIIBI OT-
HOCSITCA (DEHOJIBHBIM AHTHOKCHUIAHTAM JIMITATHOW
¢a3pl. K HacrosimmeMy BpeMeHHW BBIACIECHO M OXa-
paxtepuzoBaHo Oonee 600 xaporuHounos (Ilytu-
nauHa u 1ap., 2008; Gill, Tuteja, 2010). Oxu umeroT
JKENTYI0, OPaHXKEBYIO, PEXe KPacHYI0 OKpPackKy.
BonpmMHCTBO KApOTUHOUIAOB COCTOUT U3 Cyo-
VIJIEBOIOPOIHOTO paguKaia, COACpKallero co-
NpsDKEHHBIE IBOMHBIE CBsI3U. VIMEHHO 3Ta cuctema
JIBOMHBIX CBSI3€H BBIMTONHAET PYHKIMU XpoModopa
M ONpEJesieT CIEKTPaIbHbIC CBOHCTBA KOHKPET-
HBIX KapOTHUHOUIOB, KOTOPLIC MMCIOT TPH HUJIU JIBa
MakCHMyMa CBETOIOTJIONICHUS B JWAana3oHe OT
400 mo 500 um (CmonukoBa, Mensenes, 2015).
KapotuHowuipl BeTpeuyaroTcsi Kak B CBOOOHOM CO-
CTOSIHUW, TaK U B (pOpMe TIUKO3UAOB; OHH CIIO-
COOHBI HEKOBAJIEHTHO CBS3BIBATHCSA C OEIKaMu U
MeM6paHHI)IMI/I JIMITUIaMU.

B 3enenbIx opranax pacTeHUil KapOTHHOUIBI
JIOKAJTM3YIOTCSI B PAa3lIUYHBIX YacTAX XJIOpOILIa-
CTOB ¥ B 3aBUCHUMOCTH OT 3TOTO MOTYT BBITIOJHATH
pasHbie GyHKIMH. KapoTHHOWABI, KOTOPBIE HAaXo-
JSITC B THJIAKOMJIHBIX MeMOpaHax, y4acTBYIOT B
CBETOBBIX peaknusix (oTocwHTe3a U oOecrevnBa-
I0OT  CTPYKTYPHYIO  CTaOMJIBHOCTH  IUTMEHT-
OCIIKOBBIX CBETOCOOMPAIOTITUX KOMIIJIEKCOB
(Cuttriss et al., 2004). KapoTrHOHIBI, JTOKAIHA30-
BaHHbIE HA MEMOpaHax XJOPOIUIACTOB, CBSI3aHBI C
cunre3oM ABK u o0pa3oBaHueM amokapOTHHOU-
JIOB — MPOJYKTOB YAaCTHYHOTO Pa3pyIICHUS Kapo-
tuHonsoB (Shumskaya, Wurtzela, 2013). B rere-
pOTPO(HBIX M 3amacarmlMX OpraHaXx M TKaHIX
BBICIIMX PACTEHUI KapOTHHOHJBI OOBIYHO HAXO-
JsITCS B XpoMmorutactax. KapoTuHoupl Takxke 00-
Hapy>KeHbl B CEMEHaX BCEX BBICIIMX PACTCHUM
(CmonmkoBa, Mensenes, 2015).
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AHTHOKCHIaHTHBIE ()YHKIIMHA KAPOTHHOUIOB
00yCIOBIIEHBI WX CHOCOOHOCTBIO TPENOTBpAIIATh
TIOBPEXKJICHUS, BBI3bIBAEMbIC 00pa3OBaHHEM TpU-
TUIETHOTO XJIOPO(GWIIa U CHHIJIETHOTO KHCIOpOJa
(Edge, Truscott, 2010).

I[lpu »TOM OHM MOTyT JUOO NPUHUMATH
SHEPTHI0 BO30YKIEHUS TPUILIETHOTO XJIopoduiia,
a 3aTeM pacceMBaTh e¢ B BHJE TeIUId, TUOO «ra-
CUTB» MOJICKYJIBI CHUHIJICTHOTO Kuciopoga (Cmo-
nvukoBa, Mensenes, 2015).

Hapsay ¢ 9THM KapOTHHOUABI MOTYT CBSI3bI-
BaTh pagukanbHble ADK, mpenMynieCTBEHHO Iie-
pokcunnsie paxukansl (Gill, Tuteja, 2010). HUs-
BECTHO 110 MEHBIICH Mepe YeThIpe THIIa MPOIEC-
COB, MPUBOIAIIMX K MEPEXBATy CBOOOTHBIX paju-
KaJIOB KAPOTUHOUIAMH, PE3yTbTATOM KOTOPBIX SIB-
JsieTcst 00pa3oBaHUe CTAOMIBHBIX KAPOTHHOUIHBIX
paaukanos (CmonukoBa, Measenes, 2015):

RO + Kap — RO + Kap™,

RO" + Kap — RO" + Kap ",

RO’ + Kap — ROH" + Kap(—H)’,

RO’ + Kap — (RO — Kap)’,
rae Kap™ u Kap™ — KaTMOH- U aHHOH-paJMKalbl
KapOTHHOMJIOB, OOpasyromuecss MpH MepeHoce
3NIEKTPOHA, COOTBETCTBEHHO, OT WJIM K PaTUKaIy
RO"; Kap(—H)" — kapoTuHOUAHBIN paaukai, oopa-
3YIOIIMICS B pe3ysbTaTe mepeaadd aroma BoJopo-
na; (RO—Kap) KapOTUHOUJHBIM  aJayKT-
pajKa.

[IpeamecTBEHHUKOM KapOTUHOUIOB SIBIISI-
eTcsl u3oneHTeHWIpodochaT, KOTOPbIH B pacTe-
HUSIX MOXKET CHHTE3UpPOBATHCS IBYMs HE3aBHCHU-
MBIMH METa0OJIMUYECKUMHU MYTSIMU — TIIHLEpajIbIe-
rugadochaT-nMpyBaTHBIM WM MEBaJIOHATHBIM
(Lichtenthaler, 1997). CuHTe3 KapoTHHOHIOB 00-
CTOSAITENBHO onucaH B 003ope (CmonukoBa, Men-
BezieB, 2015). YCIOBHO BBIIEISAIOT YETHIpE 3Tama
cuHTe3a. Ha mepBoM — mporcxoauT cOopka «yriie-
poaHbIX ckesneToBy». IIpomykTom 3Toro srama sB-
nsiercst  repaHmirepanwiupodocdar.  Bropoit
3Tan CBA3aH C CMHTE30M JUKomnuHA. Ha TperbeMm —
o] ICWCTBUEM JTMKOITMHIIMKIIA3 TIPOUCXOUT IIUK-
IM3anrs  MOJIEKYJbl JIMKONMMHA M 00pa3oBaHuUe
LHUKJINYECKUX KapOoTHHOB. HakoHel, 4eTBepThlii
3Tan 3aKII0YaeTCs B OKMCIEHWH KapOTHHOB M 00-
pa3oBaHUM KCAHTO(PHUILIOB.

ITokaszaHo, 4TO CHHTE3 KAPOTHHOUIOB B pac-
TEHUSIX MOXET HHAyLupoBaTbcs camumu ADK
(Bouvier et al., 1998). HecmoTpst Ha OYEBHIHYIO
pOIb KapOTHHOWAOB B aHTHOKCHJIAHTHOHM 3aIlINTe
pacTeHuid, TaHHbIe 00 U3MEHEHUHU UX COJEepP KaHUs
IIpU JEHUCTBHM CTPECCOPOB BECbMA MPOTHBOPEYH-
BBl W TUIOXO MONJAIOTCS CUCTeMaTu3anuu. Tak,
HanpuMep, IpH IeHCTBUU KaJMUs HA pacTEHUS 3a-
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PETUCTPUPOBAHO KaK IMOBBINICHUE COICPIKAHUS Ka-
poTuHOMIOB, Tak W ero cHmkenme (Rai et al.,
2005; Demirevska-Kepova et al., 2006; Gill, Tu-
teja, 2010). TTomoGHbIe 3PPEeKTHI MOTYT 00BsIC-
HATBCS C OJHON CTOPOHBI MHAYKIIMEH 00pa3oBaHuUs
KapOTHHOWJIOB JAEWCTBHEM CTpecc-paKTopa, ¢ Apy-
rol — ero yCWJICHHOHU Jerpajganueil npu CUIbHOM
cTpecce.

Dnasonouowl

D1aBOHOUBI SBISIOTCS TOMU(PEHOTHHBIMU
COCIIMHEHUSIMH PACTUTEIIBHOTO TPOHUCXOXKICHUS.
Pa3noobOpa3ue ¢raBOHOWIOB OTPOMHO W COCTaB-
JITET OKOJIO BOCBMH ThICSY coenuHeHui (Tapaxos-
ckuii u Ap., 2013). U3BectHO, uTo 10 20% (ukcH-
pyeMoro mpu (HOTOCUHTE3E yriepoaa HIeT Ha 00-
pa3oBaHue MOTU(PEHOIOB, CpeAr KOTOPHIX 3HAYH-
TENbHOE  MECTO  3aHUMAlT  (pIaBOHOUIBI
(Harborne, Williams, 2000; WVerveridis et al.,
2007). B kmeTkax >XKMBOTHBIX W 4YenoBeka (iiaBo-
HOWJIBI HE CUHTE3WPYIOTCS, WU WX MPHUCYTCTBHE B
TKaHAX IIOJJHOCTBIO 3aBHUCHT OT HOTpC6HeHI/I$1 B
MUY pacTHTENbHBIX NpoxykToB (TapaxoBckuit n
Ip., 2013).

DeHONMBHBIN KapKac (IaBOHOUIOB COCTOUT
u3 15 aromoB yriepona, oOpa3yrmux aBa apoMa-
THyeckux konepla (A u B), coennHeHHBIX dYepes
TpH yriepoAHbix aroma. OObIYHO 00IIyIO hopMy-
ny ¢maBoHouoB mpenctaBimsitoT kKak Cg—C3—Cg
(TapaxoBckuii u np., 2013). Kiaccudukanus dia-
BOHOWJIOB OCHOBaHa Ha pa3M4UsIX B CTPYKType
TpeX YIJEPOIHBIX AaTOMOB, COCIUHSIOLINX O€H-
307pHBIE KOJIbIIA. Ha puc. 2 oHn 0603HAYEHBI HO-
Mepamu 2, 3 u 4. OTIMYUTETHHBIMU XapaKTepH-
CTHKaMH{ 3TOU IPYMIIbI aTOMOB SIBJISIFOTCS BO3MOXK-
HOCTb TPUCYTCTBUS ABOHHOH CBSI3H, MPUCOEIHHE-
HUE KapOOHWIILHOM WM THAPOKCHUIILHOW TPYIIN, a
TaKXe CIIOCOOHOCTh 00Pa30BLIBATH IISITH- MIIH IIIe-
CTHWIEHHOE rereponukindeckoe koibuo C (Tapa-
xoBckui U ap., 2013). Kpome Ttoro, ¢eHonbHEBIE
KOJIbIIa MOTYT MPUCOETUHSTHCS HE TOJIBKO K KOH-
ueBbIM atomaM yriepogHoi uenu Cz. B 3aBucu-
MOCTH OT OCOOEHHOCTEH CTPYKTYpBI MOJEKYNI B
obmactu atoMoB yriieponaa 2, 3 u 4 (puc. 2) Bbife-
JSIIOT cIenyrole Kiacchl (GpruaBoHOUAOB: (uaBa-
HBI, (prraBaHOHOIBL, (QraBOHBI, (IaBOHOILI, (1aBa-
HOJIBI, aHTOIMAaHBI, M30(IaBOHBI (M30(ITaBOHOU-
ITbI), aypOHBI, HeO(hTABOHOUIBI, XAJIKOHEI.

O1aBOHOHIBI SBIISIOTCS MPOJYKTAMHU peak-
Ui Ha TIepeceueHnu (EHWINPONaHOUIHOTO H
alleTaTHO-MAJIOHATHOTO METa0OJMYECKUX MyTen
(Onenmuenko u ap., 2008). OgHUM W3 OCHOBHBIX
KOMITAPTMEHTOB UX CHUHTE3a SIBJISIOTCS XJIOPOILUIa-
ctel. OrpomHoe paszHooOpasue (praBoHOUZOB J0O-
CTUTaeTCsl C TOMOIIBIO COrIaCOBAaHHOTO 3(deKTa
cBbiie 20 pepMEHTOB, KOTOPBIE, AEUCTBYS MOOYE-
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Puc. 2. Knaccupuxkanus ¢paBoOHOUI0B, OCHOBAHHASI HA 0COOEHHOCTAX CTPYKTYPbI MOJIEKYJ B 00-
JIacTH aTOMOB yrJjiepona 2, 3 u 4. (Ilo: TapaxoBckuii u ap., 2013, ¢ U3MeHEeHUIM™).

pEIHO, CHavyala CHHTE3UPYIOT XaJIKOHBI, a 3aTeM
JIAI0T HAYalo Pa3IMYHBIM KJIacCaM U Pa3IHYHbIM
HPEICTABUTEISIM BHYTPH KaKA0ro Kiacca. CXxeMbl
UX CHHTe3a Xopomio omucansl B 0030ope Winkel

(2008).

BonpmmucTBO  riaBoHOMIOB  ((praBoOHBI,
(J1aBOHOJIBI, AypPOHBI, XaJKOHBI, (aBaH-4-0JIbl,
KaTeXWHbI, JIEMKOAHTOIMAHUIWHBIL, TPOAHTOIHA-
HUJIMHBI) SBISIOTCS WU MUATMEHTAMH, WU TIPEJ-
IIECTBEHHUKAMHU JIPYTux (HJIaBOHOMIHBIX MUTIMEH-
TOB. JKentyro win OpaHXKeBYH OKPacKy HMEIOT
(h1aBOHBI, TIHMKO3HIBI ()IIABOHOJIOB, aypOHBI U
XaJIKOHbI. KpacHO-KOpUYHEBBIE MUTMEHTHI MPE-
cTaBlieHbl QuodadeHamu (IpOU3BOAHBIMHE (h1aBaH-
4-0110B) WM TMPOAHTOLNMAHUAWHAMHU (IIPOU3BOJ-
HBIMHU KaT€XWHOB W JielikoaHTONMAaHUIUHOB). [1Iu-
POKYIO TaMMy IIMTMEHTOB OT PO30BOr0 J0 KPacHO-
ro, CHHEro u (hUOJIETOBOTO O0ECHEeUnBaIOT aHTO-
[UAHUIWHBI W WX TPOU3BOJHBIC AHTOI[UAHBI
(Xnectkuna u ap., 2014). TIpu atom camu 1o cede
KAaTeXWHBI, JICMKOAHTOLMAHUHBI W  (DIABOHOJBI
OCCIIBETHEBI, B CBSI3U C Y€M HEKOTOPHIE aBTOPHI BBI-
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JIEJISIFOT OTJIIENIbHYIO TpyIny OeclBeTHBIX (iaBo-
nouioB (Gould, Lister, 2006).

Bce dnaBHOMIBI B TOW WM WHOW CTEIICHU
YYacTBYIOT B aHTHOKCHJIAHTHOM 3a1uTe KIEeTOK. B
COOTBETCTBUH C OOIICTPHHATON TOYKON 3peHUs
aHTHUOKCHJIAHTHBIC CBOMCTBA (DJITABOHOMJIOB OOBSIC-
HAIOTCS MX CIIOCOOHOCTBIO CIY)KHTh JIOBYIITKAMH
JUTSE CBOOOHBIX PAJIMKAJIOB, a TAKXKE XEeIaTHPOBATh
HWOHBl METAJJIOB, YYaCTBYIOIIUX B PAaJUKAIbHBIX
mporieccax (Es-Safi et al., 2007).

Monudenonbupie coeaunenus (I1P) cno-
COOHBI B3aMMOJEMCTBOBaTh C THAPOKCHIHHBIM
(LOY)- u nepoxcunbabiM (LOO")-paaukanamu Jid-
NMUI0B OJarogapsi UX crocoOHOCTH OTAABATH HIIEK-
TpOH (WJIKM aTOM Bojaopoaa). B pe3ymbrare obpa-
3yIOTCS pafuKaibl (EeHOIOB — (PEeHOKCHIIBI, KOTO-
pBle HE YYacTBYIOT B PacHpOCTPAHEHUM OKHCIH-
TEJIHHOTO TpoIecca. JTO CBSI3aHO C YHUKaJIbHOU
CTPYKTYPOM UX MOJIEKYJIbI, B KOTOPOM MPOUCXOJIUT
crabmimzanust snekTponHoro obnaka (Tapaxos-
cKuii u 1p., 2013):



SH3HOAOTHIECKHE SYHKIIHH HESH3HMATHYECKHX AHTHOKCHIAHTOB PACTEHHH

LOO + [I®OH — LOOH + I1®O',
LO" + II®OH — LOH + [1OO".

Kpome TOro, BO3MOXXHO BOCCTAHOBJICHHE
OKHCJICHHBIX TOJH(EHOTIOB, KOTOPOE MOXKET MpO-
UCXOIUTh pa3HbIMU IyTsiMu. Hampumep, ¢ yuactu-
eM acKopOMHOBO# KHCIOTH (Ack). B pesynbrare,
oOpazyeTrcss paauMKan MOHOJUTHApoacKopdaTa
(MJIA’), koTOpbIii IpeBpaIaeTcsi B aCKOPOHHOBYIO
KHCJIOTY U JeTuapoackoponHoByto kucnoty (AI'A)
(TapaxoBckuii u ap., 2013):

2[1D-O" + Ack — 211®-OH + 2MJIA",

MIA" + MJIA® — Ack + ITA.

B HacTosimee Bpemst He cymiecTByeT oOriei
TEOPHH, MTO3BOJISIIOLIEH CBS3aTh CTPYKTYpY (hiaBo-
HOUJOB C UX aHTHOKCHIAHTHOW aKTHBHOCTBIO, OJI-
HAKO MPEeIIoaraeTcs, YTo CyIeCTBYET Cleuanu-
3auus (JIABOHOMIOB B 3aIllUTE OPraHU3Ma OT pas-
JMYHBIX MOBPEXAAOMMNX areHToB. lIpu 3ToMm He-
BEPHO YTBEpXKIaTh, YTO KaKHe-TO (hIaBOHOHJIBI
Oonee 3G QEKTHBHBI, YeM ApYrHe, HE YYUTHIBAs
KOHKPETHBIX YCIOBHM AKCIIEPUMEHTa U 0COOEHHO-
creil okucaurens (Tapaxosckuii u ap., 2013). B To
K€ BpeMsl B CPaBHHUTEIBHBIX SKCHEPUMEHTax IIO-
Jy4eHbl AaHHbIE 00 OYEHb BBICOKOW AHTHOKCHU-
JAHTHOW aKTHUBHOCTH ()JIaBOHOMIOB, BO MHOTOM
npeBocxofsmei akTuBHocTh Ipyrux AO. Tak, mo-
Ka3aHo, 4TO O(()EKTHBHOCTh B3aMMOJCHCTBUS
¢naBononsoB ¢ ADK u akTHBHBIMH QopmMamu
a30Ta B YETHIPE pa3a BHIIIE, YeM y acKOpOWHOBOI
kucnoTel u  o-tokodepona (Khlestkina et al.,
2013). OTaenpHO ClleyeT OTMETHTh BBICOKYIO aH-
TUOKCHJIAHTHYIO aKTHBHOCTh aHTOIIMAHOB, B T.U.
uX OECIBETHBIX TayTOMEPOB, KOTOPBIE CIIOCOOHBI
3¢ PEeKTUBHO /1€aKTUBHPOBATH CYHNEPOKCHIHbIE
annon-paaukainsl (Neill, Gould, 2003).

D1aBOHOM/IbI HAKATUTMBAIOTCS B OCHOBHOM B
BaKyoOJISIX, B CBSI3U C Y€M B JIMTEPATYpE JAUCKYTH-
PyETCs BOIIPOC O TOM, HACKOJIBKO BEJIMK MX BKIIA]
B pabOTy aHTHOKCHIAHTHOW CHCTEMBI PACTHUTEIIb-
HBIX KJIETOK. B TO ke BpeMsi (pjiaBoHOMHBIE CO-
eIMHEHMS BBIABJIECHBI U B JAPYTMX KOMIIAPTMEHTAX,
B T.4. B xmoporutactax u sape (Khlestkina, 2013).
C npyroit cTopoHbI, W (HTABOHOHUJIBI, JOKAIH30-
BaHHBIE B BaKyOJld, MOTYT y4aCTBOBaTh B JETOK-
CHKAIlMH TIEPOKCHIA BOIOPOJA, KOTOPHIH MOXKET
TPAHCIIOPTUPOBATHCSA B 3TOT KommapTMeHT (Gould,
Lister, 2006).

[Tomumo mpsimoro B3aumozeiicteua ¢ AGK
(1aBOHOMIBI B PACTEHUSAX MOTYT OKa3bIBaTh KOC-
BEHHOE aHTHUOKCHIATHOE JAeicTBHE. BaxkHbIM HX
3¢ (deKkToM SBIIAETCS TIOTVIOIIEHUE M30BITOYHON
CBETOBOW 3Hepruu, ocobeHHo B obmactu YO B
(280-315 um) (Deckmyn, Impens, 1997; Treutter,
2006; Bilger et al., 2007), yro mpemoTBparact
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CBETOMHIYLIUPYEMbIE OKHCIHUTENbHBIE MOBPEX/e-
Hust. OyHKIMM 3amUTEl HOTOCHHTETHYECKOTO all-
rmapaTa pacTeHHH OT W30BITOYHOW OCBEIICHHOCTH
BBIMOJIHSIOT M aHTouuanel. [Ipu cuimbHON ocBe-
LIEHHOCTH aHTOLMAHBI CIIY)KaT ONTUYECKUM (HIIb-
TPOM, NPEIOXPAHIIOLIMM OT BBICOKOIHEpIreTHye-
CKHX KBaHTOB YK€ HACBILICHHYIO ()OTOCHHTETHYC-
CKYIO 3JIEKTPOH-TPAHCHIOPTHYIO LENb U MOBBIIIAIOT
MOTJIOIICHUE COJHEYHOM SHEpruy B Ipeenax BU-
mamoit obmactm (380-700 M) B cpemHeM Ha 8-
12%. IloaTOoMy aHTOLMAaHBI MPUYUCISIOT K Hedo-
TOXUMHMYECKUM 3aLIUTHBIM MEXaHU3MaM, Hapsiiy C
kapotuHommamu (Maxkapesud u ap., 2010). AHTO-
[UaHbl 3alUIIAI0T JHUCThS MpH (QOTOCHHTE3E IMy-
TeM abcopOuUMU U3OBITOUHBIX (POTOHOB, KOTOPHIE
MOTrJIH OBl OBITH MOTIIONIEHBI XJT0podumiom b. Xo-
TS B LEJIOM KpPacHBIC JUCThSI MOTJIOMAIOT OOJIbIIe
cBeTa, UX (POTOCHHTETUYECKUE TKAHU IOIy4aroT
MEHbIIE KBAHTOB, YEM 3€JICHBIC JIUCTHS, T.K. SHEP-
I'Hs, MOTJIOIIEHHAs BAKYOJIbIO, TJ€ JIOKAIN30BAHBI
AHTOIMAHBI, HE MOXKET OBITh MepeaaHa XJIopoIuIa-
cram (Gould et al., 2002).

Kak yxe oTMedanoch, KOCBEHHOE aHTHOK-
CHUJAHTHOE JAeWcTBHE (IIABOHOWIOB MOXET OBITh
CBS3aHO C WX CHOCOOHOCTHIO 0OPa3OBBIBATH KOM-
IINIEKChI ¢ MOHaAMH METaJIlIOB C HepCMCHHOﬁ Ba-
JCHTHOCTBIO M TEM CaMbIM IIpENOTBpaIlaTh He-
depmentatuBHoe obpazoBanne ADK (Khlestkina,
2013).

W3menenne coxaepkanusa (IaBOHOMIOB B
pacTeHHsX 3aperucTpUPOBAHO TIpU  JIEHCTBUU
CTPECCOPOB PAa3JIMUYHONW MPHUPOIBL. Tak, yCTaHOB-
JICHO TIOBBIIICHHE COACP)KAaHUsS aHTOLMAHOB U
(TaBOHOMIOB, HMEIOIINX MAaKCHMYM CBETOIIOTJIO-
menus npu 350 HM, y pacTeHuil apabujorcuca
Ipy ACHCTBHM HM3KOW TeMmepaTypbl W H30BITOY-
moro ocsemenus (Havaux, Kloppstech, 2001;
Munne-Bosch at al., 2002). ¥ pacrenwnii orypiia
3aperUCTPUPOBAHO YBEJIMUYCHHUE colepikaHus ¢uia-
BOHOMJIOB, TOIJIOMIAIOUINX [JIMHY BOJIHBI OKOJIO
300 uM, B otBer Ha oOmyuenne Y@ B (Kondo,
Kawashima, 2000). ITpumeuaTtenbHO, 4TO y pacrte-
Hull ropoxa mop aevicteueM Y® B cunres dnaso-
HOUJIOB WHJIYIUPOBAICS W B ITHOJMPOBAHHBIX
trausx (Jordan et al., 1994). Tlpu neiicteun Y®-B
u nepunura azora, a 0COOEHHO NMPH COYETaHUH
BJIMSIHUS 3THX CTPECCOPOB, cojiepkaHue (haBoHO-
UJIOB TMOBBINIATIOCH B pacTeHusx pku (Deckmyn,
Impens, 1997). ¥V pactenwuii apabugoncuca CUHTE3
(1aBOHMONIOB TaKKe MHIYLUPOBAIN HEAOCTATKOM
a30Ta. YCTaHOBJEHO, YTO KIIIOUYEBBIMU TpaH-
CKpHIT-(QpaKkTOpaMu, Y4acTBYIOIIMMH B 3TOM IIPO-
necce, sBisitoress MYB u bHLH (Lea et al., 2007).

006 oco0oit ponu (IaBOHOUAOB B 3aIUTE
pactenuii oT moBpexaeHuil Y®-B cBumerens-
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CTBYIOT M JIaHHBIE O 3alIUTHOM JE€HCTBUU IK30T€H-
HBIX (DIIABOHOWJOB HAa YCTOWYMBOCTH CEeMSIOJICH
orypiia K JaHHOMY Buy usiayueHuit (Sergiev et al.,
2005).

IIpu HU3KOTEMIIEPATYPHOU ajamnTaluu pac-
TEHUH TIIEHULBI (IeHCTBUU 3aKalUBAIOIINX TEM-
neparyp) OTMEYaIOCh CYIIECTBEHHOE MOBBITICHNE
conepkaHus (hIaBOHOMIOB, OCOOEHHO Yy MOpPO30-
ycroitunBoro copra (Onennuenko u np., 2008).
[Ipy He3HAYNTENHFHOM CHWKEHHH TEMIEpaTyphl Yy
pacTeHnii Copro MHAYLIUPOBAJICS CHHTE3 aHTOIHA-
HoB (Shichijo, 1993). IToxoxwuit adpexT HadarONa-
au u 'y pactenuit Kykypy3ssl (Christie et al., 1994).
Bosnee Toro, mociie nepeHoca pacTeHUM, UCTIHITAB-
MIUX JCUCTBUE MOHIKEHHBIX TEMIIEpaTyp, B OII-
TUMAJIbHBIC YCJIOBUSA NPOUCXOANIIO JOIMOJHHUTECIIb-
HO€ yBEIMYCHHE CONIEp)KaHUs aHTOIMAHOB. B aH-
THOKCHIAaHTHOW 3aIl[UTe TPH XOJIOJOBOM CTpecce
3a7eficTBOBAHLl KaK aHTOI[MAHBI, TaK U OeCIBET-
Hble (QuaBoHOMIBL. Tak, y OOSpPBIIIHIKA OXJIaX/e-
HUEM WHIYIUPOBAICS CHUHTE3 SMUKATEXWHA U TH-
nepazuna (Gould, Lister, 2006). C npyro#i cTopo-
HbI, IIpU ILGP'ICTBHH HU3KUX IOBPCIKAAOIIUX TEM-
nepaTyp y pacTeHUH MIIEHUIBI U KapTodes 3ape-
TUCTPUPOBAHO CHIKEHHE COMAepKaHus (HIaBOHOU-
JOB, 4YTO CBA3BIBAIOT C HUX OKHCJIMTEILHOM Aacrpa-
nmammert (3arockuHa u ap., 2011; IlaBmroukoBa u
Ip., 2014).

VY pacrenuii 6aszunmnka kamgpopaoro (Oci-
mum basilicum L.), momsmau (Artemisia lercheana
Web.) u uepuymixu nocesnoii (Nigella sativa L.) B
oTBeT Ha jneiictBue Y®-B, 3aconeHue, a Takke
COBMECTHOE BIIMSHUE BYX (DAKTOPOB MPOUCXOIH-
JI0 3HAYUTEIHLHOE YBEIMYCHHUE COJEpKaHHUS aHTO-
1uaHoB. [Ipu 3TOM OTMeUanuch BHIOBBIE OCOOCH-
HOCTHU: CTPECC-WUHIYIUPOBAHHOE YBEIMYEHHE CO-
JIep>KaHUS aHTOIMAHOB y YEPHYIIKH BO MHOTO pa3
MIPEBOCXOMIIO COOTBETCTBYIOIINE BEIMUUHBI y Oa-
3unuka u moneiHu (Pamtoxuna u np., 2012). B 1o
JKe BpeMs y pacTeHHH, HaKAIUTUBAIOMINX OOJBIIOe
KOJIMYECTBO HU3KOMOJIEKYIISPHBIX AO, H3MEHEHUs
aKTHBHOCTH AHTHOKCHIAHTHBIX ()EPMEHTOB OBLIH
MEHEE CYIICCTBEHHBIMH. ABTOpaMHU CJII€lIaHO 3a-
KIIFOUCHHE O BEOYIIEH POIM HEIH3UMATHICCKUX
AQO B 3ammTe OT OKHCIHUTEIHHOTO CTpecca y HC-
CJeIyeMbIX JEKAPCTBEHHBIX PACTCHUM.

BeposiTHO, HE BCe CTPECCOBBIE BO3IEHCTBUS
BBI3BIBAIOT W3MEHEHHS COJepKaHus (DIaBOHOU-
HbIX coenuHeHuid. Tak, y 7-IHEBHBIX 3€JIEHBIX
MIPOPOCTKOB TPUTHKAJIE HE BBISIBICHO W3MEHEHUS
COJZIEp)KaHUsI aHTOLMAHOB IOCJIE 3-4aCOBOTO BO3-
neiictBust temreparypsl 42°C (AOpamMuuk u J1p.,
2014). B To e BpeMs mpu COUYCTAHHOM JICHCTBHUH
TUNIEPTEPMUN W BOJHOTO JeUIMTA HA MTPOPOCTKU
SIUMEHSA B HUX YBEJIUYMBAJIOCH COIECP>KAHUE AHTO-
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nuaHoB (KabGamawkoBa u ap., 2013). Cunres
KBEPIIMTUHA BBISBIICH B OTBET Ha TEIIOBOW CTpecC
y pactenwii orypna (Gould, Lister, 2006).

[Tox BIMSHUEM TSDKEINBIX METAJUIOB B pacTe-
HHUSAX 3apETMCTPUPOBAHO KaK TOBBIIICHHUE, TaK H
CHIKeHHe cozepkanus (uaBonounos (Treutter,
2006; Khlestrina, 2013). IIpoTHBOPEYHBOCTE ITHX
pe3ynbTaToOB, MO-BUANMOMY, MOET OBITh OOBsIC-
HEHA TEeM, YTO NPH JCHCTBUH TSDKENBIX METAJIOB
Hapsy C WHIYyUUPOBAaHHEM CHHTe3a (DIaBOHOMI-
HBIX COEAWHEHUH MOXET MPOWUCXOJUTh MX TpaTa
Ha CBSI3bIBAaHME HOHOB TSDKEIBIX MeTauioB. [lo-
JOOHBIN 3(QEKT 3aperucTpUpoBaH y PpacTeHUi
suMeHs mpu aeiicteum kammus (Lachman et al.,
2005).

B HekoTophIx paboTax OTMEYaeTcsi CBSI3b
MEXJy YCTOMYMBOCTBK) COPTOB KYJBTYPHBIX pac-
TEHHH K TEM W HHBIM CTPECCOPaM U COJIEpKaHU-
eM B HUX (uaBoHouaos (Treutter, 2006). Tak, mo-
Ka3aHo, 4To y 0Oosiee MOpPO30yCTOMYMBOIO COpTa
MIICHUIBI colepXaHue (IAaBOHOMIOB MOCIE XO-
JIOJTOBOTO 3aKaJMBaHUs OBUIO 3HAYUTENHHO Oolee
BBICOKMM IO CPaBHEHUIO C HeycToWuuBbIM. llpu
3TOM Yy HE3aKaJICHHBIX PacTeHWI MOJO0OHBIE pa3-
JU4YA He NposBIsInch (OneHndeHko u np., 2008).

MexaHU3MBI PETYJSIIUN cOolepKaHus Qia-
BOHOUJIOB Y PacTEHHH OCTAIOTCS M3YYEHHBIMH HE
MOJTHOCTBIO. B TO e BpeMsl yCTaHOBIEHBI CTPYK-
TypHBIE TeHBl OMOCWHTE3a (IIABOHOHJOB y psila
pacTeHuid, B T.4. MIIEHUIBl (XJIECTKUHA U JIp.,
2014), moka3aHO M y4YacTHe pSlia PETYIATOPHBIX
TCHOB, B YaCTHOCTH, T€HOB TPAHCKPHIIT-()aKTOPOB
MYB, MYC u WD40 (Xnectkuna u nip., 2014).

Majio u3BecTHO 00 Y4acTHH CHUTHAIBHBIX U
TOPMOHAJIBHBIX MOCPEIHUKOB B HHAYIHUPOBAHUH
cuHTe3a (IaBOHOMIOB. B skcnepumeHTax ¢ mpo-
poctkamu Alternathera bettzickiana nokaszano, 4ro
uX 00paboTKa aHTarOHHUCTOM KaJbMOAYJIMHA
XJIOPIPOMa3HHOM TIPEISITCTBOBAA HAKOILJICHHIO
(G1aBOHOUIOB, HMHAYLHUPYEMOMY JICHCTBHEM I10-
HIDKCHHOM TeMIIepaTypbl, YTO CBHICTEILCTBYET O
posin KanmpbMoayJuHa B 3ToM mporecce (Wang et
al., 2005). B padote Solfanelli et al. (2006) moay-
YeHbl IKCIIEPUMEHTAJbHBIC J0KA3aTelIbCTBA yua-
CTHs Caxapo3bl B MHAYKIMU CHHTE3a ()JIaBOHOUIOB
y apabunoncuca. [lokazaHa MHIYKIMs CHHTE3a aH-
TOLMAHOB y apaOuIoICcuca 3K30I€HHOM KacCMOHO-
Boit kucitotoit (Li et al., 2014). TTogo6usbIi 3¢ dherT
HPOSIBIISIICS TOJIBKO Ha CBETY.

EcTh ocHOBaHMWs Toyararb, 4To camu (uia-
BOHOW/IBI MOTYT BBINOJHATH POJIb CUTHAIBHBIX CO-
e/IMHEeHW. B cBS3M ¢ 3THM mpexiie BCero yrnoMu-
HAOT MX y4acTHe B MPOIECCax WHIYIUPOBAHHS
cuMOuno3a a3oTPUKCHpYIOUX Oakrepuil ¢ 6000-
BeiMu (Treutter, 2006). MoxHO NpennONOKHTE,
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yto Kak AQO ¢1aBoHOHIBI MOTYT yYacTBOBAaTh B
monymsinuu  ADK-curnanos. IlpaBma, B pactu-
TEIbHBIX KJIETKaX, TAe CHHTE3UPYIOTCS (hIaBOHOU-
Ibl, momoOHble 3(dexTsr moutn He u3yudeHsl. K
TOMY K€ TPEUMYIIECTBEHHO BaKyOJAPHYIO JIOKa-
Tu3anuio (IaBOHOWAOB TPYIHO ACCOLMHUPOBATH C
npoiieccamu Tpancaykiuu curnaios AOK B rene-
TUYECKWi anmapat. B To jke Bpems mokazaHo, 4TO
KeMmrdepoa CcrmocobeH B3aMMOICHCTBOBATH C ITH-
TorasMaruieckor  cyopemumamnmein  HAJIDH-
OKCHJIa3bl )KUBOTHBIX U MHTHOMPOBATH €€, MPeaoT-
Bpamias CHTrHaIbHBIC 3PGEKTH OKHCIUTEIHHOTO
crpecca (TapaxoBckwuii u mp., 2013).

Takum oOpa3om, (GJIaBOHHIBI BEHITIOIHSIIOT
pazHooOpasHble  (u3HOIOTHYECKHEe  (YHKIIHH,
MHOTI'U€ M3 KOTOPLIX, IMO-BUAUMOMY, IPAMO WA
KOCBEHHO CBSI3aHBI C UX AHTHOKCHIAHTHBIMH (-
¢dextamu. [Ipy 5TOM WX MOXKHO PaccMaTpHUBATh B
Ka4dyeCTBEC HOJ'II/I(I)YHKHI/IOHaIH)HI)IX ITPOTEKTOPOB
PaCTUTCIBHBIX KJICTOK, IMOCKOJIBKY IMOMUMO aHTH-
OKCHJIAHTHOW (DYHKIIMM OHM MOTYT BBIOJIHSITH
POJb OCMOTIPOTEKTOPOB, CBSI3BIBATH TSIKEIBIE Me-
TaJJIbl, SKPaHUPOBATh M30BITOYHOE OCBEILICHHUE U,
BO3MOXHO, y4acTBOBATh B Tepenave KICTOYHBIX
curuanos (Khlestkina, 2013).

IIponun

[Iponuna — oguH W3 Hamboiee MHOTO(QYHK-
MUOHAITLHBIX CTPECCOBBIX META0OIHUTOB PACTCHUH.
B Hacrosiiiiee BpeMsi CYMTAETCS, YTO MOMHMO H3-
BECTHON (DYHKIIMM COBMECTHMOI'O OCMOJIUTA, MPO-
JUH BBIMOJHICT AHTHOKCUJAHTHBIC (YHKIUH
(Szabados, Savoure, 2009). Takxe nposvH pac-
CMAaTpUBAETCS KaK HU3KOMOJICKYJISIPHBIN MIANEPOH
(Liang et al., 2013), KOTOpPBIf MOKET Y4aCTBOBATH
B MOJ/ICP)KAaHUK HATUBHOW CTPYKTYpHI ()EPMEHTOB,
B T.4. aHTHOKCHU/IAHTHBIX.

CTpyKTypHBIE OCOOCHHOCTH IIpOJIMHA I103-
BOJISIIOT PacCMaTpUBaTh BO3MOXKHOCTH IPSIMOM
WHAKTHBALMM €r0 MOJIEKYJaMH PaJuKaJIbHBIX
¢dopm kucaopoaa. Tak, 3Ta IMUHOKHCIOTa MOXKET
00pa30BBIBaTh YCTOMUYMBBIA paauKaj, MOCKOJIBKY
COJIEPKUT TPETUUHBIN yriepoaHsiidi atom. O0paso-
BaHHE TaKOI'0 YCTOHYMBOIO pajnKaja MPUBOIUT K
«TaIeHuIo» WM OOPBIBY Kackaja CBOOOTHOpAIH-
KaJbHBIX PEaKIWi, 3alyCKaeMbIX CYIEpOKCHI-
panuKaioM, NEPOKCUA-PATUKATIOM WM THIPOK-
CHJI-paJIuKajoM. AHTHpaJuKalbHOE  JeHCTBHUE
NpOJIMHA MPOSIBISUIOCH B cUCTeMe iN VItro mpu pe-
aKUUM CO CBOOOJHBIM CTAaOMJIBHBIM PaJUKaIOM
2,2-nuennn-1-nukpunruapasmna (Okuma et al.,
2004). Iloxazano, uto mpu pH 7-8 cBoGOIHBIN
MPOJIMH MOXKET IPSIMO PEarupoBarth ¢ MEPOKCUIOM
BOJIOPOJa, TUAPOKCWIBHBIM PpaAMKaJIOM M CHH-
TJIETHBIM KHCIIOPOJIOM C OOpa3OBaHUEM CTAOMIIb-
HBIX CBOOOJHBIX PAJMKAIOB — JIJYKTOB IPOMU3-
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BOJHBIX TPOJMHA M TUApokcumnponuHa (Liang et
al., 2013). B To xe Bpems mpsiMast peakiiusi MKy
MEPOKCHJIOM BOJIOPOJia ¥ TPOJHHOM BO3MOXKHA
MPH JIOBOJIBHO BBICOKWUX KOHIICHTPAIUSAX TMOCIE/I-
mero (Kumar et al., 2012), 9To cTaBuT 11O COMHE-
HUE 3HAYCHHE 3TOro IMpolecca B KIETKaxX pacre-
Huii. Kak oTnenpHasi mpuyMHA aHTHOKCHIIAHTHOTO
JEHCTBUS TPOJIMHA pacCMaTpUBaETCs €ro Crocoo-
HOCTh CBSI3bIBATh MOHBI METAIUIOB C MEPEMEHHOM
BAJICGHTHOCTBIO U TEM CaMblM OTpPaHUYMBAThH He-
(epMeHTaTHBHBIE CBOOOAHOPAANKAIbHBIE TPOLIEC-
cel (Liang et al., 2013). IlogpoOHO MexaHU3MBI aH-
THOKCUJIAHTHOT'O JICHCTBHS MIPOJIMHA PACCMOTPEHEI
B paborax Kumar et al. (2012), Liang et al. (2013),
a Takke HameMm HegaBHeM o03ope (KomymaeB u
Ip., 2014).

[IponuH B pacTEHUSX MOXKET CHUHTE3UPO-
BaThCS IBYMs MYTSAMH — U3 TJyTamara WX OpHU-
TuHa. CyMTaeTcs, 4TO CHHTE3 MPOJIMHA, WHAYIIU-
POBaHHBIN JAEHCTBUEM CTPECCOPOB, MPOUCXOAUT B
OCHOBHOM 10 TiyramatHomy myTtu (Liang et al.,
2013). KitoueBbiM (hepMEHTOM 3TOTO MyTH SIBIISI-
ercst A'-mmppomnun-5-kap6okcunarcuntasa (II5KC,
K® 2.7.2.11/1.2.1.41). KoneuHslii IpOAYKT peak-
MK, KaTalu3upyeMoi 5tuM depmentom — Al
nupposrH-5-kapoonosas kucioTsl (I15K), kotopast
3aTeM BOCCTAHABIMBACTCA JO IPOJIHMHA C IIOMO-
1019 %0) HAI®H-3aBucumon A'-tupponnn-5-
kapOokcunar-peaykrassl  ([ISKP, Kd 1.5.1.2).
YkazaHHble ()EPMEHTHI BBISBIICHBI B IMTOTUIA3ME U
xyoporuiactax. B opautuHOBOM TyTH IISK 00pa-
3yercss W3 OpHUTHHA C YYacTHeM OPHUTHH-O-
amuHoTpanchepazsl (OAT, Kd 2.6.1.13). Otot
IPOILECC Yy PacCTeHUH MPOMCXOANUT B MUTOXOHIPU-
ax (Szabados, Savoure, 2009) Ero Bknax B cuHTE3
MPOJIMHA /IO CHX IOp OCTaeTcs MPEeIMETOM JIHC-
kyccuu (cM. 0030p: Komymaes u np., 2014).

Jerpananus npojiiHa MPOUCXOJUT B MHUTO-
XOHJIPUSIX MYTEM IOCIEA0BATEIBHOTO OKUCIICHHUSI
npoxuaaeruaporenazoit (I, K 1.5.99.8) mo
I[I5K w 3areM  OUPPOJIMH-5-KapOOKCHIIAT-
nerugporenazoit (IIKAL, KO 1.5.1.12) mo rmyra-
Mata. Ilpu 3TOM CKOpPOCTH jAerpajaiu MpoJIMHA
ompexensiercs aktuBHocThto T/ (Liang et al.,
2013).

Bo MHOrmx uccieloBaHUsSX COOOIMAeTCs O
TOBBIIIICHUN COJIEPKAaHUS MPOJIMHA B PACTCHHAX B
OTBET Ha JIEUCTBUE CTPECCOPOB Pa3INIHON MPUPO-
nbl (Komymaes u nip., 2014; Hossain et al, 2014).
Tak, mpu JUIMTENBHON XOJIOJIOBOM aKKIMMalluu
pKM cofep KaHKe MPOIMHA Bo3pacTajo nouty B 10
pa3 (Koster et al., 1992). C npyroii ctopoHsl, mpo-
POCTKH PXH, KOTOPbIE, B OTIUYHE OT MOPO30CTOM-
KHX COPTOB IIIEHUIIBI, MPOSBISIIN KOHCTUTYTHUB-
HYI0O MOPO30YCTOHYHBOCTB, COJEpXKalu OoJbluee
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KOJMUYECTBO 3TOM HMHUHOKHUCIOTH (KomymaeB u
op., 2015). Copr «imyOHMKH, HaKaIDTHBAIOIIAN
OoJpIIIee KOJMYECTBO MPOJIMHA, OBLT O0Jiee yCTON-
YUB K HU3KUM TEMIIEpaTypaM M COXPAaHsJI aKTHB-
HOCTb AHTHOKCHJAHTHBIX (DEPMEHTOB TMIpH JIEi-
cteum rumorepmun (Luo et al., 2011).

3HaveHHe TPOIMHA Kak ¢akTopa, BaKHOTO
JUISL BBDKUBAHUS TIPH JICUCTBUH CTPECCOPOB, TAKXKe
yIanoCch MOATBEPAUTH B DKCIIEPUMEHTaX C TpaHC-
TeHHBIMU pacTeHusiMd. Hampumep, pactenust Ta-
Oaka, oskcmnpeccupytome rteH II5KC  Vigna
aconitifolia, makarummBamu B 10-18 pa3 Gosbiie
NpOJIMHA TI0 CPaBHEHHWIO C KOHTPOJIBHBIMU pacTe-
HUSAMH ¥ XapaKTepPH30BAIHNCh BBICOKOH colle-
ycroiuuBocteio (Kavi Kishor et al., 2005). ¥V pac-
TEHHH caxapHOTO TPOCTHHUKA, TAKKE TPaHCPOPMU-
poBannbix renom IISKC u3 Vigna aconitifolia, B
YCIIOBHSAX 3aCyXH OKHCIHUTEIBHBIE ITOBPEKICHHS
NPOSIBISUIMCH 3HAYUTENBHO cliabee, 4eM Yy KOH-
tponbHbIX pactenuit (Molinari et al., 2007). Pac-
TCHUS-PETCHEPAHTHl  MOJICOMTHEYHUKA, HECYIIHe
neyxuenoyeunslit PHK-cynpeccop ITAI, otnnya-
JIMCh IOBBIIICHHBIM COACPKAHUCM IIPOJIMHA WU BbBI-
COKOH yCTOMYMBOCTBIO K OCMOTHYECKOMY CTPECCY,
CIOCOOHOCTBIO COXPAHATH IyN (POTOCHHTETHYE-
CKHUX NHUIMCHTOB B YCJIOBHAX IMOYBEHHOM 3aCyxu
(Kommucapenko u ap., 2015).

OTMmeuaeTcs OJI0KUTENBHOE BINSHUE K30~
TeHHOr0 NPOJIMHA Ha yCTOWYMBOCTb PACTEHUH K
cTpeccopam. Tak, 3K30T€HHBIH MHPOJMH CHOCOO-
CTBOBAJI MPOPACTAHUIO CEMSH BHUTHBI TPU JIEH-
CTBHM HHM3KHX TEMIEpaTyp M yMEHbIIAJ COAEprKa-
Hue B mpopocTtkax npoxykra IIOJI manoHoBOTO
muansaeruga (Posmyk, Janas, 2007). TTox BaustHU-
€M TpOJIMHAa TOBBIIIATACh TETUIOYCTOWYMBOCTh
pactennii Hyta (Kaushal et al., 2011). B To xe
BpeMs B HAIIUX HKCIEPHUMEHTAX BBISBICHO, YTO
3Kk30reHHbIN npoiuH (1 MM) mpensTcTBoBan pas-
BUTHIO TEIJIOYCTOMYMBOCTH HMPOPOCTKOB, UHITyLIU-
POBaHHOMY KpaTKOBPEMEHHBIM 3aKaJIMBAIOIIUM
nporpeBoM. [Ipu 3TOM TponuH cHUMAN 3PQeKT
YBENIMYEHHS COACPKaHWUS IMEPOKCHIA BOJOpPOJA B
KOPHSIX MPOPOCTKOB IMIIEHUIIBI, BBI3BIBAEMBIN AEH-
CTBHEM TIOBBIIICHHON TeMmiiepatypsl (Baitmep u
np., 2014a). IIpeqnonaraercsi, 9T0 TAKUM 00pa3oM
MpOJNMH npensTcrBoBan nepenaue APK-curnana,
HMHAYLHUPYIOIIErO Pa3BUTHE TEMIOYCTOWYMBOCTH.

B nHacrosiiee BpemMs CTaHOBHUTCS IOMYJISIp-
HOM TUIOTE3a, COTJIACHO KOTOPOW MPOJIMH MOXKET
BBICTYIIaTh B KAYECTBE META0OIMIECKOTO CHTHAJA,
PEryIUPYIOLIEro OKHUCIIUTEIIEHO-BOCCTAHOBH-
TEJIBHBIA TOMEOCTa3 M AKCIPECCUI0 HEKOTOPBIX Te-
HOB cTpeccoBoro orBeta (Hossain et al, 2014). B
TO K€ BpeMs SKCIIEPUMEHTAIBHBIX JI0KA3aTEIbCTB
y4acTus IPOJIMHA B PETYIISIIIUA SKCIIPECCHH T€HOB,
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MPUYACTHBIX K aJalTHBHBIM PEaKIUsIM PACTCHUH,
Moka HemoctaTouHo. [Ipu 3ToM 3adUKCHUPOBAHO
HeMano (eHOMEHOB, KOTOphIe HE BIUCHIBAIOTCS B
KJIACCHYECKHE TIPEICTABICHHS O TPOJUHE KaK Tmac-
CUBHOM OCMOJIUTE.

B pabore Nounjan, Theerakulpisut (2012)
MOKA3aHO YMEHBIICHHE COACPXKAHUS IIEPOKCHAA
BOJIOpOZia B 6-HEBHBIX NMPOPOCTKAX PHCA IPU CO-
JIEBOM CTpecce IMOJ BIMSAHHUEM 3K30T€HHOTO IPO-
nuHa. [Ipu 3TOM MponvH OKa3bIBall BIAMSHUE W HA
AKTHBHOCTH KJIFOYEBBIX AHTHOKCHIAHTHBIX (ep-
MEHTOB. B BapuaHTe ¢ IpOTMHOM yBEIHUYEHHE aK-
tuBHocTH CO/] 1 ackopOaTnepokcunasbl, BEI3bIBA-
emoe NaCl, ObIIO MeHee CyIHIeCTBEHHBIM, YeM B
BapuaHTe 0e3 00paboTku mponuHOM. B mocterpec-
COBBIM MEpuoJ,, HA00OPOT, B BapUaAHTE C MPEI00-
paboTKOM TMPOIIMHOM aKTHBHOCTH ATHX (DepMEHTOB
Obl1a BhIIIE. DTH TaHHBIE KOCBEHHO YKa3bIBAalOT Ha
HEOJJHO3HAYHOE BIHUSIHUE MPOJIMHA Ha IKCIIPECCHIO
T'€HOB aHTHOKCHAAHTHBIX q)epMCHTOB.

B mocnenHee BpeMsi MOJIy4eHBI JAHHBIC O
BOBJICYCHUH MPOJHMHA B PETYISIHIO SKCIPECCHU
TeHOB aHTHOKCHIAHTHBIX (D)EPMEHTOB U C HCIIOJb-
30BaHUEM MOJICKYJSIPHO-TEHETHYECKUX MOAXOJIO0B.
VY TpanchopMupoBaHHBIX THOPHIOB IpednpyTa U
nmoHnupyca, nedektHsix mo cuaresy [ISKC, orme-
Yajach YCWJICHHAsh OSKCIPECCHs TEHOB Ppa3HbIX
¢dopMm ackopbarnepokcunasel, Fe-CO/, Mn-COJl
U XJIOPOIUTACTHOW TIYTaTHOHPEIYKTa3bl B (H3HO-
JIOTUYECKH HOPMAJIBHBIX YCIIOBUSIX M IIPU BOIHOM
ctpecce (Carvalho et al., 2013). MosxHO monarats,
YTO B JJAHHOM CIIy4ae MpPOJHMH BBICTYIIAeT B POJIH
HETaTUBHOTO PETYJISTOpa SKCIPECCUH TEHOB aHTH-
OKCHJIAHTHBIX (hEPMEHTOB.

B Hammx HCCIenoBaHUAX TMOKA3aHO, 4YTO
00paboTKa MPOPOCTKOB MPOJIMHOM HHUBEIHpOBAJia
BBI3BIBAEMOE KPATKOBPEMEHHBIM TEIUIOBBIM 3aKa-
JIMBAHUEM TOBBIIICHUE AaKTHBHOCTH aHTHOKCHU-
nauTHeIX (GepmentoB — CO/Jl, ackopOaTnepokcu-
Ja3pl W TBasgkoinepokcuaassl (Baitmep u np.,
2014B). B 10 e BpeMs mpu oOpabOTKe MPOpPOCT-
koB 1 MM BammHOM TOMOOHBIX 3(PQEKTOB HE
HaOJTFO1IT0Ch.

Wnble pe3ynbTaThl ObUIH TTONYyYEHBI IPU HC-
CJIEJIOBaHUH BIIMSHUS TPOJIMHA HA aKTHBHOCTH aH-
TUOKCUIAHTHBIX ()EPMEHTOB B JIUCTHAX MPOPOCT-
KOB TIpoca MpHU COJEBOM cTpecce M B (PU3HOJIOTHU-
YecKH HOPMaJbHBIX ychoBmsax. OOpaboTka 3K30-
TCHHBIM TPOJMHOM HE BIMsJIa Ha aKTUBHOCTh
(depMEeHTOB B  (DM3HUOJIOTUYECKH HOPMAJbHBIX
YCIIOBHUSIX, OJHAaKO CIOCOOCTBOBAaJIa COXPAHEHUIO
noBeIieHHON akTuBHOCTH COJ] M rBasKoJIIepOK-
CUZA3bl B YCIOBUSX COJEBOTO CTPECCA, YTO MOXKET
OBITH OOYCIIOBIIEHO HEIOCPEIACTBCHHBIM IPOTEK-
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TOPHBIM JICHCTBHEM MPOJIMHA Ha MOJEKYJIBI (hep-
MeHToB (Batiaep u mp., 20146).

YCcTaHOBIICHO, YTO MPONMH 00JamaeT Cro-
COOHOCTBIO TIpEOTBpaIaTh oOpa3oBaHUE arpera-
TOB OEJIKOBBIX MOJICKYJ TpH JEHCTBUU ACHATYpH-
pyrorux arentos (Samuel et al., 2000). ITokaszano
€ro 3alUTHOE BIHMSHHE HAa HUTPATPEAyKTa3zy pac-
TEHHUH puca, MOABEPTHYTHIX JACUCTBUIO OCMOTHYE-
ckoro crpecca u amomuHus (Sharma, Dubey,
2005). B ycnoBusix in Vitro mponuH BOCCTaHABIIHU-
Basl akTuBHOCTH, PHKa3bl npopocTkoB puca mocie
JEHATYypUPYIOLIETO ACHCTBHUS apceHHUTa Ha STOT
oenok (Mishra, Dubey, 2006). B kympTypax kie-
TOK ITOKa3aHO TIOBBIMIEHNE 3K30T€HHBIM ITPOJITMHOM
aktuBHOcTH COJl, Katamaswl, epMEHTOB acKop-
0aT-rJIyTaTHOHOBOTO IMKJIA NPU JCHCTBUHM 3acO-
JIEHVs, UOHOB KaJIMHUS, areHTOB OKHUCIUTEIHHOTO
crpecca (Chen, Dickman, 2005; Hoque et al.,
2006; Islam et al., 2009; Xu et al., 2009). B cucre-
Me in Vitro mokasaHo, 4TO MPOJIMH B KOHIICHTPAIU-
ax 200-500 MkM criocoOCTBOBANl COXpAaHEHHIO aK-
THUBHOCTM MaJaTACTUIPOTEHAa3bl MpU JACHCTBUU
100 MM xnopuna natpus (I'punaun, 2010).

B nenom nponuH, mo-BUANMOMY, OKa3bIBaeT
MHOTOTpaHHOE JCWCTBHE Ha (PYHKIHOHHPOBAHHUE
pacTeHudl B CTpECCOBBIX yciuoBusX. llpu sTom
MHOTHE ero 3¢ QeKTsl 00YCIOBIEHBI MPSIMBIM H
KOCBCHHBIM BJIMSIHUEM Ha IMPO-/aHTHOKCHIAHTHOE
paBHOBecHe B KJeTKax. B To ke Bpems cienyer
OTMETHTH, YTO MPOJIMH MOXET OKa3bIBaTh HE TOJIb-
KO aHTHOKCHIaHTHOE, HO U MPOOKCHIAHTHOE JIeH-
crBue. Karabomu3M mnpoiavHa B MHUTOXOHIPUSIX
MOXET BBI3BIBATH ycCWiIeHHe oOpasoBanus ADK
(Miller et al., 2009). V pacrenuii apabumorncuca
NpU peakiMyd CBEPXYyBCTBUTEIHLHOCTH Ha HH(U-
UPOBAaHUE ABUPYJICHTHBIMU INATOr€HAaMH (Hampu-
mep, Pseudomonas syringe) HakoruieHHe MpoJIMHa
COTIPOBOX/IAJIOCH TOCIEAYIOIUM YCHJIEHHUEM 3KC-
npeccun reda IIJII°, OOBBIIIEHMEM AKTUBHOCTH
9TOr0 (epMEeHTa M, KaK CIICACTBUE, YBEINYCHUEM
konmuectBa [1SK (Cecchini et al., 2011). IToka3a-
HO, uT0o B couetanun ¢ ADK IISK MoxeT OBITH
tpurrepom amonto3a (Deuschleet al., 2004; Fabro
et al., 2004).

3aknouenue

AHTHOKCHJIAaHTHAsl cUCTeMa pacTeHud (u,
NO-BUIAUMOMY, JPYTHX a’3pOOHBIX OPraHU3MOB)
SIBIISIETCS] CJIOKHOW M MHOTOKOMMOHEHTHOH. Oco-
OeHHOCTH ee (YHKIMOHMUPOBAHUS COCTOST B MHO-
roctaguiHbix 3¢dexrax, BKIIOYAIOMUX aJJUTHUB-
HBI€, CHHEPTUYECKHE M aHTarOHHNCTUYECKHE B3aW-
moneictBus mexay AO (Ilpaxemosa u mp., 2011).
OCOOCHHO CIOXKHOW W Pa3HOOOpa3HOM SBIIsETCS
HEIH3UMATHYECKasi COCTAaBISIIOMIAs  AHTHOKCH-
JIAHTHOM cHuCTeMBl. E€ MHOrO4MCIEHHbIE KOMIIO-
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HEHTHI OKa3bIBAIOT KaK MPSIMOE, TaK M KOCBEHHOS
AHTHOKCHJAHTHOE JEHCTBHE, B OCHOBE KOTOPOTO
MOTYT OBITH MEMOPaHOMPOTEKTOPHIHE, IMIATePOH-
HBIC, CUTHAJIBHO-PETYIIATOPHBIC U JIpyrue 3¢ Qek-
161 (Komymaes u mip., 2014). IloMmumo paccMoTpeH-
HBIX B HacTosIeM o03ope kiaaccuaeckux AO — ac-
KOPOWHOBOW KHUCIIOTHI, TIYyTaTHOHA, TOKO(EPOJIOB,
KapOTUHOHJIOB, (DJIABOHOMIIOB M MO YHKITHO-
HAJIBHOTO CTPECCOBOTO METa0ONNTa IMPOJIMHA, aH-
THOKCH/IaHTHBIE (DYHKIMH MOTYT BBIIOJHATh W
JIPYTHE COCIUHECHUS — HEKOTOPhIC aMUHOKHCIIOTHI,
B 0COOEHHOCTH cepycoaepkanie (UnCTAKOB,
2008), caxapa (CunpkeBud u Ap., 2009), momma-
munbl (Ky3nenos u ap., 2006) u np. B nocnenuue
rofbl pazpadaTbIBaeTCsl TUIOTE3a, COTIACHO KOTO-
pOii TPOTEKTOPHBIM TIOTEHIIMAJIOM O00JaJaloT He
Toapko AQO, HO U 3HAYMTENBHOE YKCIIO BEIICCTB,
WHIYNUPYIOIIUX 00pa3oBaHHE YCTOWYHMBHIX K
A®K xon(popmaruii Makpomonekyn (UucTsakos,
2008), a Takke COeTUHCHHWH, 3aJCHCTBOBAHHBIX B
BOCCTaHOBJIeHUH noBpexaeHHbx ADK ¢uzmnoso-
rudeckn BakHbIX MoJekyn (IIpamemoBa u mp.,
2011). Ilpemmonaraercsi, 9TO AaHTHOKCHIAHTHAS
CHUCTEMa 3aperyjupoBaHa MHOXKECTBOM BEpTH-
KaJIbHBIX M TOPU30HTAIBHBIX CBs3eH, 00pasys
«pYHKIHOHATEHO YIIPYTYIO» CETEBYIO CTPYKTYPY,
HanoMuHaromnyt nayruny (Huctsakos, 2008).

XapakTep (YHKIIMOHAIHHOTO B3aMMOJICH-
ctBusi AO pacTeHuil 10 CUX TOp M3YYEH €i1abo, 3TO
KacaeTcss Kak B3aMMOOTHOIICHHH MEXIy HH3KO-
MoJieKysipHbIMH AO, Tak M MX BIMSHUS Ha ak-
TUBHOCTb W KCIIPECCHIO T€HOB aHTHOKCHIIAHTHBIX
(epMeHTOB. AHTHOKCHIAHTHOH cCHCTEMe TpUCYyIIa
M30BITOYHOCTh KOMIIOHEHTOB, OJHAKO HMX B3aHM-
Hasl Peryisuus, NO-BUIUMOMY, MO3BOJISET KIIETKE
HaXOJIUTh ONTHMAILHYIO «IIEHY aJalTaluny K
OKHCTUTENbHOMY cTpeccy. HemoctaTok omanx AO
MOET OBITh KOMIIGHCHPOBaH HAJIMYUEM JAPYTHX.
Hanpumep, y nuanm apadbunorncuca vtel, nedekr-
HOW 10 CHHTE3Y BCEX YEThIpeX POpPM TOKOPEPOIJIOB
(0, B, vy 1 8), OTMEUATIOCH MOBBIIIIEHHE COAEPIKAHUSI
IpyruX HU3KOMOJIEKYISIpHBIX AO — KapoTHHOU-
JIOB, aHTOIMaHOB W riyrathona (Semchuk et al.,
2009). Ilpu neificTBUM COJIEBOTO U OKUCIUTEIHHOTO
CTpeccoB y JuHUH Vie4, nedeKTHOH 1Mo CUHTE3Y O
U B-TOKOQEpOosIOB, TMPOUCXOIUII0 Ooliee cCylile-
cTtBeHHOe moBbineHue aktuBHocT COJl u dep-
MEHTOB ackopOaT-TTyTaTHOHOBOTO LUKJIA
(Semchuk et al., 2012).

B TO Xe Bpems ecTb HMpHUMEpBl CHHKECHHS
AKTUBHOCTH OTJICNBHBIX aHTHOKCHIAHTHBIX (ep-
MEHTOB NPU T€HETHYECKHUX TpaHChOopMaIusax Tud0
9K30T€HHBIX BO3/JCHCTBUAX, YBEIMYMBAOIIUX CO-
JIep>KaHue HU3KOMOJIEKYJISIPHBIX coelMHeHui. Taxk,
y pacreHuil kaprodens, TpaHC(HOPMHPOBAHHBIX
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TeHOM APOXOKEBOW MHBEPTA3bl U HAKAILIMBAIOLIMX
TIOBBIIIIEHHOE KOJHMYECTBO CaxapoB B JIMCTHAX, a
TaK)Ke y PacTeHWH TUKOTO THUIA, BBIPAIINBAEMBIX
Ha cpesie ¢ caxapo3oi, oTMedanach Oojiee HH3Kas
aktuBHOCTh CO/l, yem y xoHTpONbHBIX (CHHBKE-
BHY U 11p., 2009). IIpeamomaraercsi, 9T0 3TO CBs3a-
HO CO CIIOCOOHOCTBIO Caxapo3bl CBSI3BIBATH paju-
kanbHele ADK, 1.e. COJl u caxapa paccmaTpuBa-
I0TCA Kak (YHKIHOHAIBFHO B3anMO3aMeHsIeMbIe
KOMIIOHEHThl aHTUOKCUIAHTHOM CHUCTEMBL. Bblie
NPUBOJIMIINCH TIPUMEPHI OTPUIIATEIIEHOTO BIUSHUS
MPOJIMHA HA aKTUBHOCTH M SKCIIPECCHIO T€HOB aH-
THOKCUAAHTHBIX (pepmeHTOB. C MpYyroi CTOPOHBI,
UMEIOTCS. TPUMEpBl TOBBILICHUS! TOA BIHSHUEM
3K30I€HHOTO MPOJIMHA COAEpkKAaHHUA APYTUX HU3-
KOMOJIEKYISpHBIX AO — acCKOpOMHOBOM KUCIIOTHI U
rinytariona (Kaushal et al., 2011). Oqaum u3 00b-
SCHEHUH MOAO0OHBIX d((PEKTOB MOXKET ObITh CBOM-
cTBO nponnHa nepexsarbiBaTh ADK u TeM cambiM
CIocoOCTBOBATh COXPAHEHHUIO ITyJla HU3KOMOJIEKY-
nsapHbIx AO.

Bkrnang pasnmuuneix kommoneHtoB AQO cu-
CTEMBI B 3alIUTy OT OKHCIUTEIHLHOTO CTpecca Mo-
JKET UMETh BUIOBBIE ocoOeHHOCTH. [lo-Buammomy,
3TO TIPOSIBIISICTCS TP aJalTaIliy 3JaKOB K Jei-
CTBHUIO HU3KUX TeMmIiepatyp. Tak, KOHCTUTYTUBHAs
MOPO30YCTOHYHBOCTh DKM, TPOSBILIOMIAscCS 0e3
3aKaNMBaHUA, MOXKET OBITH 00YCIOBIIEHA BEICOKAM
0a30BBIM  COJIEP)KAaHMEM  HU3KOMOJIEKYJISIPHBIX
MIPOTEKTOPOB — CaxapoB M OCOOEHHO TPOJIMHA
(Komymaes u ap., 2015). Ilpu sToM y He3akayeH-
HBIX TIPOPOCTKOB PXKM MPOSBIISAIACH M YCTOHYH-
BOCTh K OKHCJIMTEIBHBIM MOBPEXKICHUSIM, BbI3bIBA-
€MBIM ITPOMOPAXKHBAHUEM, YTO BBIPAKAIOCH B OT-
CYTCTBUU XapaKTEPHOTO IS APYTUX BUIOB 371aKOB
MOBBIIICHUS coaepxkanust npoaykros [IOJI. B
MIPOSIBJICHUH MOPO30yCTOHYMBOCTH ITPOPOCTKOB
MSTKOW TIIEHUIIBI, MO-BHIAMOMY, TaKK€ WUTPAIOT
pOJIb caxapa W TPOJIHH, OJHAKO YBEIHMYCHHE UX
COJICP)KaHUsl, HEOOXOAMMOE JUIS JIOCTIDKEHUS
OTIPEICTICHHOTO YPOBHS  MOPO30YCTOMYMBOCTH,
MPOUCXOANT TOJIBKO TIOCIIE BO3JEHCTBUS 3aKallH-
BaOIMX Temrmeparyp. Takke yCTaHOBJIICHO, UYTO
OCOOCHHOCTHIO MOPO30YCTOHYMBEIX 3JIaKOB SIBIISI-
€TCS MX CITOCOOHOCTh K HAKOIIJICHHUIO TPOJIMHA TIPU
JIEMCTBUH OTPULIATEIBHBIX TeMIiepaTyp. Bo3moxk-
HO, YTO TMPOJIUH, MPOSBISASA YIOMSIHYTHIC BBIIIEC
CBOMCTBA MOJICKYJISIPDHOTO IIAriepOHa, CHOC00-
CTBYET COXPAHCHHIO AKTUBHOCTH aHTHOKCHIAHT-
HbIX (DePMEHTOB B yciioBusiX kpuoctpecca (Komy-
naes u 1ip., 2015).

Bzanmozamensiemocts AO, ux (QyHKIIMOHA-
JBHOE B3aUMOJCHCTBHUE APYT C OPYroM, 0e3ycioB-
HO, IPUIAET CTaOMIBHOCTD M HAJIE)KHOCTh aHTHOK-
CHUIaHTHOM cucreme B nenoMm. OnHaKo 3T OcoO-
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OCHHOCTH CO3/1al0T 3HAYMTEIBHBIC TPYIHOCTH B
W3YYEeHUH BKJIa/la OTAENbHBIX KOMIIOHEHTOB B (Y-
HKIIMOHWPOBAHHUE aHTUOKCHIAHTHOMN CHCTEMBI U €€
pOJIU B IICJIOM B aJaNlTallii PacCTCHUHN K JICHCTBUIO
cTpeccopoB. [pyras CII0)XHOCTh B M3YYEHUU POIH
AO (0cobeHHO HHU3KOMOIIEKYISIPHBIX) 00YCIIOBIe-
Ha UX MOJU(PYHKIMOHAIBHOCTBIO, B OCOOCHHOCTH
y4acTUEM MHOTHX M3 HUX B KJICTOYHOM CHUTHAJIHH-
re. B To e BpeMs MOXXHO Ha/IeAThCS, 9YTO PACCMO-
TpeHHE AaHTHOKCHIAHTHOW CHCTEMBI M OTIENBHBIX
AO c no3unuii ux (pyHKIIHMOHAIEHOTO B3aUMO/ICH-
CTBUSL JIPYT C JIPYrOM, yYacTHSl B BBHIOJHEHWUHU
npyrux (pyHKIHH (B YaCTHOCTH, CHTHAJIBHBIX) CO3-
JacT MPEANOChUIKH Uit OoJiee IeleHanpaBIeHHO-
ro 1 3¢ (HEKTUBHOTO U3yUEHUS MEXaHWU3MOB aJIarl-
TalU{ PacTCHUI.
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PHYSIOLOGICAL FUNCTIONS OF NONENZYMATIC ANTIOXIDANTS IN PLANTS
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The participation of nonenzymatic antioxidants (ascorbic acid, glutathione, tocopherol, carotenoids,
flavonoids and proline) in the antioxidant defense system and the adaptation of plants to stressors is
considered. Particular attention is paid to the functional interaction of low-molecular-weight
antioxidants between themselves and with the enzymatic antioxidants. Functions of antioxidants
which not related to the direct disposal of reactive oxygen species are described briefly.

Key words: nonenzymatic antioxidants ascorbic acid, glutathione, tocopherol, carotenoids,
flavonoids, proline, reactive oxygen species, plants adaptation

®IBIOJIOTTYHI ®YHKIII HEEH3UMATUYHUX AHTUOKCHUJIAHTIB POCJIMH
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PosrnsHyTO yuacTh He(hepMEHTATHBHUX aHTHOKCHAAHTIB (aCKOPOIHOBOI KHCIIOTH, TIYTaTIOHY, TO-
Ko(epoJIiB, KAPOTHUHOIIB, (PITABOHOIMIB i MPONIHY) Y CHCTEMi aHTHOKCHUIAHTHOTO 3aXHCTy Ta aJal-
Tarii pociuH A0 Aii crpec-akropiB. OcoOMUBY yBary npuiiieHo QYHKIIIOHANBHIN B3a€MOIIT HU3b-
KOMOJIEKYJIAPHUX aHTHOKCHAAHTIB MK cO0O0I0 1 3 (hepMEHTATUBHUMHU aHTHOKCHIaHTaMH. KOpoTko
onmcaHi QYHKIIT aHTHOKCHJIAHTIB, HE TOB'A3aHI 3 MPSIMUM 3HEIIKOKEHHSIM aKTUBHUX (OpM KHC-
HIO.

KuarouoBi ciaoBa: ueensumamuuni  anmuoxkcuoaumu, dackopOiHO8a  KUCiomd, —21ymamioH,

moxogepon, Kapomunoiou, Giagonoiou, npouin, aKmueHi Gopmu KUcCHio,
aoanmayis pociun
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