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PaccMoTpeHbl MeXaHU3MBI PETYJISIIUU COCTOSIHUSI aHTUOKCUAaHTHOM cucteMbl (AOC)
pacTeHUit ¢ yyacTMEM CUTHAJbHBIX IMTOCPEIHUKOB (MEPOKCHIAa BOAOPOAA, MOHOB Kajlb-
1IMsl, OKCHIA a30Ta, cepoBoaopoaa). OTMeUeHO, YTO BIUMSIHUE aKTUBHBIX (hOpM KHCJIO-
poaa (ADK) na AOC moxer ObITh KaK pe3yJIbTaTOM OKHUCJIUTEJIbHON MOIUbUKAIIUK
0eJIKOB, YYACTBYIOIIMX B TPAHCAYKIIMU KJIETOYHBIX CUTHAJIOB, TaK W CJIEACTBUEM ITO-
BPEXACHUSI UMU OTAEIbHBIX KOMINOHEHTOB AOC, MPUBOISIIET0O B KOHEYHOM MTOTe K
dopmupoBanuio ADK-curHasa m M3BMEHEHUIO 3KCIPECCUU T€HOB, MPUYACTHBIX K
aHTUOKCUJAHTHON 3aniuTe. OKCUA a30Ta B 3aBUCUMOCTU OT XapakTepa OKUCIUTENb-
HOI MoaudUKAaLMA MOXET HEMOCPEACTBEHHO BBI3bIBAaTh KaK MOBBIIICHHUE, TaK U I10-
HUXXEHHE aKTUBHOCTM aHTHOKCHUIAHTHBIX (DepMEHTOB. B TO ke BpeMsl Mo BIUSTHUEM
NO akTUBU3UPYIOTCSI KOMIIOHEHTBI CHUTHAJbHOI CETH, YYACTBYIOILIME B PETYJSIIIUM
9KCIIPECCUM T€HOB aHTMOKCUIAHTHBIX (hepMeHTOB. [Ipsimast Mogudukaius GyHKIMO-
HaJbHBIX TPYNI OEJKOB (CepocoaepXallnux, METAICOAEePXKAalllMX) MOXeT ObITb OCHO-
BOIi BIMSAHMS cepoBofoposna Ha komnoHeHThl AOC. YcraHoBieHo, yto aeiicteue H,S
Ha aKTUBHOCTb AHTMOKCHUIAHTHBIX (DEPMEHTOB 3aBUCUT M OT JIPYIrMX KOMIIOHEHTOB
curHanbHOM cetu. B mpoueccax unayuupobanust AOC ¢putoropmoHaMu (3KacCMOHOBOI
WU CaJUIIMIOBOM KUCIOTaMu, OpacCHMHOCTEpOMIaMU) MPUHUMAIOT ydacTue KIII0YeBbIe
curHaibHbie TTocpenHuku — ADPK, okcun azora, MOHBI KalbllUs.

Karouesvie cnoea: aHTUOKCUIAHTHAS CUCTEMA, CUTHAJBHBIE IMOCPEIHUKU, aKTUBHBIE
(popMBI KMCIIOPOA, OKCHJ a30Ta, KaIbLIMii, CEPOBOAOPO, CTPECCOBLIE (PMTOIOPMOHBI.

OKuCIUTENIbHBIN CTpecC, Mo KOTOPbIM MOApa3yMeBaIOT HapylleHue OajaHca
MEXIy MPOOKCUIAHTAMU U aHTUOKCUAAHTAMU, SIBJISIETCS CIAEACTBUEM JIEUCT-
BUS Ha JXMBBIE OPraHU3MBI CAMBIX pPa3HOOOPa3HBIX HEOJATOMPUATHBIX (PaKTO-
poB [18, 97]. TlpyuynHamMK HapylIEHMS TaKOTO OajlaHca MOXET OBITh KaK BbI-
3bIBAEMOE CTPECCOBBIMU (DAaKTOpaMu YCUJIEHHE 00pa30oBaHUsI aKTUBHBIX (DOpM
kuciopona (A®K), Tak u TTOBpeKIeHNE OKUCIUTEISIMA KOMITOHEHTOB CHCTe-
MBI aHTMOKCHIAHTHOM 3aluTHl [8].

I'erepams ADK y pacTeHMiT TPONCXOONT B KIJIETOUHBIX CTEHKAX, TJIa3-
MaTUYeCKOM MeMmOpaHe, XJoporuiacTaXx, MUTOXOHAPHUSIX, TEPOKCHCOMax W,
BO3MOXHO, B IpPYyrux KommnapTMeHTax [46]. OcoGeHHO «OaaronpusTHbie» yC-
JIOBUS UIST YCWJICHUSI CToXacTHMdecKoro ob6paszoBanuss ADK mpu neiicTBum
CTPEeCCOPOB BO3HUKAIOT B MEMOpPAHHBIX KOMILJIEKCAX XJOPOILJIACTOB U MUTO-
xoHIpuii [8, 46]. B yacTHOCTH, B XJI0poIiacTax Takue 3(Pp@eKTHl MOTYT OBITh
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CBSI3aHBI C YMEHBIIICHNEM B CTPECCOBBIX YCIOBUSAX (HAIIpUMeED, TIPH IEHCTBUHN
3aCyXH, 3aCOJIEHMH, BBICOKUX Temrneparyp) pukcauuu CO, u, KaK CIeACTBUE,
co cHmXeHneM pacxomoBaHus Iyaa HAIIDH, «mepeBoccTaHOBIIEHUEM» 3JIe-
KTPOHTPAHCIIOPTHBIX IENei M «yTeUYKOM» 3JIEKTPOHOB K MOJIEKYISIPHOMY
kuciopony [47].

Cxkopoctb reHepanun ADK B MUTOXOHAPHSIX TAKKe CYIIECTBEHHO 3aBH-
CHUT OT CTEIIEHW BOCCTAHOBJICHHOCTH 3JICKTPOHTPAHCIIOPTHON LI W MeMO-
paHHOTO TIOTeHIMAada. Jduccumanus MeMOPaHHOTO TOTEHIIMAA TTPOUCXOIUT
Ipu oKUCIUTETbHOM (pochopunmupoBanun AJI®. B ¢BA3M ¢ 3THM, €CJIN B MU-
ToXoHIpHUsX poctatouyHo AP m oH akKTWUBHO (DOCHOPUIMPYETCS, OTUCCHUIIA-
s MIPOTOHHOTO TpaaueHTa CHIDKAeT MEMOpPaHHBIM MOTEHIMAT W BEPOSIT-
HocTh reHepauuu O, [39]. Tlpu geiictBum crpecc-GakTopoB B
MUTOXOHJIPUSIX OOBIYHO YMeHbIIaeTcs pacxomoBanne AT® m, Kak clieicTBUE,
ny1 AP, yto moBbBIIAeT BepoITHOCTH obOpaszoBaHusg ADPK. OCHOBHBIMU
caiiTaMi YTeUKM 3JICKTPOHOB Y pPAaCTEHWI, KaK M y XMBOTHBIX, CUMTAIOTCS
komiiekenl I u 11T [39]. B nocneaHee BpeMsi TakKe MOJy4eHbl BECOMbIE J10-
KazaTelIbcTBa OOJBIITOTo BKiIaga Komimiekca Il (cykumnatnermaporeHassl, KO
1.3.99.1) B ob6paszoBanne ADPK B MUTOXOHAPUSIX KJIETOK KMBOTHBIX M pacTe-
Hui [55]. B memom Mexanu3mel oopazoBanns ADK B pacTUTeNTBHBIX KIIETKAaX
B OOBIYHBIX U CTPECCOBBIX YCIOBUSX MPOAHAIM3UPOBAHEI B MHOTOUYMCICHHBIX
o63opax [8, 14, 46, 47, 50].

Jna mpemoTBpallleHUs] OKUCIUTEIBLHBIX TTOBPEKICHU GHOMaKpOMOIIe-
KyJ1 1 MeMOpaHHBIX KoMIUIeKCOB ADK B Xoie 3BOJIONMU B PaCTUTEITBHBIX
KJIeTKax copMupoBaach BeCbMa COBEpIICHHAS CHUCTeMa aHTHUOKCUIAHTHOMN
3aIIUTHI, BKIIOYAOIIast B cebs aHTMOKCUAAHTHEIE (DepMEHTHI, HepepMeHTa-
THBHBIC aHTUOKCHIAHTHI, a TAK:Ke METAOOJUTEI, CITOCOOHBIE TIPSIMO MJIN OTIO-
CpeIoBaHHO yYacTBOBaTh B aHTMOKCHIAHTHOM 3allliTe, TaK Ha3bIBaeMbIe He-
crieraIn3MPOBaHHbBIC AaHTUOKCUIAHTRI TUIIA TIPOJIMHA MJIM MOJIHUOJIOB [9, 84].
3a mocemHee BpeMs OIyOJMKOBAHO HEMAaJIo 3apyOeKHBIX M OTCYECTBEHHBIX
0030pOB, MOCBSILEHHBIX KOHKPETHBIM aHTUOKCHIAHTAM pacTeHuii [6, 12, 17,
51]. B HacTtosiieM 0030pe BHUMaHHME COCPEIOTOYEHO Ha MexaHM3MaX aKTH-
BalllM aHTUOKCUIAHTHOMN CHUCTEMBL.

AHTHOKCHUIAHTHASI aKTUBHOCTD TOBBIIIACTCS TIPH IEMCTBUM Ha pacTeHUS
CTPECCOPOB, CUTHAIBHBIX TTOCPEIHNUKOB, a TaKKe CTPECCOBBIX (DMTOTOPMOHOB
[83]. UuanyuupoBanue AOC pa3mMYHBIMM BO3ICHCTBUSIMUA BBI3BIBAET ITOBBI-
IIEHNEe YCTOMYMBOCTH PAaCTEHUU K cTpecc-dakropam. Ilpemmosyaraercs, dro
nHayuupoBanrne AOC, gBISIONIEHCS YHUBEPCAIBHON ITPOTEKTOPHOM CHUCTE-
MO, MOXET OBITh OTHOM M3 OCHOBHBIX TIPUYMH (POPMUPOBAHMS TIEPEKPECT-
HOI YCTOMYMBOCTU pacTeHUI K cTpeccopaM pasjiMyHoi mpupoasl [19, 115].

AHanu3 u oboO1IeHue cBeaeHUii 00 nHaynupoBaHuu AOC 3K30reHHbI-
MU CUTHAJIBHBIMHA TTOCPETHUKAMH U (PUTOTOPMOHAMM MOKET OBITH TTOJE3HBIM
IIJISI TIOHMMaHUs MEXaHM3MOB (DYHKIIMOHWPOBAHUS CUTHAJIBHON CETH pacTe-
HUI B CTPECCOBBIX YCIOBUSIX M IS pa3pabOTKM HOBEIX IPHEMOB aKTUBAIIM
CTPECC-TIPOTEKTOPHBIX CUCTEM PACTCHMUIA.

CurHayibHble mocpeqHukd u peryusinusi coctosiaugs AOC pacrenwmii. [1o-
CpeIHUKAMM C OOJBIIMM CHUTHAJIBHBIM ITOTEHILIMAJIOM, 3acHCTBOBAHHBIMU B
TPAaHCOYKINY B TEHETUUYECKUIA aImmapaT CTPECCOBBIX M TOPMOHAJIBLHBIX CUTHA-
qioB, sBisiotcss A@®K, monbl Kampumsa n okcupn azota (NO) [57, 58]. B mo-
clemHee BpeMSI K YHCITy CUTHAJBHBIX TTOCPEIHUKOB PACTUTEIBHBIX KIIETOK OT-
HocAaT u ceposogopon (H,S) [54].

Ilepokcuo eodopoda. UHayLiupoBaHUE€ aHTUOKCUAAHTHOW CUCTEMbl AcH-
CTBHEM Ha pacTUTENIbHBIE 00BeKTH 3K30reHHBIX ADK TpemcraBisieTcs BIOJ-
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He 3aKOHOMepHBIM. M3BecTHO, yTo y mpokapuoT H,O, MOXET OKUCIATH TH-
OJIbHBIE TPYIIIbl HETIOCPEACTBEHHO B OelKaXx — (pakTopax peryjsiuyu TpaHC-
kpunuuu (Hanpumep, Oxy R) [102]. ¥V sykaproTnuyecKux opraHu3mMoB, B TOM
Yyyclie pacTeHUM, MEeXaHU3M DPEryJisiiMyd TPaHCKPUILMOHHON aKTUBHOCTU C
yuyactieM ADK Gosiee CI0XKHBIA M BKIIOYAET KOMIUIEKC OEJIKOB M IMEINTUI0B
[76, 78]. B ToO ke Bpemsi y pa3HbIX IPYIII OPraHU3MOB IIPsIMbIE MM OIOCPE-
JIOBaHHbIE MOAMG(UKALIMUA LUCTEMHOBBIX OCTAaTKOB (DAaKTOPOB pETryJsLun
TPaHCKPUIILIMU MOTYT BMecTe ¢ (hocopuimpoBaHreM obecrieunBaTh (yHK-
LIMOHMPOBAaHME KOMILIEKCHBIX CUTHAIbHBIX MexaHu3MoB [16]. Ilepokcun Bo-
JIopojia MOXET TakxXXe MHAaKTUBUPOBATb TUPO3UHOBBIE (DocdaTazbl, OKUCISIS
OCTaTOK LIMCTEUHA A0 CYJIb(PEHOBOM KUCIOThI, U aKTMBUPOBATb IyTEM OKMKC-
JIUTEIbHON MoAMGUKAUIMU aMUHOKUCIOT pa3fidyHble TUIIbI MPOTEeMHKMWHA3,
YTO CIOCOOCTBYET MOIAECPXKAHUIO O€IKOB B (DOCHOPUIMPOBAHHOM COCTOSI-
Huu. KOHEYHbIMU LEISIMU TaKOM PEryjasiiud MOTYT OBbITh TPAaHCKPUITLIMOH-
Hble (PaKTOpPBI, PETYIMPYIOLIUE BKCIPECCUI0 T€HOB aHTMOKCUIAHTHBIX (ep-
MEHTOB.

HakormieHa 1oBojibHO Ooratasi (heHOMEHOJO0TUST A(PPEKTOB MOBBILLIEHNUS
aKTUBHOCTM aHTUOKCUIAHTHBIX (PEPMEHTOB U YCHJIEHMSI BKCIIPECCUU COOT-
BETCTBYIOLLIMX T€HOB B KJIETKaX pacTeHWU IMpU JeMCTBUY MEPOKCHIA BOAOPO-
Jla U Ipyrux areHTOB OKHUCIMTEJbHOro crpecca. Tak, oOpaboTKa cpe3aHHBIX
mcteeB apadbugoncuca 10 MM H,O, BbI3biBajia MOBLILIEHUE aKTUBHOCTU Ka-
Tanassl [87]. AT€HT OKHCIMTEJIHPHOIO CTpecca METWJIBMOJIOIeH BBI3BIBAJ I10-
BBILIEHUE KOJMUYECTBA TPAHCKPUIITOB LIUTO30JIbHOM acKopOaTnepoKCcuaa3bl B
JIMCThSIX 1UIMUHATa, ogHako coaepxaHnue MPHK xmopomnnactHbeix dhopm dep-
MEHTa TpU 3TOM He usMeHsuioch [111]. CpaBHUTENIBHO HEJABHO YCTAHOBJIE-
HO, YTO aKTHBALIMs 3KCIIPECCUU reHa ackopbaTrnepokcuaasbl APX2 B TUCThSIX
apabuioricuca IMpoMCXOAUT € yyacTueM BHeKseTouyHoro nyaa H,O, [30].

B 10 ke BpeMs Bo MHOTMX ciydasx curHaia ADPK, MHIynmupyowmmnit aH-
TUOKCUJAHTHYIO CHUCTEMY, MOXET IepeaaBaThCcsl APYTMMU MOCPEAHUKAMU.
Tak, nokazaHo, 4To 00paboOTKa MPOPOCTKOB apabuaorncuca MepokKCUaoM BO-
Jopoa 3anmyckana AByxdasHoe MoBblueHue conepxanusa Ca2t B nuTosone u
MOCJICAYIONIYIO SKCIIPECCUIO TeHa IIyTaTHOH-S-TpaHcdepasnl [88]. Coobmia-
JIoch 00 aKTMBHU3allMK MEPOKCUIOM BOAOpoaa MpoTernHKHa3bl C B pe3ysibTa-
T€ OKMCJIEHMSI OOraThbiX LIMCTEMHOM LIMHKCOAEpXkKallMX YYaCTKOB (TaK Ha3bl-
BaeMbIX LIMHKOBBIX mnanbleB) [16]. Kak wusBectHo, nporerHkuHaza C
KaTajau3upyeT oOpa3oBaHMe WHO3UTON-1,4,5-Tpudocdara, OTKPHIBAIOIIETO
BHYTPUKJIETOUHBIE KaJblIMEBbIe KaHaIbl. BBISIBJIEHO MOBBIILIEHWE KOJIMYECTBA
TpaHckpunToB, akTuBHOCTUM CO/I, ackopbaTnepoKcraasbl U IIIyTaTUOHPEIYK-
Ta3bl B KJIETKaxX JIMCThEB PACTeHUI KyKYypy3bl IMOJ JAEWCTBUEM 3K30T€HHOTO
nepokcuaa Bomopoaa. Ilpu 3ToM BausiHME MEePOKCHIA BOAOPOJA Ha aKTUB-
HOCTb aHTUOKCUIAHTHBIX (DEPMEHTOB HUBEIMPOBAIOCH NPeBaApPUTEIHLHON 00-
pPabOTKOM PACTEHMI aHTATOHMCTAMM KajbLMs M KaJbMOIyIuHa [56].

Kaavyuii. Ha pasanuHbix 00bEKTaX YCTAHOBJIEHO ITOJIOKUTEIbHOE ASH -
CTBME IK30T€HHOIO KajbliMsl Ha 0Opa3oBaHKME TPAHCKPUINTOB U aKTUBHOCTb
aHTUOKCUJAHTHBIX (DEPMEHTOB. BBISIBJIEHO TOBBILLIEHUE aKTUBHOCTHU CyTlep-
okcugaucmyTasel (COJ), KaTanasbl U pacTBOPUMOM (POpMbI MEPOKCHUIA3BI
kinacca III B KoJieonTMIIsIX MIIEHWIBI MO, BAUSHUEM XJopHuaa Kaabous [5].
O06paboTKa JUCTbEB KYKYpPY3bl 3K30T€HHBIM KaJbliIM€M TakKXKe BbI3bIBaja
yBeJIMUEHNE KOJMYECTBA TPAHCKPUNOTOB U MOBbilIeHUE akTUBHOCTU CO/I,
IIMTO30JIbHOM acKOpOaTIIEpOKCHUIA3bl M IIIyTaTHOHPeLyKTasbl [56]. MMeror-
cs CBeleHMS 00 aKTMBM3alMU Karajasbl KomruiekcoM Ca?t/kanbMomyauH y
apabupgoricuca [110].
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BrustHre MOHOB KaJbliMsI Ha aKTMBHOCTh aHTHOKCHIAHTHBIX (PepPMEHTOB
MOXeT peanmn3oBaThbest ¢ yuactieM ADPK. Kak n3BecTHO, MOHBI KaJIbIIUAS TIPSI-
MO ¥ OIIOCPEIOBAHHO (IIyTeM aKTUBU3AIlUM COOTBETCTBYIOIIEH ITPOTEMHKIHA-
3bI) TIOBBIIIAIOT aKTUBHOCTE HAJI®H-oKcnmasbl KIETOK pacTeHWid, KOTopas
SIBJIIETCSI OCHOBHBIM reHepaTopoM ADK [80, 89]. MoxHO noararh, YTO 3TOT
addexT, mpuBomIIIMii K HakormieHnio ADK, crmocobeH aKTMBU3MPOBATH U
aHTUOKCUAAHTHBIE (DepMEHTHI. B MMOJTb3y TaKOTO X0Oma COOBITHI CBUIOCTETHCT-
BYeT, B YaCTHOCTH, HMBEIMPOBAHME AaHTUOKCHUIAHTAMM TIOBBIIICHUS] aKTUB-
HOCTM KaTajas3bl U MEePOKCHUIA3kl B OpraHaX MPOPOCTKOB ITIIICHUIIBI, BBI3bIBA-
€MOr0 JECTBUMEM 3K30reHHOM cou Kanblus [63]. ITo Bceil BeposSTHOCTH [JIst
(opMHpoBaHMS CUTHAA, WHAYLMPYIOIIETO 3KCIPECCUI0 TEHOB aHTUOKCH-
TaHTHBIX (DepMEHTOB, HEOOXOMMMBI OMHOBpeMeHHO M Kanmbluit, 1 ADK. Kak
YK€ 0TMEYaJIoCh, aHTAaTOHWCTHI KaJBIINS HUBETUPOBAIN 3(D(MEKT MOBBIIICHUS
aKTUBHOCTH aHTHMOKCHIAHTHBIX (DEPMEHTOB B JIMCTHSIX KYKYPY3Hl, BBI3bIBac-
MBIl 5K30T€HHBIM IIEPOKCHUIOM Bogopozda [56].

WoHBI Kanblys, MO-BUIUMOMY, 3aeiICTBOBAHBI HE TOJIBEKO B aKTUBM3a-
MY aHTUOKCUIAHTHBIX (DEPMEHTOB, HO M B TIpolleccaX MHIYLIMPOBAHMST Ha-
KOTIICHWUST HU3KOMOJIEKYJIIPHBIX TTPOTEKTOPOB ¢ aHTHOKCUIAHTHBIMU CBOMCT-
BaMM, B YACTHOCTMU IIpOJMHA. Y pacTeHui apabupornicuca ObUIO MOKa3aHO
YrHETEHUE SKCIIPECCUM TeHa Af-Spct, KOTOpblii KogupyeT Al-nmuponuH-5-kap-
OoKcuJlaTcuHTeTa3y (KJIH4YeBO (pepMeHT OMOCHMHTE3a MpoJiMHa) mpu obpa-
0OTKe pacTeHUI aHTarOHMCTaMM KaJiblvs (coblo JjaHTaHa win DI’ TA) nepen
OCMOTHYECKUM CTpeccoM [62]. DTO CBUAETEILCTBYET O POJM BHYTPUKIECTOY-
HOTO KaJbLIs B MHAYLMPOBAHUM CUHTE3a MPOJIMHA B OTBET Ha 00E3BOXMBA-
Hue. Iloa BAMSIHMEM 3K30T€HHOTO KaJlblMs TOBBIIIAJIOCH COAEpPXKaHUE MPO-
JIMHA B pAcTCHMSIX OTyplia, PACTYIIMX B CTPECCOBBLIX YCIOBHSX — TIpH
MOHIKEHHBIX OCBELIEHHOCTH W TemItepaTtype [65]. Ilpu 3ToM Xematop BHeE-
KkeToyHoro Kanblus OI'TA u 610KaTop KajJblMEeBbIX KAHAJIOB Pa3HbIX TUITOB
XJIOpUJ, JJaHTaHa CHUXKaJW ColepxKaHue IMpojrMHa B pacTeHusx. B Heobxoau-
MOM JIJISl CUHTE3a MPOJIMHA TOBBILIEHUY KOHUEHTpalMK LUTo30ubHoro Ca2t,
MO-BUAUMOMY, Y4aCTBYeT MHO3UTON-1,4,5-Tpudocdar, ocBoOOXIaeMbIit U3
MeMOpaHHBIX dochomununoB pocdonumnazoii C, TOCKOIbKY CTPECCUHIYIIN-
POBaHHOE HAKOIUIEHUE TMPOJMHA Y pacTeHUI YrHeTaaoCh MHTUOUMTOpOoM (hoc-
doymmaszer C U73122 [100].

Oxcud azoma. Hapsmy ¢ AOK n moHaM1 KaJblUS B PETYISALINNA aKTHB-
HOCTM aHTUOKCUIAHTHBIX (PEPMEHTOB M COACPKAHUS HU3KOMOJIEKYISIPHBIX
AHTUOKCUIAHTOB MOXET MPUHUMAaTh YIaCTHEe M OKCHI a30Ta KaK BHYTPHKIIC-
TOUYHbIN TTocpeaHuK. DddexkTsl NO MOryT ObITh 0OYCIOBIEHBI TIPSIMOM TTOCT-
TPaHCISIIMOHHONW MoAM(PUKALIEH MOJIEKYT (DepMEeHTAaTUBHBIX OEITKOB M BIH-
STHUEM Ha 3KCIIPECCUI0 COOTBETCTBYIOIIMX T€HOB.

Monudukanuu 6eJKOB OKCHUIOM a30Ta BKJIIOYAIOT B ce0s S-HUTPO3U-
JIMPpOBaHUE, HUTPOBAaHUE OCTAaTKOB TMPO3MHA U METAJIOHUTPO3WIMPOBAHUE
[27]. S-Hutpo3unupoBaHue TpeacTaBiIsieT co0Oil oOpaTuMoe CBSI3bIBAaHUE
NO c¢ aromMoM cepbl, NpUBOAsIIEe K 00pa3oBaHUIO S-HUTPO30THOJA
(—SNO) [26] (puc. 1). HutpoBaHue 6e1KOB 110 TUPO3MHY COCTOUT BO BKJIIO-
yeHuu HUTporpynnel (—NO,) B 0€cTaTOK TUPO3MHa (OOLIYHO B OPTOIOJIOXKE-
HUM (EHOIBHON THMAPOKCUIBHON TPYIIIBI), YTO MPUBOIUT K 0Opa3oBaHUIO
3-nurporuposuHa [86] (cMm. puc. 1). AreHTOM HUTPOBAHUSI SIBIISIETCST TIEPOK-
CUHUTPUT, 00pa3yIolIUics MTpU B3aMMOJIEHCTBUM OKCHJa a30Ta C CylepoK-
CUIHBIM aHMOH-panukajioM [48]. Tupo3rHOBOe HUTPOBaHUE OEIKOB MOXKET
MIPUBOANTH KaK K aKTWBAIIMM, TaK M K WHTUOMPOBAHUIO aKTUBHOCTH IIEJIC-
BBIX O€JIKOB [26].
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/CQS

€JIOK

Hutpo3naupoBaHue rpymim,
COAePKAIMX METAJLIBI

S-HUTPO3NINPOBAHNE TI0
THOJILHBIM I'PyNIaM

[Benok —Me—NO)|
/CHA /NO benok
besok S
OH
HutpoBaHue nmo Tupo3uHy
IBC.HOK
OH
NO,

Puc. 1. IoctrpaHcasiuvoHHasi Mmoaudukalusi 6€JKOB C y4acTMEM OKCHAAa a30Ta U aKTUBHBIX

¢dopM Kuciopona

HurposunupoBaHue MeTajicoaepKaliux 0eJKOB MPOUCXOIUT TIPU B3au-
moneiictBurd NO ¢ MOHaMU TEPEeXOJHbIX METALJIOB, BXOASIIMX B COCTaB Me-
TaJJIONPOTEMHOB, U MPUBOIUT K 0OpA30BAHUIO METAJIOHUTPO3UIbHBIX KOM-
miaekcoB (cMm. puc. 1). NO wmMoxeTr CBSI3bIBaTbCS C pPasiMYHBIMU
Metasuindeckumu teHtpamu (Fe, Cu, Zn) MetayonporenHoB [26, 45]. ®Dop-
MUPOBaHWE METAJIOHUTPO3WILHBIX KOMILIEKCOB BbI3bIBAET OOpaTUMBble KOH-
¢dopMallMOHHbIE U3MEHEHUS OEJIKOB, U3MEHSIET UX CTPYKTYpY U (Win) (pyHK-
AOHAIBHYIO aKTUBHOCTD [38].

OnucaHHbIE BbILLIE MEXaHU3MBbI BJIUSIHUS OKCHIA a30Ta Ha OEJIKU B TOJI-
HOIf Mepe OTHOCSTCS U K aHTUOKCUAAHTHBIM (hepMeHTaM, aKTUBHOCTb KOTO-
pbIX U3MeHseTcs BeaeacTBue B3aumoneicTBuss NO ¢ TMOJbHBIMU TpymHIiamMu
WIN TIEPeXOJHBIMUA MeTajulaMU, BXOASIIMMU B COCTaB aKTUBHBIX LIEHTPOB,
ocobeHHO ¢ reMoM [32]. UmeroTcst cBeaeHUS O TIPSIMOM BIIMSIHMM OKCHIA a30-
Ta Ha MOJIeKYJbl KaTajaszbl. NO CBSI3bIBae€TCSl C XKeJe30M B COCTaBe Irema u
MPUBOAUT K 00pa30BaHUIO TPEXBAJIEHTHOTO KeJie3a, YTO MpeIoTBpallaeT CBSI-
3bIBaHME MEPOKCHUIA BOAOPOJA C MOHOM MeTalljla, TeM CaMbIM MHTMOUPYS Ka-
TajJa3Hy0 aKTUBHOCTH [26]. UHrmGupoBaH1ue aKTUBHOCTU KaTajla3bl 06paboT-
kol NO U mepoKCMHUTPUTOM I0Ka3aHO B 3KCIEPUMMEHTAax, MPOBEIEHHBIX C
pacTeHusIMU Tabaka M KOpHsMU mueHuusl [61, 95]. B 1o ke BpeMs cooOiia-
JIoOCh U 00 aKTHMBHM3allMM KaTaja3bl OKCUIAOM a30Ta 3a CUeT Ipoliecca HUTPO-
3uaupoBaHus [28]. B Hallux 3KcrnepuMeHTax IMpU MUCCASAOBAaHUU BIUSIHUS
pa3HbIX KOHIIEHTpalMii JOHOpa oKcuja a3oTa HuTporpyccuna Hatpusi (HITH)
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Ha aKTUBHOCTb KaTajasbl KOJEONTWIEH MIIEHUIIbl OKa3aHo, YTO in Vivo A0-
Hop NO B xoHueHTpanusax 100 m 200 MKM BBI3BIBaJI MOBBIIICHNE aKTMBHO-
CTU Karajla3bl, B TO BpeMsl Kak Mpu AelcTBUM KoHUeHTpauuu 500 MKM oT-
Meyajioch ee mHrmonposanue [3]. JlIormyHo 1osjarath, YTO B 3aBUCMMOCTH OT
KOHIEHTpallMM OKCHUJ a30Ta BbI3bIBAET Pa3IMYHbIe MOAU(PUKALMU MOJIEKYJ
¢depmeHTa (HarpuMep, HUTPO3UIMPOBAHWE MeTaljla WM S-HUTPO3UIMpPOBa-
HHE€ TUOJbHBIX OCTaTKOB), YTO MOXET OKa3blBaTh MPOTUBOIOJIOXHOE BJIMSHIE
Ha ero akTUBHOCTb. B TO XXe BpeMsi B CHCTeME in vivo HakJaabIBalOTCsl Kak
BO3MOXHBIE 3((HEKThl MPSIMOI MOCTTPAHCASIUUOHHON MOAU(pUKALIMU MOJe-
KyJl epMeHTa, TaK W BIMSHUE OKCHUAA a30Ta KaK CUTHAJbHON MOJIEKYJIbI,
CIOCOOHOM OIMOCPEIOBAHHO U3MEHSITh SKCIIPECCUI0 COOTBETCTBYIOIINX T€HOB.

B Heckonbkux paborax rmokazaHa cnocoOHOcTh NO K CBSI3bIBAHUIO C
remMoM mnepokcuaas (cMm. o63op [26]). Hanpumep, ycTaHOBIEHO, YTO JOHOPLI
NO uHIrHOMPYIOT aKTMBHOCTH HeCTIeU(PUUECKON ITepOKCUIa3bl y Zinnia ele-
gans. TIlpeanonaraercs, uto NO o0paTUMO MHTMOUPYET aKTUBHOCTDb MEPOKCH-
Ja3bl Tabaka myTeM oOpa3oBaHMUS XKeJe30HUTPOKCUIBHOIO KOMILIEKCa ¢ aro-
MOM 3kejieza B coctaBe rema [37]. JIoHOp MNEPOKCUHUTPUTA BbI3bIBAJ
TUPO3UHOBOE HUTPOBAHME IIUTOILIA3MAaTUUECKON acKopOaTmepoKcuaasbl in
vivo y pacteHuii apabumornicuca [71].

B Hamwmx skcnepuMeHTax o0paboTKa KOJIEONTUEH TMILIeHULbI JOHOPOM
okcuaa azota HITH B koHueHTpaiuu 500 MKM BbI3biBajla BpEMEHHOE MHTH-
OMpoBaHKME aKTUBHOCTU TBasiKoJIepoKcuaasbl in vivo [3]. bojee HU3KKME KOH-
neHTpauu goHopa NO okasblBaiM aKTUBUPYIOLIEE NEMCTBUE Ha 3TOT dep-
MeHT. B To Xe Bpemsl ackopOaTIiepokcuaaza He MHTMoMpoBaiach IeicTBUEM
HIIH, a npu ucnons3oBaHuu kKoHueHTpauuu 200 MKM oTMeueHO MOBbIlIe-
HUe aKTUBHOCTU (pepMeHTa [3]. AkTuBMU3UpYloliee BaussHue 200 MmxM HITH
Ha I'BasikoJI- U ackopOaTmepoKcHuaasy B YCJIOBMSIX in Vivo MOTJIO ObITh CBSI3a-
HO He ¢ npsiMmoit Moaudukaieit GepMeHTOB OKCUAOM a30Ta, a C BIUSIHUEM
MOCJEeIHEr0 KaK CUTHAJIbHOW MOJIEKYJIbl Ha 3KCIIPECCUI0 COOTBETCTBYIOIIMX
TE€HOB, IIOCKOJIbKY YTHETAJIOCh aHTUOKCUJAHTOM MOHOJIOM, WHTMOUTOPOM
MIPOAYLIEHTa CYMEePOKCUIHBIX aHWOH-pagukanoB HAJI®H-okcuaassl nMuga-
30JI0M M OJHMM M3 aQHTarOHMCTOB KaJbLIMs HeOMULUMHOM [4]. 3ameTuMm, on-
HaKo, YTO B paboTe, BHIMOJHEHHON Ha JIMCThSIX KYKYpy3bl, HEe 3a(pUKCHUpOBa-
HO YTHETCHMSI aHTUOKCHIAHTOM INMETUITUOMOYEBMHOM W WHTUOUTOPOM
HAO®H-okcupaspl 1uheHMICHHOOOHNYMOM 3((GeKTa TMOBHIIICHUST aKTHB-
HOCTM KaTajla3bl M acKopOaTmnepokcuaasbl, Bei3biBaeMoro aeiicreBueM HITH
[113]. He uckimo4eHO, YTO MOXET CYILIECTBOBaTh HECKOJIbKO MEXaHU3MOB 13-
MEHEHMSI aKTUBHOCTU AHTUOKCUIAHTHBIX (hepMeHTOB moA neiictBueM NO,
cpely HUX Kak mpsiMasi MoauduKauus MojieKya ¢hepMeHTa, TaK W BIUSHUE
Ha cUHTe3 (pepMeHTa, ONOCPEeIOBAHHOE APYTUMU CUTHAJIbLHBIMU MOJIEKYJIaMU
WIU MOHAMMU.

Bo MHorux mccienoBaHMsIX nokazaHo BiMssHME NO Ha aKTMBHOCTb pas-
Hbix ¢opM COJl y pacteHuit. MeroTcsl JaHHBIE O BO3MOXHOCTU PETYJISILIUU
okcujgom azota COJl He TOJIbKO Ha F€HETMYECKOM YPOBHE, HO TaKXke MyTeM
MMOCTTPAHCSLMOHHBIX MoauduKauuii [26].

Okcun a3oTa OKa3bIBaeT MpsIMOe U KOCBEHHOE BIUSIHUE Ha (DYHKILIMO-
HUPOBaHME aCKOpOaT-TiIyTaTHOHOBOTO IMKJa y pacteHnii. Tak, NO pearu-
pyet ¢ GSH c¢ ob6pazoBaHueM S-HutTposoriayratuoHa (GSNQO), KoTopblit
00J1agaeT CrIoCOOHOCThIO TPAaHCHUTPO3UJIMpoBaTh Oeaku [33]. Takxke S-HuU-
TPO30rJyTaTUOH pacCcMaTpUBaEeTCsl KakK TpaHcmoprep Mosekysa NO, yyacr-
Bylomuid B curHaiauHre [25]. GSNO sBnsieTcsi MOIIHBIM MHAYKTOPOM 3a-
IIUATHEIX TeHOoB [40].
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NO o6nagaer cnocoGHOCTBIO YCUIMBATh CHUHTE3 mIyraTuoHa [26]. B To
K€ BpeMsI OKCHII a30Ta MOXKeT MHTHOMPOBATh MIYTaTUOHPEIYKTa3y, HUTPO3H-
JIUPYS CYyAbMIruapuabHble TPYIIbl B e akTUBHOM LieHTpe [31]. XoTs umeror-
Cs CBEICHUS M O TIOBBIIICHUHN TIOJ BIMSHUEM OKCHIA a30Ta aKTMBHOCTHU TITy-
TaTUOHpPEAyKTa3hl in vivo [113], 4YTrO, BEpOSATHO, CBSI3aHO C YCUJIEHUEM
BKCIPECCUN COOTBETCTBYIOIIETO TeHa B pe3yIbTaTe aKTUBU3AIINM CUTHAITBHOMN
CeTHU.

Takum ob6pa3oM, OKCHI a30Ta KaK CUTHAJIBHBINM TOCPEIHWK OKa3bIBACT
Ype3BBIYATHO pa3HOOoOpa3Hoe Mo (PEHOMEHOJIOTMM M MEXaHM3MaM IeUCTBUS
BIIMSTHUE TIPAKTUYECKN Ha Bce KOMITOHeHTH AOC pacTeHMIA.

Ceposodopod. B mociieqHue roabl akTUBHO UCCIIEAYETCS y4aCTUE CEPOBO-
Iopoa KakK BEpOSTHOTO HOBOTO CHUTHAJBHOTO IIOCPETHWKA B PETYISIIMU
OKUCJIUTEIbHO-BOCCTAHOBUTEJIBHOIO CTaTyca PacTUTEJIbHBIX KJIETOK B CTpec-
coBbIx ycioBusix [69]. Ilpenmonaraercs, 94To OGHUM M3 IPSAMBIX MEXaHU3MOB
BJIMSIHUSI CEPOBOAOPOJA HA COCTOSIHUE OEJIKOB SIBISIETCST S-CyJIb(TrUaprupoBa-
Hue Mx TMOJbHBIX rpymn (—S—H — —S—S—H) [16]. OgHako pacTUTEIbHBIE
OCNKN-MUIIIEHN, KOTOPhIE, BO3MOXHO, TOABEPraloTCsS TaKOW MOIU(UKAIINN
OCTAIOTCS MPAKTUYECKN HEM3YYeHHBIMH. Takske TpearionaraeTcs, 4To BIIHSI-
HHE CEpPOBOAOPOJA Ha PEIOKC-TOMEOCTa3 MOXET ObITh OMOCPEIOBAHO YCUJIE-
HUEM CHUHTe3a TayTatroHa [16].

B nenoM MexaHU3Mbl TTOJ0XUTEIBHOTO BIAMSIHUSI JOHOPA CEPOBOAOPOIA
Ha ¢dyHKuuoHupoBaHue AOC pacTeHU OOBSICHUTH MOKa cioxHo. He wc-
KJIIOYEHO, YTO ero mnojoxureabHoe BausHue Ha AOC sBisieTcsl HE TPSMbIM
3¢ deKToM, a ONOCPEAOBaHHO I€MCTBUEM Ha APYTUE MPOTEKTOPHbIE CUCTEMBI.
Tem He MeHee HakKorieHa 0oJibluasi (DeHOMEHOJIOTHS BIMSIHUSI CEpOBOAOPOIA
Ha ¢yHkuuoHupoBaHue AOC B pacTUTeNbHbIX KJeTKax. Huxke paccMoTpeH
PSIIT TAKUX TIPUMEPOB.

OO6paboTKa JOHOPOM CEpPOBOJAOPONA TUAPOCYIbGUIOM HATPUSL CEeMSH
MMIIEHUIILI, TTPOPACTAIOIINX B YCIOBUAX OEHCTBUS OCMOTHYECKOTO CTpecca,
BBI3BaJIa TOBBLIIICHME AaKTMBHOCTM KaTajla3bl M ackopOarmepokcuuasbl [21].
ITono6HbIe 3(pDeKTH MPU OTHOCUTEIBHO JJIUTEILHOM (8-CyTOUHOE BJIMSIHUE
15 %-ro I1DI" 6000) ocMOTHYECKOM CTpecce OOHApYKEHbI U y pacTeHuid 6a-
TaTa [114]. ABTOpamu ycTaHOBIEeHO MNoBbilieHUe akTUBHOCTH COJ/I, KaTaga3bl
7 TBasIKOJMepoKcHnaa3bl. [1okazaHo TakKe MTOBBIIIIEHNE aKTUBHOCTH TTEPOKCH-
ITa3bl, KaTajasbl M TIYyTaTUOHPEAYKTa3bl Y PACTCHUI OSPMYICKON TpaBhI TIPU
ux obpadborke NaHS, npeniiecTBoBaBlleil OCMOTUUECKOMY CTPeCCy, BbI3bIBa-
eMmomy aericteueM T1DT 6000 [92]. V pacTeHMil JTIOICPHBI MO BIUSHUEM 00-
pabOTKH TOHOPOM CEPOBOAOPOIA 3apETMCTPUPOBAHO HE TOJBKO IMOBBILIEHNE
aKTUBHOCTH, HO M ycwieHHe 3kcrpeccu reHoB Cu/Zn-COJl, xaranassl, pas-
JnuHBIX popM nepokcuaas [64, 105].

IToBblllIeHKWE coaepKaHUsl ackopbara M BOCCTAaHOBJIEHHOrO IIyTaTMOHA,
a takxke yBenmueHue cootHoieHnss GSH/GSSG non BaustHueM o0pabOTKH
pacTeHui THAPOCYTLMUIOM HATPHUS TIPONCXOAMIO B YCIOBUSIX COJIEBOTO U OC-
MOTHYECKOI'O CTPECCOB Y paCTeHUI 3eMITHUKHU [36].

VY pacteHuil BuUHOrpana B yciaoBusx runorepmun (4 “C) oTMevanoch mo-
BoileHue akTuBHOCTU COJl mpu ux ob6padorke NaHS [49]. ¥V pacrenuit
rnejJaproHyuu, TMOJABEPTrHYTHIX IEeHCTBUIO JOHOpa CEpOBOAOPOAA, IPU XOJIO-
JIOBOM CTpecCe BBISIBJIEHO BO3pacTaHME COoAepXKaHUsl ackopbara U BOCCTa-
HOBJIEHHOro riyratuoHa [35]. TToBblllieHME YCTOMYMBOCTM pacTeHUU Oep-
MYJCKOH TpaBbl K AEUCTBUIO XOJ10/a, BhI3bIBAEMOE JOHOPOM CEPOBOIOPO/A,
COMIPOBOXAAIOCH YBEIMUCHUEM AaKTMBHOCTHM KaTalasdbl, TMEPOKCHAA3BI W
rayTaTuoOHpenykKTasnl [93].
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O06paboTKa MPOPOCTKOB KYKYpPY3bl T'MAPOCYIbMUIOM HATPUS, MUHAYLUPY-
foIIast TMOBBIIICHUE TEIJIOYCTOMYMBOCTH, BBI3bIBaja pocT akTmBHOCTH CO/I,
KaTajasbl, TBasKOJIEPOKCHUIA3Bl M TIYTaTUOHPEAYKTA3bl, a TaKKe YBEJIMUe-
HHUE ITyJIa ackopOaTa M BOCCTaHOBJIEHHOro riayratuoHa [70].

O6paboTKa THIPOCYIHGUIOM HATPUS BHI3BIBAJIA TTOBBIICHNE aKTUBHOC-
™ CO/, TIyTaTHOHIEPOKCHIA3bl, aCKOpOaTIepOKCUAa3bl M KaTaja3skl B KOp-
HSIX pPacTeHUI Topoxa, MOABEPTHYTHIX AEHCTBUIO TUIIOKCHUH, TTOCIE WX TIepe-
HOCa B Cpely ¢ HOpMaJIbHBIM Coaep:KaHueM Kuciaoponma [34].

Hapsay ¢ aktmBu3zanmeil (hepMeHTATUBHBIX aHTHMOKCHUIAHTOB, TIOI BIIM-
SHAEM CEepOBOAOPOIAa BO3MOXHO YCWICHWE HAKOIUICHUS Pa3IMYHBIX HU3KO-
MOJIEKYJISIPHBIX COCIMHEHMIA, B TOM YHCIIe 00JIagalolInX aHTUOKCHUIAHTHBIMU
cBoiictBaMu. Tak, oOpaboTka pacTeHMii OepMYyICKON TpaBbl JOHOPOM CEpPO-
BOJOpOAA CITOCOOCTBOBAA ITOBBIIICHUIO COACPKAHUS CaXxapoB B YCIIOBHSIX
IeHCTBUS areHTa ocMoTudeckoro crpecca I19I0 [92].

Kak yxe oTrMeuasnoch, KIIfOUeBbIe MUIICHHU ACHCTBHSI CEpOBOIOPOIA Ha
dyakumonnpoBanrne AOC B pacTUTENBHBIX KJIETKaX MTOYTH HE MCCIICTOBAaHBI.
B To Xe BpeMs B MOCIEOHME TONBI M3yJ9aeTCs YJacThE APYTUX CUTHATBHBIX
TIOCPEATHUKOB B (DOPMHUPOBAHUM WHAYIIMPOBAHHBIX TOHOPOM CEpPOBOAOPOAA
aJanTUBHBIX peakLMii pacTeHuit [66].

B mammx skcrepuMenTax nokasaHo ydactue ADK m moHOB Kaiblus B
TTOBBIIIEHNHM aKTUBHOCTY aHTMOKCUAAHTHBIX (DEPMEHTOB B KJIETKAX KOJICOII-
TUJICH TIIIEHUIIBI, BBI3BIBAEMOM O0pabOTKO#l JOHOpPOM cepoBomopoma [11].
ITpu o6pabotke koneontuaei 100 mxM NaHS HabGmonanioch TpaH3UTOpPHOE
YCUJICHWE TeHepalli UMM CYIIepOKCUIHBIX aHWOH-PaIUKaJIOB 1 TTOBBIIICHNE
B HUX COIEpKaHUS TepOKCHIa Bogopona. B manpHelimeM otMedascs pocT ak-
TUBHOCTH aHTHMOKCUAAHTHBIX (pepMeHTOB — COJI, KaTanasbl, rBassKOIIICPOK-
CHIAa3bl, MOBBIIIAJIACH YCTOMYMBOCTE KOJICONTIIIEH K TTOBpeXAAIoNIeMy Harpe-
By. Bce mnepeuuciieHHble OMOXMMMUYECKHE U (u3nogornyeckue 3PdeKTh
JIOHOpa CEepOBOIOPOIA YTHETAJUCH TP O0OpabOTKEe KOJCOITWICH IIICHUIIBI
CKaBEeHIKEPOM TEPOKCHIA BOOOPOIA TUMETHITHOMOYEBUHON, MHTHOUTOPOM
HAI®H-okcnmaszsl IMUIA30JI0M, XeJIATOPOM BHEKJIETOUHOTO Kamblus DI TA
U UHruouTopoM docdaruananHozuToacnemduuroin docdoaunassl C Heo-
mutmHOM. TakuM obOpa3oMm, B peanm3auny 3(PpdeKToB 3K30TeHHOTO CepOBO-
mopoma wmMeeT 3HadeHMe reHepamus A®K, 3aBucsiasg OT aKTUBHOCTH
HAJI®H-okcupasbl 1 KajablMeBOro romeocrasa [11].

NunynupoBanne aHTHOKCHIAHTHOH cucteMbl ¢utoropmonamu. B peryis-
IIUY COCTOSTHUST aHTUOKCUIAHTHOM CHCTeMBI IIPMHUMAIOT YYacThe M CTPECCo-
Bble (PUTOTOPMOHBI, B YaACTHOCTH, abcun3oBas [52], xxacmonosast (2KAK) [60]
u canuumioBas (CK) kucnorsl [85], 6paccuHocTepounst (BC) [107]. Tpu no-
CIICTHUX PACTUTEBHBIX TOPMOHA W WX IPOU3BOAHEIC HAXOIAT IMPAKTUIECKOE
MMpUMEHEeHEe KaK CPEeICTBa, MOBHIIIAIOIINE MPOAYKTUBHOCTh U YCTOMYIMBOCTD
pacTeHMIA.

Kacmonosas kucroma. TlokazaHO, 9TO 3K30T€HHBIN METUIDKACMOHAT BBI-
3BaJ1 noBeIeHre akTuBHOCTA COJI, KaTamassl U MepOKCUIA3hI B JINCThSX TIIIIC-
HUIIBI, OCOOEHHO 3aMETHO B ycJioBusX 3acyxu [72]. IIpenobpaboTka mpopocT-
KOB COM METWJDKACMOHATOM CMSTYaJla TIPOSIBIICHNE OKMCIMTEILHOTO CTpecca,
BBI3BIBAEMOTO JICMCTBHEM XJIOPHIA KaaIMUS, B BApMAHTAX ¢ METHKACMOHATOM
oTMevasiach noBbIeHHas akTuBHOCTE COJl, KaTaja3sl, acKopOaTIIepOKCUIA3kI
[60]. V¥ pacreHumii xkuTHsIKa rpebeHuyaToro (Agropyron cristatum) HabIIOIATOCH
YBEJIMUEHNE KOJIMYECTBA TPAHCKPUIITOB acKOpOATIepOKCUAA3bl M TIIyTaTHOHPE-
JyKTa3bl Ipu HaJMuuu 3k3oreHHoi 2KAK [90].
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ITpenobpaborka ZKAK yMeHbllaia IpOsSIBIEHUST OKMCIUTEIbHOTO aucoha-
JIaHCA B JIMCTHSIX TPOPOCTKOB IOpOXa, BbI3bIBAEMbIE MEXaHUYECKUMU TTOBPEXK-
neHusiMu. I1pu 3ToM B HU3KUX (MUKPOMOJISIPHBIX) KOHLEeHTpauusax 2KAK BbI-
3bIBajla ToBbIIeHUe akTuBHOCTU COJI, KaTtanasbl, acKopOaTIepOKCHUIA3bI,
TOra Kak BO3AEUCTBME BBICOKOW €€ KOHLIEHTpaluyu MPUBOAWIO K AucOaiaH-
cy B Metabommsme ADK u ycuiieHUIo NEepOKCUIHOIO OKMCICHUS JIUITAIOB
(ITOJI) [68].

B 1O Xe Bpemsi y MpoOUPOUHBIX pacTeHUId KapTodessi MoI BIUSHUEM
KAK mnpoucxoauno CHUXEHUE aKTUBHOCTM KaTajasdbl MPU OJHOBPEMEHHOM
MOBBIIIEHNM aKTUBHOCTU ITepoKcumassl [15].

IMon BnusHuem KAK B KOJIEONTWIISIX MILIEHULIBI OTMEYAJIOCh TTOBbIIIIE-
Hue aktuBHocTM COJI, KaTana3bl, acKOpOaTIepOKCHIa3bl U PacTBOPUMOIL
reasikojmnepoxkcuaassl [2]. MHaylMpoBaHUI0 aHTUOKCHUAAHTHOM CHUCTEMBbI KO-
JeonTujied miuneHuubl npu aeiicteun KAK mnpenaiiecTBoBago TpaH3UTOPHOE
YCUJIEHHUE TeHepallMM CyNepOKCUIHBIX aHUMOH-paaukKagoB. MoXHO moJararhb,
yto ADK sBisiioTcs mmocpemHUKaMu B peanmsanun Bnusaua 2KAK Ha dep-
MEHTaTUBHYIO aHTHOKCUIAHTHYIO CUCTEMY. DH3UMATHIeCKUMH MCTOYHUKAMM
A®K wmoryr 66iTb HAII®H-oKkcnmasa 1 nepokcuagasa (IIpexae BCEro ee Ciia-
OOCBsI3aHHbIC BHEKJIETOUHbIE (opmbl). YacTMYHOE CHSTHE BbI3LIBAEMOIO
KAK ycuneHus reHepaluu CyTepOKCUIHBIX aHUOH-PaAUKaJIOB IO AeHCTBU-
€M MHTUOUTOPOB 3TUX (PePMEHTOB (COOTBETCTBEHHO UMUAA30J1a U CATULIWI-
TUAPOKCAMOBOIM KUCJIOThI) Ja€T OCHOBaHME paccMaTpuBaThb MX B KayecTBe
3BeHbeB B peanmsauuu 3¢dektoB XKAK. Bmuguue XKAK Ha reHepanmio ADK
B PacCTUTEJIbHBIX KJIETKaX TakXKe YrHETaJoCh aHTaroHWCTamMu Kaubuus [2] u
okcuga a3ota [1], 4To yKa3bIBaeT Ha y4yacTUe 3THX KOMITOHEHTOB CUTHAJILHOM
CeTU B peaiu3allii CTPECCIPOTEKTOPHOIO AEWUCTBUSI (PUTOTOPMOHA.

EcrectBeHHO, uTO perymsaunst WHAyIUpoBaHHBEIX 2KAK IMpOTeKTOpPHBIX
CUCTEM PACTEHMI MPOMCXOAUT C y4aCTMEM HE TOJBbKO CUTHAJbHBIX IOCpe-
HUKOB, HO U creuuduyeckux 6eakoB. OJHUM M3 KJIHOUYEBBIX TPAHCKPUIILIM-
OHHBIX (PaKTOPOB, YUaCTBYIOLIMX B peainzauun MHorux addextoB KAK, sB-
nsietcs 6emok JIN1/MYC2 [42]. IlpenmonmaraeTcst, YT0 UMEHHO OH TIPUYACTeH
K peryasiuun 2KAK-3aBUCHMMOI 3KCIIPEeCcCUr T'€HOB, OOYCJIOBJIMBAIOIIUX YC-
TOMYUBOCTh PACTEHUI K OKUCIUTEILHOMY CTpecCy. Y CTaHOBJIEHO, YTO MYyTaH-
Thl jinl (jasmonate insensitive 1) OblTA OoJiee UyBCTBUTENbHBIMU K AEHCTBUIO
areHTa OKMCJIUTEIbHOTO CTpecca MeTWIBUOJOIeHAa M0 CPaBHEHUIO C PaCTEHU-
samu gukoro trma [42]. ITokazano, uro JIN1/MYC2 y4yacTByeT B peTyiIsiuu
BKCIIPECCUN T€HOB MOHOIEruapoackopOaTpenykTasbl, (epMEHTOB CHHTE3a
ackopbarta u mucrtenHa [42, 52].

YcraHoBeHO, YTO pacTeHus apabumorcuca AUKOro TUIa U AedeKTHbIE 10
’KaCMOHATHOMY CUTHAJIMHTY jinl CyllIeCTBEHHO HE OTJIMYAlOTCs MO 0a30BOM aK-
tuBHOCT Cu/Zn-CO/l 1 KaTaja3bl B JIUCTBSAX, OOHAKO Y MyTaHTa jinl aKTUB-
HOCTb I'BasIKOJINEPOKCHIA3bl OblIa 3HAYMUTEIbHO HUKE, YeM Y PACTEHUI JUKOTO
tuna Col-0 [23]. Tlon BmusinueM KAK y pacteHuii IMKOro TWMa IOBbIIANIACH
aKTUBHOCTb BCEX TpeX MCCJIEAOBAHHBIX aHTUOKCUIAHTHBIX (DEPMEHTOB, a Y MYy-
TaHTHBIX pacTeHUii oHa He u3MeHsiach. O6padoTka 2KAK BbI3bIBaia MOBBILLIE-
HUE COJICYyCTOMYMBOCTM pacTeHmuii apadoumporicuca Col-0, 4ro BBIpaXkKajaoch B
CMSITYEHUM MHTMOMPOBAHMSI POCTA M CTaOMJIM3AllMU CONEPXKaHUS XJIOpOGhUUIIOB
[22, 23]. B To xe Bpems1 monoxuTeabHoe BausiHue 2KAK Ha pacTeHus jin I, moa-
BEpPrHYThIE JEHCTBUIO COJIEBOTO CTpecca, MPOSIBISIIOCH C1ado.

IToMuMoO yyacTusi B peryasiuuy 3KCIPECCUM T€HOB aHTMOKCUIAHTHBIX
¢depMEeHTOB, TPAaHCKPUIIIMOHHEIH (akTop JIN1/MYC2 mpuyacTeH K KOHTPO-
JII0 CMHTe3a Tokogepoaa u ¢paaBoHouaoB [22, 42].
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Canuyunosas Kucaoma B TOCIEIHEE NECATUIETUE paccMaTpuBaeTCsl Kak
OJIMH U3 KJIIOUEBBIX (DUTOTOPMOHOB, YYACTBYIOIIUX B (POPMUPOBAHUN MHOI'MX
aJanTUBHBIX Peakluii pacTeHUI Ha NefCTBUE CTPECCOPOB PA3IMYHON MPUPO-
nb1 [104, 106]. Ee addexThl 0ueHb TECHO CBSI3aHbI C U3MEHEHUSIMU B PEIOKC-
meTaboau3me. JIoCTaTOUHO AaBHO U JAETAJIbHO M3Yy4yeHO ee ydacThue B adek-
T€ «OKHCIUTEILHOTO B3PBIBAa», IPOSBISIOLIECIOCS y YCTOMUMBBLIX pacTeHUI
rocJie KoHTakra ¢ rmaroreHaMmu [106]. B aToM mpoliecce mprMHUMAIOT y4acTre
MepoKcHaa3bl KIeTOYHbIX cTeHoK W HA®H-okcupmasza, reHepupyromme
A®K [59].

Mexanmuamsl Bmusaust CK Ha aktuBHOCTE HAJI®PH-0KCHIasbl SICHBI He
noaHocTeio. Bo3mox#o, yro CK aktmBu3upyer cuHTe3 pepMeHTa de novo
[112]. He wucximoueHo, yto BausiHue CK Ha akTUBHOCTb WJIM CHUHTE3
HAI®H-okcumassel omocpenqoBaHHO M3MEHEHWEM KOHIICHTpallii WOHOB
KaJIbLIMs B IIMTO30JI€, KOTOPBIA y4acTByeT B akTuBM3anum gpepmenTa [80, 89].
ITokazana cnocobHocTh CK BbI3BIBaTH TMOBBIIIEHWE KOHUEHTPAUMWU LUATO-
30JIbHOTO KaJblIMSI B pacTUTENIbHBIX KieTkax [104].

Kak yxe orMmeuanoch, Hapsimy ¢ HAI®H-okcunazoit 8 CK-uamymmmpo-
BaHHOE 00pa3oBaHUE CYyNEPOKCUAHBIX aHMOH-PaAUKAJIOB U MEePOKCUAa BOAO-
poia 3HAYMTEbHBIN BKJIaJ BHOCST alloIUIacTHbIC (pOopMbI TMepokcuaasbl [73,
74]. TTokazaHO MOBBILLIEHNE aKTUBHOCTU 3KCKPETUPYEMbIX U MOHOCBSI3aHHBIX
¢dopM nepokcuaasbl noa BausHueM 3k3oreHHoNH CK Ha KyJabType KJIeTOK Ta-
Oaka [59], M30JIMPOBAHHBIX KOPHSX M KOJEONTWSX TMiueHunbl [13, 74].
ITpuMeyaTenbHO, YTO MOJ BJIMSIHUEM WHIMOUTOpaA MEpPOKCUAA3bl CaJIULIUI-
TUIPOKCaMOBOM KMCJIOThl HUBEIMPOBaJoch BhI3biBaeMoe CK ycuiieHue reHe-
paurmn A@®K ¥ TIOBBIIIEHNE TEIUIOYCTOMYMBOCTH KOJCONTWICH IIICHUIIHI
[13].

VYcunenue reHepaunyu A®K mon smugHueM CK MoxXeT NpuUBOIUTH K
¢GOpMUPOBAHUIO CUTHAJA, WHAYLIMPYIOLIETO SKCIPECCUI0 T€HOB aHTUOKCH-
IaHTHBIX pepMeHTOB. Tak, y pacTeHuii ropoxa, npenoopadoraHHbix CK, mo-
BbIIIAJaCh aKTUBHOCTh aHTUOKCUIAHTHBIX (D€PMEHTOB B YCJIOBUSX ACWUCTBUS
MOHOB KamMus [85]. DddekT nmoBwImeHns ycToiumBocT! K Y®, accormmpo-
BaHHBII C MOBBIILIEHUEM aKTUBHOCTU aHTUOKCUAAHTHBIX (DEPMEHTOB, 3aperu-
crpupoBaH nojn BausiHueM CK y pacrenuit kykypysbl [103]. B ki1eTkax kose-
ONTMJIE TeHUNbl, oOpaboraHHbix CK, HaOmII0masIoch TMOBBIIICHNE
aktuBHOcTH COJI, KaTana3bl U I'BassKOJMNEPOKCHUIA3bl B YCIOBUSX TETJIOBOTO
crtpecca [13].

Iomumo ADPK B maayumposanHoM CK mpoliecce MOBBIIIEHUS aKTWUB-
HOCTH aHTUOKCUIAHTHBIX (DEPMEHTOB, MO-BUAMMOMY, 3aJ€ICTBOBAH U OKCUL
a30Ta KakK CHUTHaJbHBIA TOCpenHUK. Tak, TOBBIIIEHWE COJIEYCTOMUYMBOCTU
pacteHuit puca noa aeiicteueM CK conmpoBoXaajioch pOCTOM aKTMBHOCTHU Ka-
Tajla3bl, TIyTaTUOH-S-TpaHcpepasbl M MEPOKCUAA3bl, a TakXkKe COAepXKaHMS
acKopOMHOBOU KucaoTel [75]. Bece atn aheKThl HUBEIMPOBAINCH aHTarOHU-
croM NO remorsiobuHoMm. CKaBeHIKEp OKCHIa a30Ta METWIEHOBBI CUHUIA
caMaI Bei3bBaeMblii CK a(pdeKT mOBBIIEHNS Y paCTeHUI MIIICHUITH aKTHB-
Hoctu COJl ¥ mIyTaTMOHPEAyKTa3bl MPU OCMOTUYECKOM cTpecce [24].

B To Xe Bpems ecTb cBeaeHus, yTo NO coBMecTHO ¢ CK 3aaeiicTBOBaH
B PETryJsIIUU COCTOSIHUSI OJHOTO M3 KJIFOUYEBBIX OEJIKOB CAJTMLIUIATHOTO CUT-
Hanuura NPR1 [76]. OnHako poJib 3TOro 6e/ka B peain3alliy MPOTEKTOPHO-
ro aevictBusi CK Ha pacTteHus1 Tpu abMOTUYECKUX CTpeccax OCTaeTcsl Majo-
WCCJICIOBAHHOM.

B nocnenHee BpeMsl MOSIBUIUCH CBeAEHUS] 00 aJIUTHBHOM ITOJOXM-
tenbHOM BimsgHMM CK m okcmma azora Ha AOC pacrenwmii. Tak, oopaboTka
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pacteHuit Kapaukosoi mineHuubl CK u HITH Bbi3biBasia Gosiee 3aMeTHOE,
yeM 00paboTKa KaKIbIM COEAMHEHUEM B OTACJIbLHOCTU, PAa3BUTUE YCTONUMBO-
CTU pacTeHMI K JEWCTBUIO YabTpaduoseTa, YTO COMPOBOXKIAIOCH Oojiee Cy-
IeCTBEHHBIM TToBBIIIeHNeM akTuBHOCTH COJl, ackopbaTiepokcuaassl U ITy-
tatuoHpeaykrasbl [109]. TlogoOHble 3(P(eKThl 3aperucTpupoBaHbl U IIpU
uHaynupoBaHun koMbuHauueir noHopa NO u CK ycToiuuMBOCTM pacTeHUI
MIIEHUIIBI K HUKeJ0. KoMOMHUpOBaHHOE BO3IEMCTBUE 3TUX CUTHAJIBHBIX CO-
eIMHEeHU BBI3bIBAJIO OoOJiee CYIIECTBEHHOE MOBbIlIeHWe akTUBHOCTU CO/I,
KaTanas3el 1 nepokcuaasbl [94]. IIpu coBmectHoM aerictBun CK m HITH na
pacTeHMsl apaxuca OTMeJaauch 0oJjiee CYLIECTBEHHas aKTUBM3AlUSI KOMIIO-
HeHTOoB AOC (COJl, mepokcumasbl M Kartajiadbl), a Takxke 0ojee 3aMeTHOE
yBeJIMUECHUE COMepKaHUSI aCKOPOMHOBOM KUCJIOTHI U BOCCTAHOBJIEHHOIO TJIy-
TaTUOHA, YeM TPU JEHCTBUU KaXKIOro M3 3TUX areHTOB B oTaeabHocTy [108].
IIpu sTOM mnpoucxoauao 0osiee 3aMETHOE MOBBIILIEHWE YCTOMYMBOCTU pacTe-
HUMt K gerictBuio Kaamusi. ITpu komOuHupoBaHHOU obpabotke HITH u CK
OTMeYaJloch 0oJiee BhIpaXKeHHOE YMEHbIIEHe NHIYLUPYEMbIX XOJO0A0M OKKC-
JIMTEJBHBIX TOBPEXIEHUM pacTeHUI MIIEHUIIbI, MPU 3TOM BBISBIEHO 0oJjee
cylecTBeHHOe TMoBblileHue akTuBHOCTM COJl M mepokcuaasbl y pacTeHU,
00paboTaHHBIX ABYMSI COEIUHEHUSIMU, TI0 CPAaBHEHUIO ¢ 00PabOTKOM KaXKabIM
W3 HUX B OTAeabHOCTH [43].

bpaccurnocmepoudw. T1o coBpemeHHBIM TipenctaBieHusM, ADK saBisior-
CS1 CUTHAJIBHBIMU TIOCPETHUKAMU U B pean3alun (U3MOJOTMUYECKUX (CTpecc-
MPOTEKTOPHBIX) 3(PdEeKTOB elle OAHOW TPYIIbl CTPECCOBBIX (PUTOrOPMO-
HOB — OpaccuHoctepousoB (bC). Tak, Ha pacTeHMsIX oOryplia MokKaszaHa
cmocobHocTh BC ycunmuBath reHepannio ADK — cymepoKCMaHBIX aHWOH-
pagukanoB 1 nepokcuaa Bogopoxaa [107]. Drot addexT mogaBisiics MHTMON-
topoM HAII®H-okcumassl audeHnneHnonoHnyMoM. TlogoOHbIe pe3yIbTaThl
MOJIyYeHbl U Ha IIPUMEpPE OMHOAOJbHBIX: 00pab0TKa U30JUPOBAHHbBIX KOJIEOT-
TUiel nueHuisl 24-3nuopaccuHoanaoM (24-ObJI) u 24-snukacTacTepoHOM
BbI3bIBaJia YCUJICHME MMHU TeHepalUu CYNEepPOKCUIHBIX aHMOH-PaJAUKajoB U
MepOKCHaa BOJOPOAA U TOCIeayIolIee MOBbILIEHUE YCTOMUMBOCTU K TEIIOBO-
My crpeccy [7]. Takue s dekTsl yerpaHsuymch narnouropom HAI®H-okcn-
Jla3bl UMUAA30JI0M, a TaKXe pa3JIMYHbIMU aHTaroHMCTaMu Kajiblus. Kak B
MPOPOCTKAX OTryplia, TaK U B KOJECONTUJISIX MILeHUIbI Bbi3biBaecMoe BC ycu-
nerne reHepaun ADPK MHIyIIMPOBAIO KOMILIEKC aHTHOKCHIAHTHBIX (ep-
meHToB [14, 107]. ITpuMeuarenbHO, YTO BbI3biBaeMoe bC TpaH3UTOpHOE YCH-
nenue TeHepannm A®PK wm Tmocnenyroliee TIOBBIIICHWE aKTHBHOCTH
aHTUOKCUAAHTHBIX (P€pPMEHTOB YIrHETaJUCh aHTaroHMcTaMu Kanbuus [14]. Ta-
KM o0pa3oM, B (h)OpMUPOBAHUM CUTHaia, uHayuupytoiuero AOC npu neii-
creuu bC, nmpuammaror yyactie APK 1 MOHBI KalbIINSL.

Opnako BaustHue bC Ha xomMmoHeHTHI AOC pacTeHMIE MMEET HEKOTO-
pble BUIIOBbIE 0COOEHHOCTU. BO MHOrMX paboTax MoKa3aHO MOJOXUTEIbHOE
pausHue BC Ha aktuBHocte COJ [29, 44, 69, 81, 99]. B To ke Bpems y pac-
TeHUI puca BbISIBIEHO CHUKeHue akTuBHOcTM COJI npu neiictBuu 24-ODBJI
B (DU3MOJOTMYECKH HOPMAJIbHBIX YCJIOBUSIX U B KOMIUIEKCE C 3aCOJEHUEM
[82]. ABTOpPBI MpeanonoXuiu, 4to y atoro Buaa bC uHayuupyoT apyrue 3a-
LLIUTHBIE CUCTEMBI.

VY pacteHuit MHOTMX BUAOB TOA AeliCTBHEM 3K30reHHbIX bC oTMeueHo u
MOBBILLIEHWE aKTUBHOCTU (PEPMEHTOB, 00€3BPEXKMBAIOLIMX TTEPOKCUI BOIOPO-
nma — karanassl [96, 98], pasnuuHbIx dhopM mepokcumassl [29, 82, 91], a Tak-
JKe TIIyTaTUoHpemyKTasbl [29, 98] u ap.
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YV pacrenuit Raphanus sativus 1ipu o0paborke 24-OBJI u 28-
roMOOPacCUHOIUIOM OTMEYaJIOCh CYILIECTBEHHOE IOBBbILIEHNE aKTUBHOCTHU
Kartajia3bl Ha (DOHe CHMXXEHUsSI aKTUBHOCTU Tepokcuaasbl [101]. ITporuBono-
JIOKHBIN 3(h(EKT — MOBbILLIEHNE aKTUBHOCTY MEPOKCUAA3bl U CHUXKEHUE aK-
TUBHOCTHU KaTaja3bl — BBISIBIEH Npu jaeictBun 24-ODbBJI Ha pacTeHUs TOMa-
TOB [96].

Hapsiny ¢ uaMeHeHreM aKTMBHOCTA aHTUOKCUIAHTHBIX (DEPMEHTOB MO/
BaussHueM BC B HEKOTOPBIX paboTaXx OTMEUYaeTcsl MOBBILICHWE COMEpPXKaHWUS
BOCCTAaHOBJIEHHOI'O TJIyTaTHUOHA U aCKOPOMHOBOU KMCJIOThI B PaCTEHUSIX pas-
HBIX TAKCOHOMMYECKUX rpymi [29, 69].

3akmoyenne. M3 nmpuBeneHHBIX JAHHBIX CIEIYeT, YTO pa3JIM4yHbIe BO3-
JEUCTBUSI, UHAYLIMPYIOLIE CUTHAIbHYIO CeTh (00paboTKa pacTUTEbHbBIX 00b-
€KTOB 9K30T¢HHBIMM CUTHAJTBHBIMU IMMOCPETHUKAMU WIN MX JoHOpamu (ADK,
nonsl Kanbuuda, NO, H,S), a takxke cTpeccoBbiMM (DUTOTOPMOHAMM) BbI3bI-
BAlOT TMOBBIIIEHUE aKTUBHOCTU aHTUOKCUAAHTHBIX (DEPMEHTOB U COMEPKAHUS
HU3KOMOJIEKYJISIPHBIX aHTMOKCUIAHTOB (puc. 2). BeposiTHO, 3T 3(deKTh
OCYILECTBJISIIOTCSI KOOTIEPATUBHO: B peaiu3aluy AeUCTBUSI OMHUX CUTHAIbHBIX
MOCPEIHUKOB MOIYT ObITh 3aeiiCTBOBaHbI Apyrue. CUTHaIbHbIE TTOCPEIHUKU
MOTYT TakKxXe KaK MHAYLMPOBaTh M3MEHEHHUSI TOPMOHAJIbHOTO CTaryca, Tak u
y4aCTBOBaTh B TPAHCAYKIIUU TOPMOHAJIbHBIX CUTHAJIOB. Hanuune MHOroumc-
JIEHHBIX CBSI3€il B CUTHAJIbHBIX CETSX OOYCJIOBJIMBaeT BO3MOXKHOCTb MHIYIIU-
poBaHUST (DU3MOJOTMYECKUX peakuuii (B ToM uucie akruBauuio AOC) npu
JIOCTaTOYHO CYILIECTBEHHOM MOBBILLIEHUM B KJIETKaxX COAepXKaHUsI XOTS Obl OJI-
HOTO U3 KJIIOUE€BbIX CUTHAJIBHBIX TTOCcpeaHUKOB [10]. B ¢BSI3M ¢ 3TUM MHAYLIU-
poBaane AOC mpoucxomnt mpu aeiictBur 3K30reHHBIX ADK, okcnma aszora,

[KAK| | cK | | BC |

| Cencopnl |

Ca™, A®K, NO u apyrue
CHIHAJILHBIE MOCPEIHAKH

v y v

IIporenHKUHA3DI,
nporenHdocdaraspi
DaKTOPBI peryasiuu
TPAHCKPUITIH T

| T'enom

!

AKTI/IB‘JIII/IH aHTHOKCH}]‘dHTHOﬁ
CHCTEMbBI U APYI'HE 3aIUTHBIC
peaKimn

Puc. 2. CurHasibHble TOCPEIHUKU B TPAHCAYKLIMU CUTHAIOB CTPECCOBBIX (PUTOrOPMOHOB B IreHe-
TUYECKUIA armnapar:

KAK — xacmoHoBas kuciora; CK — canuumiosasi kuciiora; BC — GpaccuHOCTEpOMIbI
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CEepoBOIOPOIa, UOHOB KaJblLMs, Pa3IMUHbIX (DUTOTOPMOHOB, CUTHAJIbI KOTO-
PBIX BBI3bIBAIOT TOSIBJIEHUE COOTBETCTBYIOIIMX MOCPEIHMKOB, OOECIieurBar0-
LIUX aKTUBALMIO 3HAYUTEJIbHOW YacTU CUTHAJbHON CeTHU.

OOILLHOCTh OTBETAa Ha BO3AEHCTBUME CHUTHAJIbHBIX M TOPMOHAIbHBIX BeE-
LLIECTB MOXET TakXe OOBSICHSITLCS KIIOUEBOUM POJIbIO MPOLECCOB PEIOKC-
pPeTYJISIIMU COCTOSIHUSI MHOTHX OEJIKOBbIX KOMIIOHEHTOB CUTHAJIbHOM CeTU
[20]. TTpu 3TOM MeXaHU3MBbI BIAMSIHUSI CUTHAJIbHBIX MOCPEIHUKOB Ha (PYHKIIU-
oHupoBanre AOC SIBISIOTCS JOCTaTOYHO CIoXHBIMU. Tak, Baussaue APK (B
YaCTHOCTHU, Tepokcuaa Boaopoaa) Ha AOC MoxeT ObITb KaK pe3yJbTaToM
TOHKOW OKMCJUTEIbHON MOIU(UKAIIUU OTAEJbHBIX TPYIN OeJKOB (ObICTpbIi
addext) [16], Tak U CAEACTBUEM MOBPEKIACHUS UMU OTAEIbHBIX KOMIIOHEH-
ToB AOC, IpUBOISIIETO B KOHEYHOM MTOTre K (hopmupoBanuio ADK-curHa-
Jla U U3MEHEHUIO BKCIPECCUU Te€HOB, MPUYACTHBIX K aHTUOKCUIAHTHOM 3a-
wute (MeajeHHbIM 3¢dekT) [8]. B ueaom, mo-BUAMMOMY, CHUTHAJIbHbIE
MOCPEAHUKU TPU OMPEASEHHBIX YCIOBUSIX MOTYT MPSMO MOAU(MULIMPOBATH
OeJKOBbIE MOJIEKYJbl (B TOM YMCJIE€ aHTUOKCUAAHTHBIX (h€PMEHTOB, BbI3bIBasI
OBICTpBbIE UBMEHEHUSI UX aKTUBHOCTH), a TAKXKe MHAYLIMPOBATh JOJTOBPEMEH-
Hble 3(GeKThl, CBSI3aHHbIE ¢ U3BMEHEHUEM 3KCIPECCHUM T€HOB.

Kak yxxe ormevanoch, B IOc/AeAHME rojibl HAKOTUIEHa UHTepecHast (heHO-
MeHosorus BiusHuA okcupa azora Ha AOC. NO, B 3aBUCMMOCTH OT Xapak-
Tepa OKUCIUTEJIbHONH MOAM(UKALM, MOXET IyTeM IpSIMOTO B3aMOAEHCT-
BUSI BbI3bIBaThb KaK MOBBILIEHWE, TaK U CHUXEHUE aKTUBHOCTU
aHTUOKCUAAHTHBIX (pepMeHTOB. B TO xXe BpeMsl Mo BIMSHMEM OKCHMIa a30Ta
aKTUBU3UPYIOTCSI MHOTUE COCTABJISIIOIIME CUTHAJIBHOM CETU, MPSMO WIN OMO-
CpEIOBAaHHO YYAaCTBYIOILLIME B PETYJISILIMM 3KCIPECCUM T€HOB aHTMOKCHUIAHT-
HbIX (pepMEHTOB.

ITpssmas moaudukaiys pyHKIIMOHAIBHBIX TPy 0€JKOB (cepocoaepka-
LIUX, METALJICOAEPXKAIIUX) MOXET ObIThb U B OCHOBE BJIMSIHMSI CEPOBOJAOPOIA
Ha komIrtoHeHTEI AOC. B To Xe BpeMsl BIMSHHE CEpPOBOAOPOIA Ha aKTUB-
HOCTb aHTUOKCUIAHTHBIX (DEPMEHTOB 3aBUCUT OT JPYTUX KOMIIOHEHTOB CUT-
HaJIbHOM ceTH, B YaCTHOCTU OT MOHOB Kajblus [11].

ITo-BuauMoMy, mporpecc B U3yyeHUM MexaHu3MoB perysuun AOC cra-
HET BO3MOXHBIM TMPU KOMILJIEKCHOI OLIEHKE BJIMSIHUS CUTHAJbHBIX MOJIEKYJI
HETMOCPEACTBEHHO Ha COCTOSIHME AaHTUOKCUAAHTHBIX (EpPMEHTOB, OEIKOB,
MPUYACTHBIX K TPaHCAYKLIMU CUTHAJOB, IPYTMX KOMIIOHEHTOB CUTHAJIbHOM
CeTU, a TaKXKe Ha BKCIPECCUIO 1IeJIEBbIX TeHOB. IIpoliecchl peaoKCc-perysiiuuu
UMEIOT 00JIbIIOE 3HaUeHUe B peaiun3aiuu 3(EGEKTOB He TOJbKO CUTHAIBHBIX
monekyn tnna ADK, okcuaa azora m cepoBomopona, HO U (PUTOTOPMOHOB,
MOCKOJIbKY JIeiiCTBUE OOJIBIIIMHCTBA M3 HUX BBI3BIBAET M3MEHEHUE COAepXKa-
HUSI KJIIOYEBBIX YYACTHUKOB peloKC-peryiassuuu. HakoHell, B peryasuuu ak-
tuBHOCTU AOC, Kak U B peAOKC-PeTyJsiliu B 1LIeJI0M, 3aJeiCTBOBaHbI caMu
aHTUOKCUAAHTBI, KOTOPhIE B IMOCJEIHUE TOAbl OTHOCST K MOJHOLEHHBIM yya-
CTHMKaM KJIETOYHOro curHajgmHra [41, 79].

1. Kapney 10.B., Koaynaes I0.E., Kocakoeckas H.B. Okcun azora ¥ MEpOKCHI BOAOPOIA KakK
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Tka. — 2016. — 48, Ne 2. — C. 158—166.

2. Kapney [O.B., Koaynaee IO.E., Jlyeoeas A.A., Obosneiti A. M. BausiHre 3K30TreHHOM XXacMo-
HOBOW KHCJIOTBHI Ha MPO-/aHTUOKCUIAHTHYIO CUCTEMY KOJICONTHJICH MINEHUIIBI B CBSI3U C
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ISSN 2308-7099. ®u3uosorus pactenuii u renetuka. 2017. T. 49. Ne 6 475



10.E. KOJIYIIAEB, 10.B. KAPIIELL

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

476

. Kapney 10.B., Koaynaes I0.E. ®yHKUMOHAIbHOE B3aMMOIEICTBUE OKCHUIA a30Ta C aKTHUB-

HbIMU (OpMaMM KUCJIOPOJAa U MOHAMU KajbLMsl NMpU (POpMUPOBAHUHU adanTUBHUX peak-
uuii pacrenuit // BicH. XapkiB. Hau. arpapH. yH-Ty. Cep. Bionoriss. — 2017. — Bum. 2
(41). — C. 6-—31.

. Kapney FO.B. Ponb NOHOB Kalblus U aKTUBHbBIX (POPM KMCIOPOAA B MHAYLIMPOBAHUM aHTU-

OKCUJAHTHBIX (PEPMEHTOB U TEIUIOYCTOMYMBOCTU DPACTUTENBHBIX KJIETOK JOHOPOM OKCHUAA
azora // Tam camo. — Bum. 3 (42). — C. 52—61.

. Koaynaes IO.E., Axununa I.E., Mokpoycos A.B. VIHIyK11sl TEIIOYCTOMYMBOCTH KOJICONTUIICH

MIICHUIIBI MOHAMU KaJIbLIUSI U €€ CBSI3b C OKUCIUTEIbHBIM cTpeccoM // Pu3noorus pacre-
Huit. — 2005. — 52, No 2. — C. 227—232.

. Koaynaes FHO.E. AHTUOKCUAAHTBI PACTUTENILHOM KJETKU, uxX posb B ADK-curHaiuure u yc-

TOWYMBOCTU pacTeHMii // Ycnexu coBpeM. buonorun. — 2016. — 136, Ne 2. — C. 181—198.

. Koaynaes IO.E., Baiinep A.A., Scmpe6 T.O. u dp. AKTHBHBIE (DOPMBI KHMCIOPOAA U HMOHBI

KaJbLsl B peaju3allii CTPECC-MPOTEKTOPHOrO NeiCTBUSI OPAaCCMHOCTEPOMIOB Ha PacTH-
TeNbHble KiIeTKH // TIpuki. 6uoxumust u Mukpoouonorus. — 2014. — 50, Ne 6. — C. 593—
598.

. Koaynaes IO.E., Kapney I0.B. AxtuBHbIe (hOPMBI KUCIOPOIA U CTPECCOBBI CUTHAIIMHT y pac-

teHuii // Ukr. Biochem. J. — 2014. — 86, Ne 4. — C. 18—35.

. Koaynaes IO.E., Kapney [0.B., Ob6o3nbii A. M. AHTUOKCUIAHTHAsI CUCTeMa PaCTEHUIi: ydacTre

B KJICTOYHOI CHTHAJIM3allMU U aJanTaluu K IeidcTBUIO0 cTpeccopoB // BicH. XapkiB. Hall. ar-
pap. yu-1y. Cep. Biosnorig. — 2011. — Bum. 1 (22). — C. 6—34.

Koaynaes I0.E., Kapney F0.B. ®opMmupoBaHue ananTUBHBIX PeaKlMil pacTeHUI Ha AeCTBUE
abuoTtuyeckux ctpeccopoB. — Kues: OcHona, 2010. — 351 c.

Koaynaes IO.E., @upcosa E.H., Scmpe6 T.O., Jlyeosas A.A. Y4acTie MOHOB KaJibLIMsSl U aK-

TUBHBIX (DOPM KHUCJIOPOJA B MHAYLIMPOBAHUM aHTUOKCHIAHTHBIX (DEPMEHTOB M TEILIOYCTOM -
YUBOCTHM PACTUTEJBHBIX KJIETOK TOHOPOM cepoBopopoaa // ITpuki. 6MoxumMust 1 MUKPOOUO-
gorus. — 2017. — 53, Ne 5. — C. 502—5009.
Koaynaes I0.E., Slcmpe6 T.O. ®uznonornyeckue PyHKUMM HEIH3UMATUUECKUX AHTUOKCH-
JNAaHTOB pacTeHuii // BicH. XapkiB. Hau. arpap. yH-Ty. Cep. Biosoris. — 2015. — Bum. 2
(35). — C. 6-25.
Koaynaee IO.E., Scmpe6 T.O., Illlsudenko H.B., Kapney FO.B. UHIyKUKsI TEIUIOYCTOMYMBOC-
TH KOJICONTWJICH TMIIEHUIIbI CATUIIMIOBON M SHTAPHOM KUCJIOTaMu: CBsI3b 3¢deKToB ¢ 00pa-
30BaHUEM U 00e3BpeXMBaHUEM aKTUBHBIX (opM Kuciopoaa // [Tpuki. GMOXUMUSI U MUKPO-
ouonornss. — 2012. — 48, Ne 5. — C. 550—556.
Kpecaasckuii B.JI., Jloce JI.A., Annaxeepoues C.U., Kysneyos Ba.B. CurHanbHasi pojib aKTUB-
HbIX (hOpM KuUcIIopoaa Npu cTpecce y pacteHui // ®@usuonorus pacreHuit. — 2012. — 59,
Ne 2. — C. 163—178.
Maxcumos HU.B., Copokanv A.B., Yepenanosa E.A. u dp. BnvsiHue caiviMIoBOM U KaCMOHO-
BOIl KMCJIOT Ha KOMITOHEHTBI MPO-/aHTUOKCUIAHTHON CHUCTEMBI B PACTEHUSIX KapTodes Mpu
durodropose // Tam xe. — 2011. — 58, No 4. — C. 243—251.
Ocmanyenxo JI.1., Cunenvhux T.b., Komnaneyvp I.B. bionoriyuHi MeMOpaHuM Ta OCHOBHU
BHYTPIlIHBOKJIITUHHOI curHaiisaiii. TeopetnuHi acnektu. — K.: BITL «KuiBcbkuii yHiBep-
curet», 2016. — 639 c.
[Ipadedosa E.B., Huweesa O./]., Carsee P.K. Knaccudukauust cucteMbl aHTHOKCHUIAHTHOM 3a-
IIMTHl KaK OCHOBA PallMOHAJILHOM OpraHM3alliy 3KCIEPUMEHTAIbHOIO UCCIeI0BAHUSI OKHUC-
JINTEJILHOTO cTpecca y pacteHuii // @usunonorus pacrenuit. — 2011. — 58, Ne 2. — C. 177—
185.
IIpadedosa E.B., Humaesa O./., Canses P.K. Penokc-mpolieccbl B OMOJTOrMYECKUX CUCTE-
max // Tam xe. — 2017. — 64, No 6. — C. 433—445.
Paowkuna H.JIL., Toaiima B.U.M., 3apunosa H.P. Yyactue HU3KOMOJEKYISIPHBIX aHTMOKCH-
JAHTOB B KPOCC-alaNTallii JIEKAPCTBEHHBIX PACTEHMI K IocjenoBarebHoMy aeiicteuio UV-B
ob6syyeHus u 3acosenusi // Tam xe. — 2012. — 59, Ne 1. — C. 80—88.
Yepenkesuu C.H., Mapmunoeuu I'.I., Mapmunosuu U.B. u dp. Penokc-peryisinysi KJI€TOYHOMR
aKTUBHOCTM: KoHuenuuu u MexaHusmbl // Becui HAH Benapyci. Cep. 6isul. HaByK. —
2013. — Ne 1. — C. 92—108.
Yxncan Ill., Ban M.U., Xy JI.A. u dp. CepoBOIOpON CTUMYJIMPYET MpOpacTaHUe CeMSH IIie-
HULIBI TP OCMOTHYeCKOM cTpecce // Pusnonorust pacrenuit. — 2010. — 57, Ne 4. — C. 571—
579.
SAcmpe6 T.O., Koaynaes I0.E., Jlyeosas A.A., JImumpues A.Il. ConepkxaHre OCMOJMTOB U iia-
BOHOMIIOB Y pacteHuii Arabidopsis thaliana, neeKTHBIX 1O )XaCMOHATHOMY CUTHAJIMHTY, TIPU
cosieBoM crpecce // TIpukit. Guoxumusi u Mukpobuoorust. — 2016. — 52, Ne 2. — C. 223—
229.

ISSN 2308-7099. ®usuoaorus pactenuii u renernka. 2017. T. 49. Ne 6



POJIb CUTHAJIbHbBIX [TOCPEJHMKOB U CTPECCOBbBIX TOPMOHOB

23.

24.

25.

26.

27.

28.

29.

30.

31
32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44.

45.

46.

Scmpe6 T.0., Koaynaes IO.E., llleudenko H.B. u dp. Peakuusi pacrenuit Arabidopsis thaliana,
neeKTHBIX MO0 KaCMOHATHOMY CUTHAJMHIY, Ha cojieBoil ctpecc // Tam xe. — 2015. — 51,
No 4. — C. 412—416.

Alavi S.M.N., Arvin M.J., Kalantari K.M. Salicylic acid and nitric oxide alleviate osmotic stress
in wheat (Triticum aestivum L.) seedlings // J.Plant Interact. — 2014. — 9. — P. 683—688.
Arora D., Bhatla S.C. Nitric oxide triggers a concentration-dependent differential modulation
of superoxide dismutase (FeSOD and Cu/ZnSOD) activity in sunflower seedling roots and
cotyledons as an early and long // Plant Signal. Behav. — 2015. — doi:
10.1080/15592324.2015.1071753

Arora D., Jain P., Singh N. et al. Mechanisms of nitric oxide crosstalk with reactive oxygen
species scavenging enzymes during abiotic stress tolerance in plants // Free Radical Res. —
2015. — doi: 10.3109/10715762.2015.1118473

Astier J., Lindermayr C. Nitric oxide-dependent posttranslational modification in plants: an
update // Int. J. Mol. Sci. — 2012. — 13. — P. 15193—15208.

Bai X., Yang L., Tian M. et al. Nitric oxide enhances desiccation tolerance of recalcitrant
Antiaris toxicaria seeds via protein S-nitrosylation and carbonylation // PLoS One. — 2011. —
6(6): €20714. https://doi.org/10.1371/journal.pone.0020714.

Bajguz A. An enhancing effect of exogenous brassinolide on the growth and antioxidant acti-
vity in Chlorella vulgaris cultures under heavy metals stress // Environ. Exp. Bot. — 2010. —
68. — P. 175—179.

Bechtold U., Richard O., Zamboni A. et al. Impact of chloroplastic — and extracellular-sourced
ROS on high light-responsive gene expression in Arabidopsis // J. Exp. Bot. — 2008. — 59. —
P. 121—133.

Beltran B., Orsi A., Clementi E., Moncada S. Oxidative stress and S-nitrosylation of proteins
in cells // Braz. J. Pharmacol. — 2000. — 129. — P. 953—960.

Brown G.C. Nitric oxide regulates mitochondrial respiration and cell functions by inhibiting
cytochrome oxidase // FEBS Lett. — 1995. — 369. — P. 136—139.

Chaki M., Valderrama R., Fernandez-Ocana A.M. et al. Mechanical wounding induces a
nitrosative stress by downregulation of GSNO reductase and a rise of S-nitrosothiols in sun-
flower (Helianthus annuus) seedlings // J. Exp. Bot. — 2011. — 62. — P. 1803—1813.

Cheng W., Zhang L., Jiao C. et al. Hydrogen sulfide alleviates hypoxia-induced root tip death
in Pisum sativum // Plant Physiol. Biochem. — 2013. — 70. — P. 278—286.

Christou A., Filippou P., Manganaris G., Fotopoulos V. Sodium hydrosulfide induces systemic
thermotolerance to strawberry plants through transcriptional regulation of heat shock proteins
and aquaporin // BMC Plant Biol. — 2014. — 14: 42. doi:10.1186/1471—2229—14—42
Christou A., Manganaris G.A., Papadopoulos I., Fotopoulos V. Hydrogen sulfide induces sys-
temic tolerance to salinity and non-ionic osmotic stress in strawberry plants through modifi-
cation of reactive species biosynthesis and transcriptional regulation of multiple defense path-
ways // J. Exp. Bot. — 2013. — 64. — P. 1953—1966.

Clarke A., Desikan R., Hurst R.D. et al. NO way back: nitric oxide and programmed cell death
in Arabidopsis thaliana suspension cultures // Plant J. — 2000. — 24. — P. 667—677.

Cooper C.E. Nitric oxide and iron proteins // Biochem. Biophys. Acta. — 1999. — 1411. —
P. 290—309.

Cvetkovska M., Vanlerberghe G.C. Alternative oxidase impacts the plant response to biotic
stress by influencing the mitochondrial generation of reactive oxygen species // Plant Cell
Environ. — 2013. — 36. — P. 721—732.

del Rio L.A., Sandalio L.M., Corpas F.J. et al. Reactive oxygen species and reactive nitrogen
species in peroxisomes. Production, scavenging, and role in cell signaling // Plant Physiol. —
2006. — 141. — P. 330—335.

Dietz K.J. Redox regulation of transcription factors in plant stress acclimation and develop-
ment // Antioxid. Redox Signal. — 2014. — 21. — P. 1356—1373.

Dombrecht B., Xue G.P., Sprague S.J. et al. MYC2 differentially modulates diverse jasmonate-
dependent functions in Arabidopsis // Plant Cell. — 2007. — 19. — P. 2225—2245.

Esim N., Atici O. Effects of exogenous nitric oxide and salicylic acid on chilling-induced oxida-
tive stress in wheat (Triticum aestivum) // Front. Life Sci. — 2015. — 8. — P. 124—130.
Fariduddin Q., Khalil R.R.A.E., Mir B.A. et al. 24-Epibrassinolide regulates photosynthesis,
antioxidant enzyme activities and proline content of Cucumis sativus under salt and/or copper
stress // Environ. Monit. Assess. — 2013. — 185. — P. 7845—7856.

Ford P.C. Reactions of NO and nitrite with heme models and proteins // Inorg. Chem. —
2010. — 49. — P. 6226—6239.

Foyer C.H., Noctor G. Redox regulation in photosynthetic organisms: signaling, acclimation,
and practical implications // Antioxid. Redox Signal. — 2009. — 11. — P. 861—906.

ISSN 2308-7099. ®u3uosorus pactenuii u renetuka. 2017. T. 49. Ne 6 477



10.E. KOJIYIIAEB, 10.B. KAPIIELL

47.
48.
49.

50.

SI.

52.

53.

54.

55.

56.

57.

58.

59.

60.

6l.
62.
63.

64.

65.

66.

67.

68.

69.

70.

71.

478

Foyer C.H., Shigeoka S. Understanding oxidative stress and antioxidant functions to enhance
photosynthesis // Plant Physiol. — 2011. — 155. — P. 93—100.

Freschi L. Nitric oxide and phytohormone interactions: current status and perspectives //
Front. Plant Sci. — 2013. — 4: 398. doi: 10.3389/fpls.2013.00398.

Fu P.N., Wang W.J., Hou L.X., Liu X. Hydrogen sulfide is involved in the chilling stress
response in Vitis vinifera L. // Acta Soc. Bot. Pol. — 2013. — 82. — P. 295—302.

Gautam V., Kaur R., Kohli S.K. et al. ROS Compartmentalization in plant cells under abiotic
stress condition // Reactive Oxygen Species and Antioxidant Systems in Plants: Role and
Regulation under Abiotic Stress. — Eds. M.I.LR. Khan, N.A. Khan. — Springer Nature
Singapore Pte Ltd., 2017. — P. 89—114. Doi 10.1007/978—981—10—5254—5 4

Gill S.S., Tuteja N. Reactive oxygen species and antioxidant machinery in abiotic stress tole-
rance in crop plants // Plant Physiol. Biochem. — 2010. — 48. — P. 909—930.

Guajardo E., Juan A.C., Contreras-Porcia L. Role of abscisic acid (ABA) in activating anti-
oxidant tolerance responses to desiccation stress in intertidal seaweed species // Planta. —
2016. — 243. — P. 767—781.

Guo J., Pang Q., Wang L. et al. Proteomic identification of MYC2-dependent jasmonate-regu-
lated proteins in Arabidopsis thaliana // Proteome Sci. — 2012. — 10. — P. 1—13.

Hancock J.T. Harnessing evolutionary toxins for signaling: reactive oxygen species, nitric oxide
and hydrogen sulfide in plant cell regulation // Front. Plant Sci. — 2017. — 8: 189. Doi:
10.3389/fpls.2017.00189.

Huang S., Millar A.H. Succinate dehydrogenase: the complex roles of a simple enzyme // Curr.
Opin. Plant Biol. — 2013. — 16. — P. 344—349.

Hu X., Jiang M., Zhang J. et al. Calcium-calmodulin is required for abscisic acid-induced
antioxidant defense and functions both upstream and downstream of H,O, production in
leaves of maize (Zea mays) plants // New Phytol. — 2007. — 173. — P. 27—38.

Jeandroz S., Lamotte O., Astier J. et al. There’s more to the picture than meets the eye: nitric
oxide cross talk with Ca2" signaling // Plant Physiol. — 2013. — 163. — P. 459—470.

Kaur N., Gupta A.K. Signal transduction pathways under abiotic stresses in plant // Curr.
Sci. — 2005. — 88. — P. 1771—1780.

Kawano T., Sahashi N., Takahashi K. et al. Salicylic acid induces extracellular superoxide
generation followed by an increase in cytosolic calcium ion in tobacco suspension culture: the
earliest events in salicylic acid signal transduction // Plant Cell Physiol. — 1998. — 39. —
P. 721—730.

Keramat B., Kalantari K.M., Arvin M.J. Effects of methyl jasmonate in regulating cadmium
induced oxidative stress in soybean plant (Glycine max L.) // Afr. J. Microbiol. Res. — 2009. —
3. — P. 240—244.

Klessig D.F., Durner J., Noad R. et al. Nitric oxide and salicylic acid signalling in plant
defense // Proc. Natl. Acad. Sci. — 2000. — 97. — P. 8849—8855.

Knight H., Trewavas A.J., Knight M.R. Calcium signaling in Arabidopsis thaliana responding to
drought and salinity // Plant J. — 1997. — 12. — P. 1067—1078.

Kolupaev Yu.Ye., Karpets Yu.V., Kosakivska I.V. The importance of reactive oxygen species in
the induction of plant resistance to heat stress // Gen. Appl. Plant Physiol. — 2008. — 34,
N 3—4. — P. 251—-266.

Lai D.W., Mao Y., Zhou H. et al. Endogenous hydrogen sulfide enhances salt tolerance by
coupling the reestablishment of redox homeostasis and preventing salt-induced K* loss in
seedlings of Medicago sativa // Plant Sci. — 2014. — 225. — P. 117—129.

Liang W., Wang M., Ai X. The role of calcium in regulating photosynthesis and related physio-
logical indexes of cucumber seedlings under low light intensity and suboptimal temperature
stress // Sci. Hort. — 2009. — 123. — P. 34—38.

Lisjak M., Teklic T., Wilson I.D. et al. Hydrogen sulfide: environmental factor or signalling
molecule? // Plant Cell Environ. — 2013. — 36. — P. 1607— 1616.

Li T., Jia K.P., Lian H.L. et al. Jasmonic acid enhancement of anthocyanin accumulation is
dependent on phytochrome A signaling pathway under far-red light in Arabidopsis // Biochem.
Biophys. Res. Commun. — 2014. — 454. — P. 78—83.

Liu Y., Hao Y., Liu Y., Huang W. Effects of wounding and exogenous jasmonic acid on the
peroxidation of membrane lipid in pea seedlings leaves // Agricult. Sci. China. — 2005. — 4. —
P. 614—620.

Li Y.H., Liu Y.J., Xu X.L. et al. Effect of 24-epibrassinolide on drought stress-induced changes
in Chorispora bungeana // Biol. Plant. — 2012. — 56. — P. 192—196.

Li Z.G., Yi XY, Li Y.T. Effect of pretreatment with hydrogen sulfide donor sodium hydro-
sulfide on heat tolerance in relation to antioxidant system in maize (Zea mays) seedlings //
Biologia. — 2014. — 69. — P. 1001—1009.

Lozano-Juste J., Colom-Moreno R., Leon J. In vivo protein tyrosine nitration in Arabidopsis
thaliana // J. Exp. Bot. — 2011. — 62. — P. 3501 — 3517.

ISSN 2308-7099. ®usuoaorus pactenuii u renernka. 2017. T. 49. Ne 6



POJIb CUTHAJIbHbBIX [TOCPEJHMKOB U CTPECCOBbBIX TOPMOHOB

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

94.

Ma C., Wang Z.Q., Zhang L.T. et al. Photosynthetic responses of wheat ( Triticum aestivum L.)
to combined effects of drought and exogenous methyl jasmonate // Photosynthetica. — 2014. —
52. — P. 377—385.

Mika A., Boenisch M.J., Hopff D., Luthje S. Membrane-bound guaiacol peroxidases from maize
(Zea mays L.) roots are regulated by methyl jasmonate, salicylic acid, and pathogen elicitors //
J. Exp. Bot. — 2010. — 61. — P. 831—841.

Minibayeva F., Kolesnikov O., Chasov A. et al. Wound-induced apoplastic peroxidase activities:
their roles in the production and detoxification of reactive oxygen species // Plant Cell
Environ. — 2009. — 32. — P. 497—508.

Mostofa M.G., Fujita M., Tran L.S.P. Nitric oxide mediates hydrogen peroxide- and salicylic
acid-induced salt tolerance in rice (Oryza sativa L.) seedlings // Plant Grow. Regul. — 2015. —
77. — P. 265-277.

Mur L.A.J., Kenton P., Atzorn R. et al. The outcomes of concentration-specific interactions
between salicylate and jasmonate signaling include synergy, antagonism, and oxidative stress
leading to cell death // Plant Physiol. — 2006. — 140. — P. 249—262.

Mur L.A.J., Prats E., Pierre S. Integrating nitric oxide into salicylic acid and jasmonic acid/ethy-
lene plant defense pathways // Front. Plant Sci. — 2013. — 4: 215. doi: 10.3389/fpls.2013.00215.
Ndamukong 1., Al Abdallat A., Thurow C. et al. SA-inducible Arabidopsis glutaredoxin interacts
with TGA factors and suppresses JA responsive PDF1.2 transcription // Plant J. — 2007. —
50. — P. 128—139.

Noctor G., Mhamdi A., Foyer C.H. The roles of reactive oxygen metabolism in drought: not so
cut and dried // Plant Physiol. — 2014. — 164. — P. 1636—1648.

Ogasawara Y., Kaya H., Hiraoka G. et al. Synergistic activation of the Arabidopsis NADPH
oxidase Atrboh D by Ca?" and phosphorylation // J. Biol. Chem. — 2008. — 283. — P. 8885—
8892.

Ogweno J.0., Song X.S., Shi K. et al. Brassinosteroids alleviate heat-induced inhibition of
photosynthesis by increasing carboxylation efficiency and enhancing antioxidant systems in
Lycopersicon esculentum // J. Plant Grow. Regul. — 2008. — 27. — P. 49—57.

Ozdemir F., Bor M., Demiral T., Turkan I. Effects of 24-epibrassinolide on seed germination,
seedling growth, lipid peroxidation, proline content and antioxidative system of rice (Oryza
sativa L.) under salinity stress // Plant Grow. Regul. — 2004. — 42. — P. 203—211.
Paciolla C., Paradiso A., de Pinto M.C. Cellular redox homeostasis as central modulator in
plant stress response // Redox State as a Central Regulator of Plant-Cell Stress Responses /
Eds. D.K. Gupta et al. — Springer International Publishing Switzerland, 2016. — P. 1—23.
Parida A.K., Das A.B. Salt tolerance and salinity effects on plants: a review // Ecotoxicol. and
Environ. Safety. — 2005. — 60. — P. 324—349.

Popova L.P., Maslenkova L.T., Yordanova R.Y. et al. Exogenous treatment with salicylic acid
attenuates cadmium toxicity in pea seedlings // Plant Physiol. Biochem. — 2009. — 47. —
P. 224—-231.

Radi R. Nitric oxide, oxidants, and protein tyrosine nitration // Proc. Natl. Acad. Sci. —
2004. — 101. — P. 4003—4008.

Rao M.V., Paliyaht G., Ormrod D.P. et al. Influence of salicylic acid on H,O, production,
oxidative stress, and H,O,-metabolizing enzymes (salicylic acid-mediated oxidative damage
requires H,0,) // Plant Physiol. — 1997. — 115. — P. 137—149.

Rentel M.C., Knight M.R. Oxidative stress-induced calcium signaling in Arabidopsis // Plant
Physiol. — 2004. — 135. — P. 1471—1479.

Sagi M., Fluhr R. Production of reactive oxygen species by plant NADPH oxidases // Ibid. —
2006. — 141. — P. 336—340.

Shana C., Liang Z. Jasmonicacid regulates ascorbate and glutathione metabolism in Agropyron
cristatum leaves under water stress // Plant Sci. — 2010. — 178. — P. 130—139.

Sharma 1., Pati P.K., Bhardwaj R. Effect of 24-epibrassinolide on oxidative stress markers
induced by nickel-ion in Raphanus sativus L. // Acta Physiol. Plant. — 2011. — 33. — P. 1723—
1735.

Shi H., Ye T., Chan Z. Exogenous application of hydrogen sulfide donor sodium hydrosulfide
enhanced multiple abiotic stress tolerance in bermudagrass (Cynodon dactylon (L.). Pers.) //
Plant Physiol Biochem. — 2013. — 71. — P. 226—234.

Shi H., Ye T., Chan Z. Nitric oxide-activated hydrogen sulfide is essential for cadmium stress
response in bermudagrass (Cynodon dactylon (L). Pers.) // Ibid. — 2014. — 74. — P. 99—107.
Siddiqui M.H., AI-Whaibi M.H., Ali H.M. Mitigation of nickel stress by the exogenous appli-
cation of salicylic acid and nitric oxide in wheat // Aust. J. Crop. Sci. — 2013. — 7. — P. 1780—
1788.

ISSN 2308-7099. ®u3uosorus pactenuii u renetuka. 2017. T. 49. Ne 6 479



10.E. KOJIYIIAEB, 10.B. KAPIIELL

9s.

96.

97.

98.

99.

Singh H.P., Batish D.R., Kaur G. et al. Nitric oxide (as sodium nitroprusside) supplementation
ameliorates Cd toxicity in hydroponically grown wheat roots // Environ. Exp. Bot. — 2008. —
63. — P. 158—167.

Slathia S., Sharma A., Choudhary S.P. Influence of exogenously applied epibrassinolide and
putrescine on protein content, antioxidant enzymes and lipid peroxidation in Lycopersicon
esculentum under salinity stress // Amer. J. Plant Sci. — 2012. — 3. — P. 714—720.

Suzuki N., Mittler R. Reactive oxygen species and temperature stresses: a delicate balance
between signaling and destruction // Physiol. Plant. — 2006. — 126. — P. 45—51.

Swamy K.N., Anuradha S., Ramakrishna B. et al. Cadmium toxicity is diminished by 24-epi-
brassinolide in seedlings of Trigonella foenum-graecum L. // Gen. Plant Physiol. — 2011. — 1,
N 3—4. — P. 163—175.

Talaat N.B., Shawky B.T. 24-Epibrassinolide alleviates salt-induced inhibition of producti-
vity by increasing nutrients and compatible solutes accumulation and enhancing antioxidant
system in wheat (Triticum aestivum L.) // Acta Physiol. Plant. — 2013. — 35. — P. 729—
740.

100. Tuteja N., Sopory S.K. Chemical signaling under abiotic stress environment in plants // Plant

101.

102.

103.

104.

105.

106.

107.

108.

109.

110.

111.

112.

113.

114.

115.

480

Signal. Behav. — 2008. — 3. — P. 525—536.

Vardhini B.V., Sujatha E.S., Rao S.R. Brassinosteroids on the oxidizing and hydrolyzing
enzymes of radish plants // J. Phytol. — 2012. — 4. — P. 1—4.

Vranova E., Inze D., Breusegem F. Signal transduction during oxidative stress // J. Exp.
Bot. — 2002. — 53. — P. 1227—1236.

Wang H., Feng T., Peng X. et al. Up-regulation of chloroplastic antioxidant capacity is
involved in alleviation of nickel toxicity of Zea mays L. by exogenous salicylic acid //
Ecotoxicol. Environ. Safety. — 2009. — 72. — P. 1354—1362.

Wang L.J., Li S.H. Salicylic acid-induced heat or cold tolerance in relation to Ca2™ homeo-
stasis and antioxidant systems in young grape plants // Plant Sci. — 2006. — 170. — P. 685—
694.

Wang Y., Li L., Cui W. et al. Hydrogen sulfide enhances alfalfa (Medicago sativa) tolerance
against salinity during seed germination by nitric oxide pathway // Plant Soil. — 2012. —
351. — P. 107—1109.

Wendehenne D., Durner J., Chen Z., Klessig D.F. Benzothiadiazole, an inducer of plant
defenses, inhibits catalase and ascorbate peroxidase // Phytochemistry. — 1998. — 47. —
P. 651—657.

Xia X.J., Wang Y.J., Zhou Y. H. et al. Reactive oxygen species are involved in brassinosteroid-
induced stress tolerance in cucumber // Plant Physiol. — 2009. — 150. — P. 801—814.

Xu L.L., Fan Z'Y., Dong Y.J. Effects of exogenous salicylic acid and nitric oxide on physio-
logical characteristics of two peanut cultivars under cadmium stress // Biol. Plant. — 2015. —
59. — P. 171—182.

Yan F., Liu Y., Sheng H. et al. Salicylic acid and nitric oxide increase photosynthesis and
antioxidant defense in wheat under UV-B stress // Ibid. — 2016. — 60. — P. 686—694.
Yang T., Poovaiah B.W. Hydrogen peroxide homeostasis: activation of plant catalase by cal-
cium/calmodulin // Proc. Natl. Acad. Sci. USA. — 2002. — 99. — P. 4097—4102.
Yoshimura K., Yabuta Yu., Ishikawa T., Shigeoka S. Expression of spinach ascorbate peroxi-
dase isoenzymes in response to oxidative stresses // Plant Physiol. — 2000. — 123. — P. 223—
233.

Yoshioka H., Sugie K., Park H.J. et al. Induction of plant gp91 phonx homolog by fungal cell
wall, arachidonic acid, and salicylic acid in potato // Mol. Plant-Microbe. Interact. — 2001. —
14. — P. 725—736.

Zhang A., Jiang M., Zhang J. et al. Nitric oxide induced by hydrogen peroxide mediates
abscisic acid-induced activation of the mitogen-activated protein kinase cascade involved in
antioxidant defense in maize leaves // New Phytol. — 2007. — 175. — P. 36—50.

Zhang H., Ye Y.K., Wang S.H. et al. Hydrogen sulfide counteracts chlorophyll loss in sweet
potato seedling leaves and alleviates oxidative damage against osmotic stress // Plant Grow.
Regul. — 2009. — 58. — P. 243—250.

Zhong-Guang L., Ming G. Mechanical stimulation-induced cross-adaptation in plants: An
overview // J. Plant Biol. — 2011. — 54. — P. 358—364.

[Monyueno 07.11.2017

ISSN 2308-7099. ®usuoaorus pactenuii u renernka. 2017. T. 49. Ne 6



POJIb CUTHAJIbHbBIX [TOCPEJHMKOB U CTPECCOBbBIX TOPMOHOB

POJIb CUTHAJIbHUX TMTOCEPEAHUKIB i CTPECOBUX T'OPMOHIB V PEIYJIALLT
AHTUOKCUJIAHTHOI CUCTEMU POCJIMH

I0.€. Koaynaee'2, 10.B. Kapneuyy'

XapkiBchKuil HaLioHANBbHUIA arpapHuil yHiBepcuteT iM. B.B. Jlokyuyaesa
ZXapKiBCbKUil HalioHanbHuii yHiBepcuteT imM. B.H. Kapasina

Posrnsinyro MexaHizmu peryssiuii ctaHy aHTuokcuaaHTHOI cucteMu (AOC) pocivH 3a yyacTio
CHUTHAJIbHUX MOCEPEIHUKIB (IMEPOKCUAY BOAHIO, iOHIB KaJbllil0, OKCUIY a30Ty, CipKOBOIHIO). 3a-
3HAYEHO, 1O BIJIUB akTUBHUX (opM kucHIO (ADK) Ha AOC moxe OyTH SIK pe3yJbTaTOM OKHUC-
HIOBaJIbHOI Moaudikalii OUIKiB, 1O OepyThb y4yacTb y TpaHCAYKLIii KJIITUHHMX CUTHadiB, TaK i
HACJIIIKOM TOILUKOMKEHHSI HUMU OKpeMUX KOMIOHeHTiB AOC, 110 MpU3BOAUTH y KiHLIEBOMY
nigcyMKky no ¢opmyBaHHst ADK-curHany i 3MiHM ekcrpecii reHiB, MPUYETHUX 10 aHTHUOKCUIAHT-
Horo 3axucty. OKCHI a30Ty 3aJIeXKHO Bill XapakTepy OKMCHIOBaJIbHOI Moaudikailii Moxe 6e3mo-
CepeHbO BUKJIMKATU $IK MiABULUEHHS, TaK i 3HWXEHHS aKTMBHOCTI aHTMOKCUIAHTHMUX ep-
MeHTiB. BogHouac min BriuBoM NO aKTHUBYIOTBCSI KOMIIOHEHTH CUTHAJIbHOI Mepexi, 110 6epyThb
yyacTb y peryjsiii ekcrnpecii TreHiB aHTMOKCUIAHTHUX ¢epMeHTiB. [Ipsima moaudikailis
(yHKUiOHATBbHUX Tpyn OiIKiB (CIpKOBMICHMX, METaJIOBMiCHMX) MOXE€ OYyTM OCHOBOIO BILJIUBY
cipkosoaHio Ha KomnoHeHTH AOC. YcraHosneHo, 1o i H,S Ha akTMBHICTb aHTHOKCUMIAHTHUX
¢epMeHTIB 3aJIeXKUTh i Bif iHIIMX KOMIIOHEHTIB CUTHaJIbHOI Mepexi. B mpouecax iHIyKyBaHHS
AOC ¢iroropmoHamMu (>KACMOHOBOIO i CalillMJIOBOIO KMCJIOTaMU, OpacuMHoOcTepoinamu) GepyThb
y4acTh KJIHOYOBi CUTHaJbHI nocepenHuku — ADK, okcua a3oTy, ioHM KaJbliilo.

ROLE OF SIGNAL MEDIATORS AND STRESS HORMONES IN REGULATION OF
PLANTS ANTIOXIDATIVE SYSTEM

Yu.E. Kolupaev'2, Yu.V. Karpets'

'V.V. Dokuchaev Kharkiv National Agrarian University
Township Dokuchaevske-2, Kharkiv, 62483, Ukraine
2V.N. Karazin Kharkiv National University

4, Svoboda Square, Kharkiv, 61022, Ukraine

Mechanisms of regulation of state of plants antioxidative system (AOS) with participation of sig-
nal mediators (hydrogen peroxide, calcium ions, nitric oxide, hydrogen sulphide) are considered.
It is noted that influence of reactive oxygen species (ROS) on AOS can be both the result of oxida-
tive modification of proteins, participating in the transduction of cellular signals, and the conse-
quence of their damage of individual components of AOS, that finally leads to the formation of
ROS signal and to the change in the expression of genes involved in the antioxidative defense.
Nitric oxide, depending on the nature of oxidative modification, can cause directly both increase,
and decrease of activity of antioxidant enzymes. On the other hand, under the influence of NO
the components of signalling network, participating in the regulation of gene expression of anti-
oxidant enzymes, are activated. Direct modification of functional groups of proteins (sulphur-con-
taining, metal-containing) can be also the basis of influence of hydrogen sulphide on the compo-
nents of AOS. At the same time the influence of H,S on activity of antioxidant enzymes depends
on other components of signalling network. Key signal mediators (ROS, nitric oxide, calcium ions)
participate in the processes of induction of AOS by phytohormones (jasmonic and salicylic acids,
brassinosteroids).

Key words: antioxidative system, signal mediators, reactive oxygen species, nitric oxide, calcium,
hydrogen sulphide, stress phytohormones.
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