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B 0030pe npoananu3upoBaHbl U 0000IIEHBI JIUTEPAaTYpHBIE U COOCTBEHHbIE JaHHBIE 00 N3MEHEHUH
COJICp)KaHMsl SHJIOTEHHOTO OKCHJA a30Ta y PAacTeHHH NpH ajanTanudd U BIMSHUU JOHOPOB OKCHA
a30Ta Ha YCTOMUYMBOCTH K abmoTrwdeckmM cTpeccopaMm. OOCyXmaeTcs poib HHUTPATPEeIyKTasHl,
¢depmenTa, mogooHOro NO-CcHHTa3€ KUBOTHBIX, H JPYTUX SH3UMATHICCKUX CHCTEM B 00pa30BaHHH
NO B ximerkax pacTeHHI, a TakXKe B3aMMOACWCTBHE Ppa3IMYHBIX IyTeH CHHTE3a OKCHAA a30Ta.
[Ipoanamm3upoBaHa poib KaubIUsg U aKTUBHBIX (popM kuciopoma (ADPK) B perymsimun akTHBHOCTH
¢depmenTos, renepupytomux NO. PaccmoTpeHo BimsiHEE OKCHIa a30Ta Ha KaJBIIMEBEI rOMeocTas, a
TaKkKe Ha Tpolecchl TeHepamun u obOe3BpexuBanna ADK B pacturenpHBIX KieTkax. Ocoboe
BHUMaHHE YJIEJICHO POJIM S-HUTPO3WJIMPOBAaHHS, HUTPOBAHUS 110 THPO3UHY M HHUTPO3HIMPOBAHHUS
METAJUIOB B PETYyJIdlIUM AKTHUBHOCTU AHTHOKCUIAAHTHBIX q)epMeHTOB. HpI/lBO,HSITCH CBCICHHUA O
¢dyHkimonansHoM B3aumoeiictBur NO ¢ IpyrumMu CUrHaJIbHBIMU HOCPEIHUKAMU TIPH TPAHCTYKIIUU
CUTHAJIOB CTPECCOBBIX (PUTOrOopMOHOB. ClieNlaHO 3aKIIIOueHHE O IHEHTPAILHOM POJIM OKCHJIa a30Ta B

(YHKIIMOHMPOBAHUH CJIOKHOM CUTHAJIBHOM CETH PaCTUTENbHBIX KIETOK.
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AHMUOKCUOAHMHbIE (pepMeHmbl, a0anmueHble peakyuu pacmeHuil

B nocnennee pecatunetne crano obliie-
NpPU3HAHHBIM MPEICTABICHHE O TOM, YTO (GopMu-
poBaHME aJaNTHBHBIX pEeakUW{ pacTeHUH Ha Jeil-
cTBHE (DaKTOPOB Cpelbl MPOUCXOAUT C ydacTHUEM
HEOPraHUYEeCKUX CHUTHAJIBHBIX IOCPEJHUKOB —
MOHOB KaJIbLUsI M aKTHBHBIX ()OpM KHCIIOpoaa
(A®K), azora u cepsl (Kolupaev et al., 2015; Sav-
vides et al., 2016). I'maBHBIM TIPEACTABUTEIEM aK-
TUBHBIX (opM azoTa (ADA) sBIsIETCS MOHOOKCH]
azora (NO) — nunodunbHas MOJIEKya, CHOCOOHAs
Jerko auddyHIupoBaTh uepe3 MemOpanbl. Kak
CBOOOJHBIN pajiiKall OKCHJ] a30Ta UMEET BBICOKYIO
PEaKIHOHHYIO CHOCOOHOCTh M MOXKET MpeBpa-
matecst B npyrue AGA — NO™ (HUTPOKCHUITHHBIH
(auTpo3onus) aHuoH), NO* (HUTPO3MIBHBIHA (HUT-
posonust) katuoH), NO," (HUTpOHHYM (HMTpHII)
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katroH), ONOO™ (nepoxkcuautput), ONOOH (11€-
pokcuazotuctas kuciora), NO, (HUTPUT aHHOH),
NO;™ (autpar annon), NyOx (pa3Hble OKCUIBI a30-
Ta), a TAKKe MPOIYKTHl HUTPO3MIMPOBAHUS, HHUT-
pOBaHUS, KOTOPBIC TOKE BXOISAT B TPYIITYy AKTHB-
HBIX (hopM azota (I'maneko, Umenko, 2017). Oco-
oennocteio neiicteua NO, H,O, u H,S B Ouosnoru-
YECKUX CHCTEMax SBISCTCS MOCTTPAHCIIAIMOHHAS
MoauQuKanus OENKOB: HUTPOBAHUE 1O TUPO3ZUHO-
BBIM OCTaTKaM, S-HUTPO3WIMpPOBaHWE, KapOOHU-
nupoBanue, cyinbprugparamms (Antoniou et al.,
2016; Farnese et al., 2016). MureHsMu TaKHX MO-
Iudukanuii MOryT OBITh O€JIKM CHUTHAJBHBIX CH-
cTeM, (EepMEHTHI, peryaupyIoNIre CojepKaHue
AOK n ADA B KJI€TKax, pa3INYHbIE TPOTCHHKH-
Ha3el ¥ TpoTeuH]ocdaraspl, TPAHCKPUIILUOHHBIE
¢dakTopsl. B wacTHOCTH, B KauecTBe LIEJEBBIX Te-
HOB, dKcTpeccust KoTopbix peryiupyercs NO, pac-
cmarpuBatorcsi MAP-kunasel (Antoniou et al.,
2016).
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OyHKIMK OKCHJA a30Ta y PAacTEeHHWH Iiele-
HanpaBjieHHO u3y4arTes ¢ 1998 roaa (Delledonne
et al.,1998; Durner et al., 1998). Ycranosieno, 4ro
KaK Ba)KHasi BHYTPH- U MEKKJIICTOYHAS CHUTHAIbHAS
MOJIEKYJa, OKCHJI a30Ta YYacTBYET B PETYIISIHH
KJIETOYHOTO IIMKJIA PACTHTENILHOW KJIETKH, IpO-
1eccax MpopacTaHUs CeMSH, JEITHOMSINH, PU30-
reneza (Correa-Aragunde et al., 2004; Lamote et
al., 2005; Wilson et al., 2008), B3auMOAeHCTBHS
pactenuit ¢ cumbuontamu (I stHBKO, Bacuibesa,
2010; Del Giudice et al.,, 2011) u marorenamu
(Mawmaesa u np., 2015). ITokazaHo, 9TO OKCHA a30-
Ta 3aHeﬁCTBOBaH B TpaHCAYKIOHWHK CUIHAJIOB, CTU-
MYJUPYIOIINX CHHTE3 (UTOTOPMOHOB, B YaCTHO-
cty, stwinena (Mur et al.,, 2003; Wilson et al.,
2008), abcrmsopoii kuciaotel (ABK) (Xing et al.,
2004) u aykcuna (Tewari et al., 2008). B mocnen-
Hee BpeMsl OKCUJTy a30Ta OTBOAUTCS 0co0ast poJjib B
Ipoleccax ajanTaluyd pacTeHUHd K JIEHCTBUIO
a0MOTHYECKUX CTPECCOPOB CaMOH  Pa3IMYHOMN
TOPUPOABI, B T. 4. TUTIO- ¥ THIIEPTEPMUH, H30BITOY-
HOT'O OCBEIICHHUS, yIbTpaduoiera, 3aCOICHUS, TS-
xenbix MetaiwioB (Laspina et al., 2005; Zhang et
al., 2006; Xu et al., 2010; bakakuna u ap., 2011;
Krasylenko et al., 2012; Kaprert u ap., 2015a).

B T0 xe Bpemst u3BecTHO, uT0 NO MOXET
OKa3plBaTh M  LUTOTOKCHYECKOE  JieiicTBUE
(Crawford, Guo, 2005). Bricokue KOHIICHTpaLUU
OKCHJIa a30Ta TOKCUYHBI JJISI PACTCHUN B CBS3H C
€ro CIOCOOHOCTHIO KaK B3aMMOJIEHCTBOBATh C
OMOMaKpOMOJIEKyJIaMH1, TaK U BCTYNAaTh B PEaKIINH,
npuBosamue K obpasoBanuio ADPK (Oz et al.,
2015). Oguum u3 mexaHusmoB BiausHus NO Ha
MPO-/aHTHOKCUIAHTHOE PaBHOBECHE B PACTHTEIIb-
HBIX KIJIETKaxX MOXKET OBITh Kak IOJIOKUTEIbHAS,
TaKk W OTpUIaTeNbHas MomuduKkanus (HepMEeHTOB,
VUYACTBYIOIIMX B TEHEpalUH U 00e3BpPECIKUBAHUU
A®K (Mamaesa u ap., 2015). B uenom ¢usuono-
rudeckue d(PQEeKThl OKcHAa a3oTa BO MHOTOM
omnpezenstorcs ero Bzaumoeicteuem ¢ ADOK, kak
XUMHAYECKUM, Tak U (B Ooipliell crermeHu) QyHK-
monansHeM (Niu et al., 2016).

Takxke eCTh OCHOBaHHS KOHCTATUPOBATh
HaJIM4Yhe TECHBIX (PYHKIMOHAJIBHBIX CBS3EH MEXIY
OKCH/IOM a30Ta W KaJbIIHEBHIM TOMEOCTa30M, YTO
00YCIIOBJIGHO €T0 BIIMSHUEM Ha COCTOSHHUE Kalb-
[IUEBBIX KaHaloB pasHbix TumoB (Kolupaev et al.,
2015). B cBoro odepens KaibITUEBBIN TroMeocTas’
MOJKET BIUATH Ha oOpazoBanue ADK (Hampumep,
nyrem aktuBanmu HAJI®H-okcumaszsr (Baxter et
al., 2014)) u NO (taxke ImyTeM peryisiiiiid aKTHB-
HOCTH (DEPMEHTOB, TEHEPHUPYIOLIUX OKCHJ a30Ta)
(Courtois et al., 2008; Neill et al., 2008).

JInme B HNOCICAHHUE TOAbl HCCICAOBATCIN
CTalld OCO3HABaTh CIIOXKHOCTH CIIOCOOOB (bYHKLII/I—

OHAJIBHOTO B3anMoAeHCTBUS MeKTy ADA, ADK n
KaJbLIUEM B PACTUTENBbHBIX KIETKaxX. AHanu3 u
00001IIeHNe TUTEPATypHBIX W COOCTBEHHBIX IaH-
HBIX O POJIM TaKMX B3aUMOJICHCTBHU B (popMHpPO-
BaHMM aJANTHUBHBIX PEaKLMi pacTeHWil Ha IeH-
CTBUE aOMOTHYECKUX CTPECCOPOB W SIBISETCS IIe-
JIBI0 HACTOSIIIETO 0030pa.

Okcuo azoma npu adanmayuu pacmenuil
K Oeiicmeulo cmpeccopos

Bonpmoit  MaccuB  AKCHEPUMEHTAIBHBIX
JTAaHHBIX, CBUJIETEIBCTBYIOLINX O POJIH OKCHJIA a30-
Ta B aJaNTalii PaCTeHUH K aOMOTHYECKHM CTpEC-
copam, TOJy4eH IyTeM 00pa0OTKH PacTUTEIBHBIX
o0bekToB jgoHopamu NO ¢ mocieayronmm ompe-
JICJICHHEM YCTOWYMBOCTH K TOMY WIH HHOMY
ctpecc-paktopy. W3BectHo Oonee 15 kmacos,
Bumrogaronux Oosiee 300 coemuHEHU, KOTOpHIC
MoryT BeicTynath jgonopamu NO (Wang et al.,
2002). Ho yamie Bcero B kadectBe jJ0HOPOB NO
UCTIONB3YIOT CHEPMUAMH- WM  JUITHIAMHH-
NONOatsl, S-HUTP030-N-aleTUINCHUINIIAMUH,
S-autposzornyratnon (GSNO) um HUTpompyccup
Harpus (HITH) (Mur et al., 2013; Mamaesa u 1p.,
2015). HITH siBnsiercss HanGoJiee NOMyISpHBIM J10-
HOpPOM OKcuza azora. OH OTHOCHTCS K (POTOUYB-
CTBUTENBHBIM COEIAMHEHUSM W pasjaraercs Ha
cBeTy ¢ obpazoBanneM NO. OgHako ecTb cBele-
HUS O TOM, YTO B TEMHOTE MOXKET HE MPOUCXOIUTh
WHTEHCUBHOTO €ro pasnoxkeHus (MamaeBa u mp.,
2015), B CBsI3M C YeM B SKCIICPUMEHTAX BO3MOIKHBI
MeToandeckue apredakTel. B TO ke Bpems nzBec-
THO, YTO B OMOJIOTHYECKHX CHCTEMax BBICBOOOK-
neare NO w3 HITH nmpoucxomut B HedepMeHTa-
TUBHBIX U (PEPMEHTATUBHBIX PEAKIUAX B MPUCYT-
ctBum Boccranosuteneir (HAJIH u HAJI®H, Tro-
JIOB M, BO3MOKHO, ackopbara) (Wang et al., 2002)
A MeMOpaHO-CBS3aHHBIX (EPMEHTOB (BEPOSITHO,
HAJl1®H-okcunassr u apyrue) (Wang et al., 2002;
Diniz etal., 2017).

Hnsa  nmokaszarenbcTBa  (PU3HOJIOTHYECKOTO
neicteus HITH kak jqoHOpa okculia a3oTa, a He
KaK CJI0)KHOTO KOMILJIEKCHOIO COE€AMHEHHS IPOBO-
JSITCSL SKCIIEPUMEHTHI C HUCIONb30BaHUEM CKaBEH-
mxepoB NO, KOTOpbIe 3a4acTy0 HUBEIUPYIOT (Hu-
suosorudeckue 3ddexrer HITH (Mur et al., 2013).

B otnenpHBIX paboTax 1Mo MHAYIMPOBAHHIO
YCTOWUYMBOCTH PACTEHHUI K CTPECCOPAM KaK UCTOY-
Huku obpazoBanust NO ncnosib3oBanbl L-aprunun
(Barand et al., 2015) u nutpar (Seabra et al.,
2016). Tem He MeHee, HauboJIEE YaCTO ISl HCCIe-
noBaHuid neiictBust 3x3oreHHoro NO Ha ycTonym-
BOCTb PacTEHHH K CTpECCOpaM B KAa4eCTBE €ro J0-
HOpa Ucnonb3yroT umenHo HITH.

JlocTaTouHO AaBHO OBLIO MOKA3aHO, YTO 00-
paboTKa POPOCTKOB Prica TOHOPOM OKCHIa a30Ta
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HIIH noBeimana ux TEMI0- U COJIEYCTONYMUBOCTS,
OpU 3TOM MPOUCXOJAWIA AaKTUBALUS AHTHOKCHU-
JTAHTHBIX (DEPMEHTOB, YCHJIMBAJIACh SKCIPECCHS
reHoB (DepMEHTOB, MIPUYACTHBIX K CUHTE3Y MPOJIU-
Ha u Majoro BTII 26 (Uchida et al., 2002).

[TokazaHo Takxe, 4TO JOHOP OKCHIA a30Ta
HITH noBkIman cojieyCTOHYMBOCTh MOJIOJBIX pac-
TeHU Kykypy3bl. IIpu 3TOM BoO3pacrana akTHB-
HOCTh BakyosisipHoil H'-AT®a3bl u H'-PPasbl, 3a
CYeT Yero yCWIMBAJINCh TPAHCIOKAIHUS MPOTOHOB
u oomen Na'/H™ (Zhang et al., 2006). dpyroii no-
HOp NO S-HUTpO30-N-alleTHINCHUIMIUIAMUAH BBI-
3bIBaJl TOBBIIMICHUE COJIECTOWYMBOCTH PACTCHHUI
HYyTa, YTO COMPOBOXKAAIOCH YBEIINYCHHEM aKTHB-
HOCTH M YCHJICHHEM DKCIIPECCHU T€HOB aHTHOKCH-
JAHTHBIX (EPMEHTOB — CYMEPOKCHIIHNCMMYTA3blI
(COM), xarama3el W ackopOaTHEPOKCHAA3bl TpPHU
conesoM crpecce (Ahmad et al., 2016).

O6paboTKa IPOPOCTKOB MIICHHITHI TOHOPOM
okcuna HIIH axktuBHMpoBanma mx pocT mpu 3acyxe,
oOmyuenun ynsTpaduoneroMm B n xomOuHHMpOBa-
HUH 3THX cTpecc-(hakTopoB. 3almIUTHBIA APPEKT
HITH, no MHEHMIO aBTOPOB, B 3HAYUTEIBHOU CTE-
MEHH CBA3aH C AaKTHBALMEH aHTHOKCHIAHTHBIX
tdepmentos (Tam, Jleit, 2007).

Takxe MoKa3aHO MOJOXKHUTEIHHOE BIIUSHUE
HIIH Ha TemnoycTOM4YHMBOCTh KOJICONTUIIEH U HH-
TakTHBIX IpopocTkoB mueHuns! (Kapmen u np.,
2011; 2015). IToxoxxue pe3ynbTaThl OBLTH MTOITyYe-
HBl ¥ TPU WHAYIUPOBAHUM TETUIOYCTOWYHBOCTH
KaJTyCHOM KYJbTyphl HiieHuusl aeicteuem HITH
(El-Beltagi et al., 2016). YcTaHOBIEHO IOIOKH-
TelbHOE BIMAHUE L-apruHHHA, CONMPOBOXKIAIOIIE-
ecsl TIOBBIIICHHEM cojiepxkanusi sHmoreHHoro NO,
Ha XOJOJOYyCTOWYMBOCTb PACTeHUH (ucTamKu
(Barand et al., 2015).

B OonbiioM Konn4ecTBe MCCIEAOBAHHUNA IMO-
JIYUYCHBI [OJaHHBIC O BJIHWAHUHA JOHOPOB NO Ha
YCTOMYMBOCTh PACTEHHA K TOKCHYECKOMY JIEH-
creuro MetamioB (Thapa et al., 2012; Nilanjan,
Krishnendu, 2017). Tak, moka3aHO MOBBIMICHHUE
PE3UCTCHTHOCTHU paCTeHI/II‘/'I K BBICOKHMM KOHICH-
TpaLusIM KaJAMUS ¥ LUHKA [10]] BIMSHUEM IOHOPOB
NO (Xu et al., 2010; Arasimowicz-Jelonek, 2011).
O6pabotka HITH cmsruana mposiBieHUs! BHI3BIBa-
€MOro KaJIMHEM OKHCIHMTEIBHOTO CTpecca, MOBbI-
masi akTUBHOCTH KaTanasbl, mepokcunassl, COJ n
ackopOaTHepoOKCHAas3bl Y PacTCHUH Pa3HBIX BHIIOB
(Hsu, Kao, 2004; Laspina et al., 2005; Wang et al.,
2013). [Hox Bmusanem HITH moBbimanacek ycroii-
YHBOCTH MPOPOCTKOB MUICHUIIBI K aIIOMHUHHUIO, YTO
COIPOBOXAAIOCH yBenndeHueM aktuBHoctu COJL,

KaTayia3sl W ackopOarmepokcumassl (Uxan u ap.,
2008).

OpHaxo pe3ynbTaThl 3KCIEPUMEHTOB 10 UH-
TYLUMPOBAaHUIO YCTOMYMBOCTH PAaCTEHUH JOHOpaMHU
OKCHJIa a30Ta HE MOTYT CIYXHUTb OJHO3HAYHBIM
J0Ka3aTenbCTBOM y4yactus sHmoreHHoro NO B
(hopMHpOBaHUM aJaNTUBHBIX peakuuid. CBeaeHUs
00 M3MEHEHHSAX COJEepP KaHUs SHIOTEHHOTO OKCHIA
azoTa MpH JEHCTBHM CTpecc-(pakTOpoB W CBSI3U
9THX W3MEHEHUH ¢ (QOPMHUPOBAHWEM YCTOWYHBO-
CTH HE CTOJIb MHOTOYHCIICHHHBI.

NmeroTcs naHHBIE O TIOBBIIICHUU COJIEPKa-
HUS OKCH/Ia a30Ta Y PACTEHUH pPa3sHbIX BUAOB MPH
JNEWCTBUM  TsDKEIBIX MeTtammioB  (Arasimowicz-
Jelonek et al., 2012; Fancy et al., 2016). Ha kyinb-
Type kietok tabaka (Gould et al., 2003) u xasmny-
CHOH KynbType TpoctHuKa (Song et al., 2006) mo-
Ka3aHo ycwieHue cuate3a NO B OTBET Ha BO3JEH-
creue runeprepmun. [lonoGusie 3¢ddexTrr ycra-
HOBJICHBI U Ha PAacTEHHAX apaOuiorncuca npu aei-
CTBHHU BBICOKMX M HU3KWX Temmeparyp (bakakuna
u ap., 2009a; 20096). B pabore Song et al. (2013)
MOKa3aHO TOBBIIICHHE COJECP)KAaHHs OKCHIA a30Ta
B JIUCTBSIX pUca NP ABYXYacOBOM JICHCTBUM 3aKa-
nuBaroniet temnepatypsl 38°C. OOpaboTka pac-
TeHWH CKaBemkepoM okcuma azora PTIO (2-
phenyl-4,4,5,5-tetramethylimidazoline-1-oxyl-3-
oxide) mpensTcTBOBaNa pPa3BUTUIO UX TEIIOYCTOM-
YUBOCTU. DPQPEKTH 3aKaJMBAHUA PACTEHUH K TH-
HNepTepMUH KPAaTKOBPEMEHHBIM JEHCTBHEM BBICO-
KHX TeMIepaTyp TakXke, MO-BUAUMOMY, peaju3y-
IOTCSL C yyacTHeM OKCHja a3oTa. Tak, B TEUeHHUE
0,5-2 4 mocne 1-MHUHYTHOTO BO3JEHCTBHS Ha IIPO-
POCTKM MIIeHUIB TeMmepatypsl 42°C oTMedanoch
MOBBIILIEHHE COZlEpKaHusl OKcua azora. Ilpu aTom
00paboTka mpopocTtkoB ckaBeHmKepom NO PTIO
HHUBEJIHMPOBAJa IOJIOKHUTEIPHOE BIUSHUE 3aKaJH-
BAIOIIETO MPOTpeBa K MOCIEAYIONIEMY OBPEXKaa-
tomemy niporpeny (Kapmen u np., 2015a).

3aMeTHM, YTO, MO-BHIUMOMY, WHAYLHPO-
BaHHOE THUMEpTepMHEH (M, BO3MOXHO, JAPYTUMH
cTpeccopamu) yBenuueHue coxaepxkanus NO B
KJIETKax SIBISICTCS YHUBEPCAIBHOW COCTABIISIOIIEH
aJalTHBHBIX IPOLECCOB Yy pasHBIX TPYIN oOpra-
mu3MoB. Tak, mporpeB Oaxtepmii Lactobacillus
plantarum BeI3bIBad ycuiieHHe 00pa30BaHMsI OKCH-
na azota, 3aBucuMoe oT NO-cunrassl (SpyimHa u
np., 2010). [IpumedarensHO, YTO Y JKUBOTHBIX B
YCIIOBHSIX TEIUIOBOTO IIOKA TAaKXKe MPOUCXOIHUT aK-
tuBanus reneparuu NO, uTo, B CBOIO OYepeb,
HEOOXOAMMO [IJISI CHHTE3a MPOTEKTOPHBIX OEITKOB
BTII70 (Malyshev et al., 1996). Ilo-BuaumMomy,
OKCHJ  a30Ta  SBJISETCS BaXHBIM  CTpecc-
MPOTEKTOPHBIM (DaKTOPOM y OPraHU3MOB PA3HOTO
ypoBHs oprannzaunu (Apymiuaa u ap., 2010).
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Depmenmamuenvle cucmemol, 3a0eiicCmeo-
eéannvle 6 oopazoeanuu cuznanvrnozo NO y pac-
meHuu

IIpencraBinenuss o6 o00pa3oBaHMHM OKCHIA
azoTa y pacTeHHH O CHX IOp OCTaIOTCA MpeaMe-
tom nuckyccuu (Mur et al., 2013). OcHOBHBIMHU
cuMTaloTcs  L-apruHMH- M HUTPAT/HUTPUT-
3aBucuMble myTtH (IstHBKO M Ap., 2012). Ipenmo-
JlaraeTcs, YTO aprHHUH-3aBUCHUMBIN ITyTh CHHTE3a
NO aHanoruyeH MPOUCXOASIIEMY B KIETKAX KH-
BOTHBIX. OJTHAKO K HACTOSAIIEMY BpEMEHH TOMOJIO-
ru NO-CHHTa3bl KUBOTHBIX BBISBICHBI TOJBKO Y
3elIEHBIX BOJIOPOCIEl, HO HEe Y BBICIINX PaCTCHHN
(Roszer, 2014). B To xe BpeMsi €CTh OCHOBAHWHS
noJjaraTh, YTO Y BBICIIUX PaCTCHUN UMEIOTCs Oel-
KH, KOTOpbIE B KOOMNEpPalid MOTYT T€HEepHPOBAaTh
NO, ucnonb3ys B KauecTBe cyoOcTpara L-apruHuH.
Ora peakmus, Kak ©u Karagusupyemas NO-
CHUHTA301 >KMBOTHBIX, MPOUCXOAUT TPU HATUYUAN
HAJI®H, ®MH, ®AJl, kanpMOayJuHA U HOHOB
kanbius (Corpas, Barroso, 2017).

B nmone3y npencrasieHuit o CyIieCTBOBaHUH
Yy PpacTeHuil apruHUH-3aBUCHMOTO OOpa30BaHUs
NO cBUIETENBCTBYIOT MHOTOYMCIICHHBIE IaHHBIC
00 yrHereHmun ero cuHTe3a W MHOTEX NO-
3aBHCHMBIX IIPOIIECCOB JEHCTBHEM Ha pacTeHHUs
WHTHOUTOPaMHU NO-cuHTa38B1 >KUBOTHBIX
(Crawford, 2005). Ilomy4ens! S5KCIepUMEHTAILHBIC
JaHHbIe, YKa3blBalOLIMe Ha Hamuuue (epMmeHTa-
THBHON cucTembl, mogooHoii NO-cuHTa3e KHBOT-
HBIX, B XJIOpOIIJIaCTaX, MUTOXOHAPHIX U NEPOKCHU-
comax (Farnese et al., 2016).

B To e Bpems B TIOCJIEHHE TOJBI MONyYe-
HBbI CBEJICHUS O 3HAYUTEIHLHOM (BO3MOXKHO, JIOMH-
HUPYIOIIEM) BKJIaJle¢ B CHHTE3 OKCHJIA a30Ta MyTH
BOCCTaHOBJICHUSI HUTPATOB C y4acTHEM HHTpAaTpe-
nyktassl (Shi, Li, 2008; Mur et al., 2013). Hurpar-
pelyKTa3Has aKTUBHOCTh, 3aJICHCTBOBaHHAs B
CHHTE3¢ OKCHJA a30Ta B PACTUTCIbHBIX KJICTKaX,
BBISIBIICHA TIPEUMYIIIECTBEHHO B 1TuTo3011 (Farnese
etal., 2016).

He ucknrodeHo, 4To HapsAy ¢ KIIaCCHYECKOU
HUTPATPEIyKTa30d HUTPaT-BOCCTAHABIMBAIOIIYIO
aKTHBHOCTH MOXXET MPOSBIIATH U MEPOKCHIA3a, TEM
KOTOpO# CIocOOeH B3aMMOCHCTBOBATHL KaK C Tie-
POKCHIOM BOJOpOJa, Tak U ¢ HUTpaToM (["aneeBa u
ap., 2012). Ilpu 5TOM BO3MOKHO CHMKEHHE COO-
ctBeHHO mepokcunazaon (ADK-o6e3BpexnBaro-
mieid) akTUBHOCTH TEPOKCHAA3bl. B CBs3M ¢ 3TUM
MEepOKCHIa3a MOXKET OBITh BOBJICUEHA B CIOKHOE
(hyHKIIMOHAIbHOE B3auMoaelicTeue Mexay ADK u
A®DA. B T0 Xe BpeMs YETKHX 3KCIEPHUMCHTAIb-
HBIX JI0Ka3aTelIbCTB yyacTus epOKCcUaas3sl B 00pa-
soBanun NO y pacrenuit noka wer (Minibaeva,
Beckett, 2015).

B xauecTBe MUHOpHBIX IIyTEH CUHTE3a OK-
CHJA a30Ta pacCMaTPUBAIOTCS PEAKLNH, KaTaIU3H-
pyembie HUTpUT-NO-penykTa3oi miazMaTHYecKon
MeMOpaHbl, KCAHTUHOKCHIOPEAYKTa3bl TEpPOKCHU-
COM, & TaK)e BOCCTAaHOBJIEHHE HUTPATa IIUTOXPOM-
C-OKCHJAa301 AJIEKTPOH-TPAHCIIOPTHOM LIEMTU MHTO-
xoumpuit (Gupta, Kaiser, 2010; Farnese et al.,
2016). Hakoner, cuuTaercsi BO3MOXHBIM 00pa3o-
BaHUE OKCHJA a30Ta MPH OKUCIICHUH MOJIUaMHHOB,
BEpOATHO, ¢ TnoMomplo Cu-aMUHOOKCHUAA3BI
(Wimalasekera et al., 2001). OgHako BKJaa 3THX
nyteit B ¢opmupoBanue NO-curHamoB, y4acTBy-
IOIUX B HMHAYLHPOBAaHWU aJalTHBHBIX pPEaKIHN
pacTeHui 0cTaeTCs HEU3yYEHHBIM.

B Hammx sKcmepuMeHTax MOKa3aHO KPaTKO-
BpeMeHHoe ToBbimenne conepkanusi NO B kop-
HSIX TPOPOCTKOB TIIEHUIIBI MOCTe MX 00paboTKh
L-apruamaom (Kapmen u ap., 2017). 1ot sdhdekr
HUBEIUPOBAJICS MPeaoopaboTKoil KopHeil HHrnou-
topom NO-cumtazst  L-NAME  (NC-nitro-L-
arginine methyl ester), 4ro CBHIETEIBCTBYET O
BO3MOXXHOM Y4acTHU B 00pa30BaHMU OKCHJA a30Ta
tdhepmenta, momodHoro NO-cunTaze sxuBOTHBIX. C
JIPYroil CTOPOHBI, 00pabO0TKAa WHTAKTHBIX KOPHEH
IIIEHUIB HUTPAaTOM IpHBOAMIA K Oonee cylue-
CTBEHHOMY M MPOAOJDKUTEIHHOMY BO BPEMEHH IO-
BhiieHuto coaepkanuss NO u stot 3¢ dekr yrue-
TaJICsl MHTMOUTOPOM HUTPATPEyKTa3bl BOJb(pa-
matoMm Hatpus (Kapneu u np., 2017). Ilox BaustHu-
eM 00pabOTKM MPOPOCTKOB NIIEHHWIBI Kak L-
aprUHMHOM, TaK ¥ HUTPATOM TMOBBIIANACH WX
YCTOMYMBOCTh K IOBPEXKAAIOIIEMY IPOTpeBy, a
uarubutopsl NO-cHHTa3bl M HHUTPATPELyKTa3bl
cHUManu AaHHbid dpdekr. Takum oOpazom, MOK-
HO TIOJNarath, YTO TOBBIIICHHUS TEIUIOYCTOMYHBO-
CTH TPOPOCTKOB IIICHHUIIBI, CBA3aHHOTO € 3¢ dek-
tamu NO, MOXXKHO TOCTHYb KaK IyTE€M aKTHBALUU
apTrUHAH-3aBUCUMOT0 00pa30BaHMs OKCHJA a30Ta,
TaK ¥ HUTPAT-3aBUCHMOTO.

[lo Bcelt BepOATHOCTH, YyKa3aHHBIE ITyTH
CHHTE3a OKCH/a MOT'YT HHAYLIMPOBATHCS HE TOJIBKO
COOTBETCTBYIOIIMMH 3K30T€HHBIMH CyOCTpaTaMu
(L-apruHUHOM M HHMTpPATOM), HO M JCHCTBHEM Ha
pacTeHus CTPECCOPOB, B YACTHOCTU TMIEPTEPMHUHU.
Tax, moBermenue comepxkanust NO B mpopocTkax
apabujorncuca, HHAYLIUPOBaHHOE |-MUHYTHBIM
nporpesoMm npu 50°C, yraeranock Kak JeicTBHeM
MHTMONTOpa HUTPATPEAYKTa3bl a3uaa HaTpuUs, TaKk
u uarunouropa NO-cunTassl xuBoTHBIX TRIM (1-
(2-tpudropmerrndennn)umugazon) (bakakuHa u
np., 20096). IloBelenne comeplkaHWS OKCHIA
a30Ta B KOPHSX NMPOPOCTKOB IIIIEHHUIIbI, BbI3bIBAE-
MoO€ |-MHHYTHBIM 3aKaJIMBAIOMIMM IMPOTPEBOM, B
3HAYUTEJILHOW CTENEHH YIHETaJoCh MHTHOUTOPOM
NO-cunrassl xuBoTHBIX L-NAME wu wactmuno
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WHTHOUTOPOM HHTPATPEAyKTa3bl BOJIb(PpamMaToM
(Kaprierr u ap., 20146). 3ametum, 9to Takoi 3¢-
ekt Bosb(pamaTa MPOABISIICS IPU UHKYOHPOBa-
HUU MIPOPOCTKOB IMIICHUIIBI HA OE3HUTPATHOM Cpe-
Jie, 4TO TMO3BOJISIET MpEAToiaraTh BKJIAJ HHUTpAT-
BOCCTaHaBJIHBAIOIIEro IyTd B oOpaszoBanue NO
JlaXke TP MHUHAMAIBHOM 3HIOTE€HHOM COJepKa-
HUUW HUTPATOB B KJIETKAX PACTCHHNA. JTU pe3yibTa-
Thl HAXOIATCS B COTJIaCHUH C IIOJYYCHHBIMH PaHEC
JIAHHBIMU O HAJIMYUM HUTPATPEAYKTA3HOU aKTUB-
HOCTU B JHUCTHSIX 6-10-CyTOYHBIX pacTEHHA, BBI-
pamuBaeMbIix Ha Boje (["ameesa u ap., 2012).

Jo Hacrosimero BpeMEHH OCTaBaJICS MpPaK-
TUYCCKU HEU3YUCHHBIM BOIIPOC O TOM, KakK B3aH-
MOJIEHCTBYIOT MEXJy cO0O aprWHWH- U HUTpAT-
3aBUCUMBII ITyTH CHHTE3a OKCHIA a30Ta M KaK OT-
pakaeTcst 3TO B3aMMOJICHCTBUE Ha (popMupoBaHUU
NO-unayIMpoBaHHON YCTOMYMBOCTH pacTeHuil. B
HaIllMX SKCIEPUMEHTaX MOJIy4YeHbl JaHHbIE, CBU/IC-
TEJIbCTBYIOLIME O BO3MOYKHOM aHTAarOHM3ME 3THX
nyteit obpazoBanus NO. Tak, L-aprunuH 3Hauu-
TEJIBHO YMEHbIIA HMHAYLUPOBAHHOE HUTPATOM
MOBBIIICHUE COAEP)KAHMSI OKCHA a30Ta B KOPHSIX U
pa3BuTHE TeIuIoycTouuBOCTH IMpopocTkoB (Kap-
ner u ap., 2017). UupiMu cioBaMu, 3T COETUHE-
HUSI HUBEJIUPOBAIM IIOJIOKUTEIBHOE [JCHCTBHUE
JIpyr Apyra Kak Ha COJAEp)KaHWe OKCHIAa a30Ta B
KOPHSX, TaK U Ha TEIUIOYCTOHYUBOCTH IPOPOCTKOB
nieHunsl. IlpumeuarensHo, 4TO MHrHOUpYyOLIee
BIMAHUE L-apruHuHA HAa HUTPAT-CTUMYJIUPYEMOE
obpazoBanne NO yMeHbIIANIOCH MPH 00paboTKe
MPOPOCTKOB MHTHOMTOpoM NO-CHHTa3Bl KHUBOT-
Heix L-NAME (Kapnen u ap., 2017). O1u pesynb-
TaTBl COTJIACYIOTCS C JaHHBIMU paboThl Rosales et
al. (2011), B KOTOpOI#i MOKa3aHO CTUMYJIHUpYIOLICE
BiusiHue L-NAME Ha akTUBHOCTb HUTpPATpPEAYK-
Tas3bl.

Wrak, M3710)KEHHBIE BBIIIE JaHHBLIE CBHJIE-
TENBCTBYIOT O POJHM OKCHJA a30Ta, 00pas3yroIiero-
Cs, BEPOSITHO, 3a CUET AKTHBAIUU Pa3TUYHBIX
(hepMEHTATUBHBIX CHUCTEM, B TPAHCAYKIIMW CHUTHA-
JIOB, CITOCOOCTBYIOIINX DPa3BUTHIO YCTOWYHUBOCTH
pacTeHui K cTpeccopaM, B YAaCTHOCTH, K THIEp-
TepMuu. Bo3HHKaeT BOMPOC, Kak CBA3aHBI H3MEHE-
Hus myiaa curHansHoro NO ¢ romMeocTa3oM Kalib-
uusg 1 AOK u Kak B CBOIO 04epelb STU U3MEHEHUS
BIIUSIIOT HA COJCP)KAHME B KIIETKAaX NIPYTUX CHUT-
HaJHHBIX TTOCPETHUKOB?

Huzubumopmnotit ananu3 QyHKUuoOHAaIbHO-
20 e3aumooeiicmeus NO, ADK u uonoe kanvuus
npu gopmuposanuu a0anmueHsIX peakuuil pac-
meHnuil

[lpu agantauum K HeOMaronpusSTHBIM (ak-
TOpaM 3a/IeHCTBOBaHA CETh CHTHAJIBHBIX IOCPE-
HHUKOB, CPEIH KOTOPHIX 0C000€ 3HA4YE€HHE HWMEIOT
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okcua aszora, A®K u xamsimii (Kolupaev et al.,
2015). K HacTtosmemy BpeMEHU B JHTEparype
HaKOIUICHO HeMallo ()aKTOB, CBUIETEIHCTBYIOIINX
0 B3aMMOJIEHCTBUU ITUX MTOCPETHUKOB.

Tak, U3BECTHO, YTO MOHBI KAaJbIHS, MEPOK-
CHJI BOJIOPOJAa M OKCHJ| a30Ta SIBISIOTCS MOCPEl-
HUKaMH B CTPECC-MHAYIHPYEMOM 3aKPbIBAHUH
yereuil. O6paboTtka nucTbeB apadbugorncuca 10 MM
XJIOPUZOM KaJbllMsl BbI3bIBAJa YBEIHYCHHE CO-
JICpIKaHUsT B KJIETKAaX MEPOKCHIA BOAOPO/A, OKCH-
Jla a30Ta M 3aKpbIBaHKe YCThUII. [laHHBIE d(DPEKTHI
HO/IaBJISUIMCh KaK KaTana3ol, TaK U CKaBEH)XEPOM
okcuzma azora PTIO (Wang W.H. et al., 2012).
EcTp ocHOBaHMS moONarath, 4T0 NEPOKCHUI BOJIOPO-
Ja WrpaeT poilb WHIYKTOPA, BBI3BIBAIOIIETO
Hakoruienne NO, koTopblii HEMOCPEACTBEHHO 3a-
JICCTBOBAH B PETYISIMN COCTOSHHA ycThuIl (He
et al, 2013). V wmyranroB apabumorcuca Atr-
bohD/F, nedextnpix mo axtuBHocTH HAJIDPH-
OKCH/Ia3bl U HE MPOU3BOJAIIUX JOCTATOYHOTO KO-
JUYECTBa TEPOKCHIA BOAOPOJA, HE MPOHCXOIUIO
3aKpbIBaHUS YCTBUI], HHAYIIUPOBAHHOTO JCHCTBHU-
eM Y®-B. Ongnako 00paboTka 3TUX PacTEHHI J10-
HopoM NO mnpuBoIWIIa K MPOSBICHUIO CIIOCOOHO-
CTH 3aKpbIBaTh ycrhuna. C apyroil cTOpoHbI, 00-
paboTKa MepoKCUAOM BOIOpOJIa MyTaHTOB Nial-2,
neeKTHBIX 0 CHHTE3Y OKCHJIa a30Ta, HE BBI3bIBA-
na mogobHoro s¢dekra (He et al., 2013).

Ilpu nelicTBUM MOHOB MEAM Ha KYJIbTYpYy
Mopckoit Bomopocan Ulva compressa ormedanoch
MOBBILIICHHUE COACPKAHMS B KIETKaX OKCHJIA a30Ta,
TepoKCHa BOIOpoaa u WOHOB KanbIus (Gonzalez
et al., 2012). TIpu sToM 06paboTKa KJIETOK CKa-
BemkepoM NO HHBEIUpPOBAJIa TMOBBINICHUE KOH-
LIEHTPAllU BHYTPUKIETOYHOTO KaJbIUsi, a aHTa-
TOHUCTHI KaJblusd cHuMann noaseM NO. B To xe
BpeMS TIOBHIIIEHNE COJEPKaHUsI TEPOKCHIA BOJIO-
polia B KJIETKaX CHUMAJIOCh OJIOKATOpaMH KaJIbI[H-
€BbIX KaHaJOB, HO HE CKaBEHKEPOM OKCHIA a30-
Ta.

B Hammx skcmepumeHnrax o0paboTka Impo-
POCTKOB aHTAarOHUCTAaMM KajbLUs (XeJIaTopoM
BHekseTouHoro Kanbiuss OI'TA, Hecneuudpuye-
CKUM OJIOKATOPOM KAJIBIIUEBBIX KAHAJIOB XJIOpPH-
JIOM JIaHTaHa ¥ MHTHOUTOpOM (ochaTHIMINHO3HU-
ToJ-cnenuduaHoi Gocdonunazsl C HEOMUIMHOM)
HUBEJIMPOBaJia TOBBIIICHUE COJACPKAHUS OKCHIA
a30Ta B KOPHSX, BBI3bIBAEMOE |-MHHYTHBIM 3aKa-
nuBaromM rporpesom (puc. 1). Taxke Bce Tpu
HCTOJIb30BAaHHBIX AHTArOHHCTA KAJIbLUS CHUMAIU
BBI3BIBAEMOE 3aKaJHBAIONIMM TPOTPEBOM TTOBbI-
HICHUE COJIEPXaHUs TePOKCHIa BOJIOPOa B KOp-
Hsax. Takum 00pa3oM, MOXKHO KOHCTaTUPOBAThH 3a-
BucumocTs cogepxkaaud NO u ADK B pacturens-
HBIX KJIETKaxX OT KaJbIIMEeBOTO romeocrasa. bomee
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Puc. 1. BiusiHHe aHTAarOHHCTOB KAJIBLHS HAa COJdep:KaHHe OKCHAA a30Ta B KOPHAX NMPOPOCTKOB
NMIIeHU I Moc/Ie 3aKajuBaero mporpesa (mo: Karpets et al., 2015).

1 — xouTpoNB; 2 — 3akanuBaromuii nporpes (42°C, 1 mun); 3 — OI'TA (500 MxkM), 4 — 3akanuBaromui
nporpes + DI'TA; 5 — LaClz (5 MM); 6 — 3akanusaromwmii mporpes + LaCls; 7 — weomunus (200 MxM); 8
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Puc. 2. BausiHne aHTHOKCHAAHTOB U MHruouTopoB NO-CHHTAa3bl H HHTPATPEAYKTA3bl HA COHEp-
JKaHMe MepoKcuaa Boaopoaa (A) u okcuaa azora (b) B KOpHAX NPOPOCTKOB MILEHUIIBI MOCJe 3aKa-

JuBamwiiero nporpena (mo: Karpets et al., 2015).

1 — koHTpOJDB; 2 — 3akanuBatommii nporpes (42°C, 1 mun); 3 — nonon (50 MxM); 4 — 3akanuBaromKi
nporpes + uonom; 5 — IMTM (150 mxM); 6 — 3akanuBatouuii nporpes + IMTM; 7 — L-NAME (2 MM);
8 — sakanuparomuii nporpee + L-NAME; 9 — Na,WQ, (1 MM); 10 — 3akanuBaromuii mporpes + Na,WO,.

TOTO, HAMH TTOKa3aHO0, YTO 00paboTKa MPOPOCTKOB
MIICHAIBl PAa3TUYHBIMI KaJIbIIMEBHIMU AaHTArOHU-
cramu (OI'TA, LaCl; 1 HeOMUIIMHOM) yMeHbLIana
3 eKTHI MOBHITIICHUS COZIEP’)KaHUS OKCHIIA a30Ta B
KOPHSIX IpH jaericTBum sk3orenHoro H,O, (Kaprerr
u 1p., 20166). B cBoto ouepens 3TH ke aHTaroHU-
CTBl Kaylblusl cHUMand 3((EeKT MOBBILICHUS CO-
Jep>KaHUsl TEePOKCHAa BOAOPOJA B KOPHSIX IIPO-
POCTKOB MIICHUIBI MPH UX 00pabOTKE JOHOPOM
NO HIIH.

[IpumedaTensHO, YTO MPH COYETAHHOU 00-
pabotke conbio Kanbuuss U goHopom NO Temo-
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yCTOﬁ‘IHBOCTb TOMATOB ITOBbIIIIAJIACh 3HAYHUTCIBHO
CHUJIBHEC, 4YE€M IIOCJIE€ pas3acIbHOIoO B03,Z[CI>'ICTBPI}I
HITH nu6o Ca** (Siddigui et al., 2017).

Mexny TEepOKCHIOM BOJIOPOJIa U OKCHIIOM
azoTa mpu (GOPMUPOBAHUK OTBETHBIX PEaKIUil Ha
CTpECCOpPhl M BHEIIHUE CTUMYJBI TaKKe MPOHCXO-
muT (QyHKIIMOHAIBHOE B3aumojeicTere. OO0 3ToM
CBUJICTEILCTBYET HAOIJIIOIaEMOE B HAIIMX 3KCIIe-
pPUMEHTaxX TMOJaBJICHHE CTUMYIUPYEMOTO 3aKal-
BaIOIUM MPOTPEBOM HAKOIUICHHS MEPOKCHIA BO-
JIOpOJIa B KOPHSX MPOPOCTKOB JIEHCTBUEM UHTHUOH-
TopoB Kak NO-CHHTa3bl, TaK U HUTPATPEIYKTA3bI
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(puc. 2, A). C nmpyroii cTOpOHBI, aHTUOKCHJIAHTHI
noHON W muMerwiTHoModeBuHa (JIMTM) monag-
JSTA  BBI3BIBAEMOE TPOTPEBOM YBEIHYEHHE CO-
nepxanust NO B KOpHSX miieHus! (puc. 2, b).

B 1nenoM, MOXHO TOBOPHUTH O TECHOM (YHK-
[IMOHAJILHOM B3anmMojencTBuu Kanplmst, ADK u
NO 1npu WHIYIHUPOBAHWH TEIIOYCTOWYNBOCTH
MPOPOCTKOB TMIIEHHUIBI KPATKOBPEMEHHBIM TIPO-
TPEBOM, a TAKXKE SK30TCHHBIMU MOHAMHU KaJbLUsi,
nepokcugoM Bosopona u gonopom NO (Kapner u
np., 2016B). AHTAarOHUCTHI KaJIbITUS OJOKHPOBATH
yBennuenne conepkanus kak ADK, tak u NO B
pacTUTEIBHBIX TKAaHAX IPHU 3aKaJUBAIOILIEM IPO-
rpese. C apyroii ctoponsl, antaronuctsl NO mpe-
MSATCTBOBAJIHN YBEIHUEHHUIO COJEPXKAHHS MEPOKCH-
Jla BOJOPOAAa B KOPHAX, & aHTUOKCUJAHTHI MOJAaB-
nsanu noBblmeHue B HUX KommdecTBa NO. Ilpu
3TOM AHTarOHHCTHI KaJbLUS, AHTUOKCHAAHTHI WU
WHTHOUTOPHl (DEPMEHTOB, TEHEPUPYIOIIUX OKCHT
a30Ta, 3HAYUTEIFHO HUBEINPOBAIN Pa3BUTHE TeTl-
JIOYCTOMYHMBOCTH NPOPOCTKOB TOCJIE 3aKaJINBaIO-
miero nporpesa (Karpets et al., 2015).

Yuacmue uonoe xanvyua u AD®K ¢ pecy-
AAYUU  AKMUBHOCHMU  (DEPMEHMAMUBHDIX CU-
cHeM, 2eHepupyIouux OKCUo azoma

Kak yxe oTrmeuanoch, OCHOBHBIMHU ITyTSIMH
CHHTE3a OKCHJa a30Ta B KJIETKaX PAacTCHUH CYUH-
TalOTCA IIYyTU, CBA3aHHBIC C OKHUCJICHUEM L-
apTMHHMHA U BOCCTaHOBJICHHEM HUTpaTOB. IlepBbIil
U3 HUX peau3yeTcsi C y4acTHEM THIOTETHIECKOro
OeKka ¢ aKTHUBHOCTBIO, MoA00HO0# akTuBHOCTH NO-
CHHTAa3bl )XUBOTHBIX, BTOpOﬁ — CBA3aH C aKTHBHO-
CTbIO HUTpaTpenyKTasbl. JlaHHbIE WHTHOUTOPHOTO
aHajM3a yKas3blBalOT Ha ydacTue oOOuX IyTeH B
obpazoBannu NO B oTBeT Ha jAelcTBHE THIIEPTEP-
MUU Ha pacTeHus apabupnornicuca (bakakunaa u mp.,
20096) u mmenwnnsl (Kapren u ap., 20146). Bos-
HHUKaeT BONPOC, KAKOBO y4acTHE MOHOB KaJbIHS H
AO®K Kak CUTHAIBHBIX MOCPEAHUKOB B PETYIISLUH
aKTHBHOCTH dTHX (pepMEHTOB?

Kak oTmedanoch Bbllle, MOBBILICHUE CO-
nepxanust NO B KOpHSX NMPOPOCTKOB MIICHUIIBI,
BBI3bIBAEMOE 3aKATMBAIOIIAM MPOTPEBOM HITH JIeH-
CTBHEM TMEPOKCHIA BOAOPOJA, HHBEIMPOBAIOCH
KaJIbIIMEBBIMU aHTArOHHCTAMH, YTO KOCBEHHO YKa-
3pIBaCT Ha poNib Kanblusg B aktuBammu NO-
TeHEPUPYIOIINX (PepPMEHTATUBHBIX CHUCTEM. XOpO-
IO W3BECTHO, YTO PACTHTENBHBIH (PEPMEHT, TO-
no6ubIit NO-cHHTa3e KUBOTHBIX, aKTUBHUPYETCS C
y4acTHeM KaJlblusl v/nnu KanpMonynuna (Courtois
et al., 2008; Mur et al., 2013; Chakraborty, Achar-
ya, 2017). C apyroii CTOpPOHBI, €CTh CBEICHHUSI O
TOM, 4TO (GoCHOpPHUINPOBAHHUE HHUTPATPEAYKTa3bl,
HPUBO/IAIICE K MOBBIIICHUIO €€ aKTHBHOCTH, TaKKe
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SIBIISIETCSI KABITMH3aBUCUMBIM TIporteccoM (Mur et
al., 2013).

HenaBHo mosiBUNIOCH CcOOOIIEHHE O HOBOM
KaJblIMHA-3aBUCUMOM MEXaHU3ME H3MEHEHHs CO-
JiepKaHusl OKCHJIa a30Ta B PACTUTENLHBIX KIIETKAX,
HEe CBS3aHHOM c peryisiued aktuBHoctH NO-
cuHTe3upyomux ¢epmentoB. Ilpu amanramum
pacteHuii apabujoncuca K COJIEBOMY CTPECCy OT-
MEYaNoCch YCHIJIEHHE JKCIIPECCUH TEHOB, KOIHPY-
omux aBe Gopmbel kampmoxynuHa — AtCaMI1 u
AtCaM4, yto B CBOIO 0Yepeas OTpaskaoch Ha CO-
nepxxanuu NO B kietkax (Zhou et al., 2016). Ilo-
Ka3aHO, YTO KaJbMOIYJIMH CHI)KaJl aKTHBHOCTH S-
HHUTPO30TITYTaTHOHPETYKTa3bl, TEPEBOMICH OK-
CHJI a30Ta B CBS3aHHYIO ()OPMY, H TEM CaMbIM CIIO-
COOCTBOBAJI TMOBBIIICHUIO KOJIMYECTBA OKCHJIA a30-
Ta. B aToli 5)xe paboTe mokazaHo, 4T0 3aBUCHMOE OT
KaJbMOJYJTMHOBOW CHCTEMbI TIOBBILICHUE COJEP-
xaanss NO HeoOXoquMO IS PEryisliud HOHHBIX
HOTOKOB M TOJJICPXKaHUS HOHHOTO OajlaHca B
KJIETKaxX IPH COJIEBOM CTpecce.

B menom ke JMaHHBIX O PONU KaNbIUs B
(dhopmupoBanun NO-CHTHAIOB B PaCTUTEIBHBIX
KJIETKaX MOKa O4YeHb MaJo.

Eme menee uccienonano Biusaue ADOK Ha
aKTUBHOCTH (hepMeHTOB, rerepupyrommx NO. Ox-
HaKoO IIOMHMO CBeI[eHI/Iﬁ O MOBBIMICHHUU COJACPIKaA-
Hus NO B pacTUTENBHBIX TKaHIX MOJ JAEHCTBUEM
9K30T€HHOTO Tepokcuaa Bogopona (Zhang et al.,
2007; Kapmerr u ap., 2015a; 20168B), ecth U KOC-
BEHHBIE JaHHBIC, YKa3bIBAIOMINE HA BO3MOKHOCTD
AKTUBALlUM HUTPATPEAYKTa3bl MEPOKCHIOM BOZIO-
pona (Dubovskaya et al., 2011).

Hamn wm3ydeHo BimsHHE SK30T€HHOTO Iie-
pOKcHIa BOAOPOAA Ha aKTUBHOCTh HHUTPATPEdyK-
Ta3bl B KOPHSIX MPOPOCTKOB MiIeHUIbl. O0padoTka
kopHe#t 1 m 10 MM pacTBOpaMm TepoOKCHIA BOJIO-
po/ia BBI3BIBAJIA 3AMETHOE TTOBBIIICHNE aKTHBHOCTH
tdhepmenta (puc. 3). DPPEeKTH aKTUBAIUN HUTPAT-
peayKTa3bl MEpOKCHIOM BOJIOPOAA TPOSBIISUIUCH
Ipy WHKYOAIMM KOPHEH HPOPOCTKOB IIICHHIIBI
KaK Ha cpefie, coJepKalleldl HUTpaT HaTpus, TaK U
Ha Oe3HUTpaTHOW cpeae. DTO yKas3bIBacT Ha BO3-
MO’KHOCTb aKTHBAIlMU HUTPATPEIyKTa3bl IEPOKCH-
JIOM BOOPOJIA JaKe MPU MUHUMAJIBHOM COZEpIKa-
HUM HUTPATOB B PacTUTENBHBIX KJIETKaX WU COTJIa-
CyeTcsl ¢ JaHHBIMH O YaCTUYHOM IIOJIaBJICHUU WH-
THOUTOPOM  HHUTpPATpEAyKTa3sl  BOJb(paMaToM
HaTtpust oOpaszoBanusi NO B pacTHTENbHBIX KIET-
Kax, WHIYIUPYEeMOTO SK30T€HHBIM IEPOKCUIOM
Bogopona (Kapner u np., 2016B) wiu 3akainBaro-
muM nporpesoM (Kapnen u ap., 20140).

UmeroTcsa cBenenust o Tom, 94To HOpMHpOBa-
HHE OTBETHBIX PEaKLUU pacTEHUH Ha 3acyXy, B T.4.
M3BECTHBIM APQEKT 3aKpBIBAaHHUS YCTHHIL IPOUCXO-
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Puc. 3. BiusiHue nepoxkcuia BoA0pPoAa M HUTPATa HA AKTHBHOCTb HUTpaTpeaykTa3bl (HMoJab NO;~
/mr Oesika X MuH) B KopHsax nmennnb! (Kapnen, Kosynaes, Heony0JMKOBaHHBIE JaHHBIE).

1 — xoHTpONB; 2, 3 — MEepOKCUA Boopoaa B KoHIeHTpanusx 1 1 10 MM, cooTBeTCcTBeHHO; 4 — HUTpAT Ha-
Tpus (5 MM); 5 — HuTpat HaTpws (5 MM) + mepokcun Bomopoaa (10 MM).

IMpumeuyanune. KopHU WHTAKTHBIX THOJIMPOBAHHBIX 4-CYTOYHBIX MPOPOCTKOB MIICHUIBI copTa JlockoHama oOpa-
OOTHIBAIIN YKa3aHHbIMU paCTBOpaMu B TCHUCHUEC 4 4. AKTHUBHOCTH HUTPpATPCAYKTA3bl ONPEACIISIN MO MCTOJUKE,

onucanHoit ["aneesoit u ap. (2010).

YT C y4acTHEM IIEPOKCHIA BOIOPOAa M OKCHIA
azota. Ilpu 3TOM YyBeIMUYEHHE COACPIKAHUS IIO-
crneanero npoucxoaut mox BiusaueM H,O, (Niu et
al., 2016). Uueimu cinoBamu, curaan NO moxker
OBITH BTOPHYCH 110 OTHOIICHHUIO K CHTHAITY MEPOK-
cu/ia BOJOpOAa.

Bausnue okcuoa azoma Ha Kaﬂbuuesbu?
comeocmas 6 pacmumeslibHblX KlliemKkax

W3BecTHO, 9YTO JOHOPBHI OKCHIA CIIOCO0-
CTBYIOT YBEJIMUYCHHIO COAEP)KAHHS LIUTO30JBHOTO
KaJIBIIUS B PAaCTHTENHHBIX KieTkax (Lamotte et al.,
2004). B KJIETKax JKUBOTHBIX NO-
WHIYIIUPOBAaHHOE OTKPHIBAHUE KAJIBIUEBBIX KaHa-
noB omocpenoBano 1l M®, oOpa3yromumcs 3a
CYET aKTHBAIllUM OKCHJIOM a30Ta PacCTBOPHMOM Ty-
AHWIATIIUKIIA3bl, KOTOpas CYHUTAETCS OCHOBHBIM
peuentopom NO (Cesepuna, 1998). AxtuBauus
TYaHWJIATIMKIIAa3bl KJIETOK YKHBOTHBIX OKCHIOM
a30Ta MPOUCXOJUT TyTeM CBS3BIBAHHS €r0 C re-
moM. B cBoro ouepenp ul'M® MoOKET aKTHUBUPO-
Bath AJ|®-pubo3minukiazy, kKoropas oOpasyer
nAJID-pubo3y, ydYacTBYIOIIYIO B OTKpPHIBAHUH
BHYTPHUKJIETOYHBIX KaJbIMeBhIX kaHaioB (Tapues-
ckuid, 2002). Pa3BuTre coOBITH, YyKiIaabIBaroIIe-
rocsi B Takyl cxemy, ObUIO ONMHCaHO B padoTe
Klessig et al. (2000). Apropsl TOKa3anu, 4TO ce-
nexTuBHBIA aHTaroHucT HAJld-prubo3sl (8-6pomo-
nA/JId-puboza) yraeran B nuctbiax tabaka NO-
MHIyLIMPOBAaHHOE HAKOIUICHUE CBSI3aHHBIX C MATO-
reHe3oM OenkoB PR-1.

bonee 10 ner Hazaj MOABUINCH CBEACHUS O
HaJIWMYUU Yy apaOuIomcHuca pacTBOPUMOIO Oenka
AtGC1 (Guanylyl Cyclasel) ¢ yuactkamu, xapak-
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TEepPHBIMHU JJI1 KaTaJTUTHUYECKUX JOMEHOB pPacTBO-
pUMOI TyaHWJIATIMKIA3bl [UaHOOAKTEpHUil, BbIC-
mx u HE3mmx sykapuot (Ludidi, Gehring, 2003).
OmHako OKazajoch, 4TO, HECMOTPS Ha CTPYKTYp-
HOE CXOJICTBO C PacTBOPUMOM T'yaHWJIATLMKJIA301
JKUBOTHBIX U Oaktepwii, 6enok AtGC1 He obnagaer
crocobHocThiO cBsi3biBaTh NO (Ludidi, Gehring,
2003). Ilo3nHee roMonor pacTBOPUMOM T'yaHHJIAT-
LOUKIa36l OBbUT BBIABICH Y 3€JIEHOH BOAOPOCIH
Chlamydomonas reinhardtii (de Montaigu et al.,
2010), ogHaKO MOMBITKU €ro BHISIBICHUS Y BBICIIUX
pacTeHMi TOKa YCHEXOM HE  YBEHUYAJIHCh
(Baudouin, 2011). IIpu 3TOM 3KCHEpHMEHTAILHO
nokazaHo cymiectBoBanne NO-omocpenoBaHHOTO
oOpazoBanuss 1l M® B pacTUTENBHBIX KJIETKAX.
Tak, mokazaHo, 4T0 y pacTeHHI apabuorcuca mpu
XOJIOJTOBOM CTpPECCE TIOBBIIMIATIOCH COJIEpKaHIE KaK
NO, tak u ul M®. MHrubuTop HUTpaTpeAyKTa3bl
a3uJ HaTpUsA HUBEIUPOBAJI BBI3BIBAEMOE XOJIOAOM
nioBeIierue comepkanusd 1l M® B Tkamsx (baka-
kuHa W 7Ap., 2009a). Bonee Toro, HakoIUIeHHE
ul'M® ycrpansnocs 00paboTKON pacTeHUil MHTHU-
OMTOPOM TYaHWJIATIMKIA3El 6-aHWIHHOXUHOJIHWHO-
5,8-xuHoHoM. B apyroit pabore mokazaHO CHSTHE
9TUM WHTHOMTOPOM YBEJIMYEHHUS B IPOPOCTKAX
apabunomnuca coaepxxanus 1l M®, BBI3BIBAEMOTO
neiicteuem nouopa NO HIIH (bakakuna u np.,
20096). Ilon BiusHMEM [OOHOpa OKCHUAA a30Ta
HITH y tpancrennsix pacrenuit Nicotiana plum-
baginiflora, skcnpeccupyromux KaabIUAYyBCTBU-
TENbHBIN OEJIOK arno3KBOPUH, MPOUCXOAUIIO J1030-
3aBUcUMoOe onocpenoBanHoe 1l M® TpaH3uTopHOE
YBEJIMYEHHE  COJIEP’KaHUS  BHTYPUKIETOYHOTO
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kanpuus (bakakuna u ap., 20098). [Ipu sTOM BBHI-
3piBaeMoe oOpabotkoit HITH mossimenue comep-
JKaHUST TUTO30JIPHOTO KaJIBITUS MOJABISIIOCH JEii-
CTBHEM  HHTHOMTOpa  TyaHWIATLHUKIA3bl  ©O-
AHWJIMHOXWHOJIMHO-5,8-XNHOHOM M aHTaroHUCTOM
uAJI®-pr603bl HUIKOTHHAMHUJIOM.

Lamotte et al. (2006) mokazamm, uto NO B
YCIOBUSX THIEPOCMOTHYECKOTO CTpecca aKTHBU-
pOBaJ KaslbLHEBbIE KaHAJbl KaK IUIa3MaTHUYECKOU
MeMOpaHbl, TaK M BHYTPUKJIECTOYHBIEC, IOCpEN-
CTBOM CHTHAJIOB, BKITFOYAIOUIMX JIETOJISPU3AIHIO
a3ManeMmbl 1 o0pazoBanue A ldD-pubdo3sl.

Takum oOpa3zoM, omocpeoBaHHOE Tya-
Huatiuknaszon, TAM®, AJ[D-pubosnnmnukinazoi
u nAJld-pubo30ii yBennmueHNe KOHIICHTPAIUA IIH-
TO30JILHOI'O KaJIbLIWs MOJ BIMSHUEM OKCHJIA a30Ta,
MO-BUAUMOMY, BO3MOXKHO. OIHAKO, B CXEME CHI-
HaJIMHTa OCTaeTCs HeJoCcTarolee 3BeH0 Mexay NO
u ul M® (Baudouin, 2011).

[lo-BunumMoMy, OKcua a3oTa OKa3bIBaeT
BJIMSIHUE HE TOJIbKO Ha KaJbI[UEBBIE KaHAJBI, Pery-
mupyemble TAJ[D-pubo3oii. M3BecTHO, YTO OAMH
U3 MEXaHU3MOB OTKPBIBAHMS JIMTAHAYIPaBIIIEMBbIX
KaJbIMEBBIX KAHAIOB B KJIETKaX KHBOTHBIX CBS3aH
C aKTHUBAIUENR (hochaTHIUITHHO3UTOI-
cneruduaHoit poconunazsl C 1 HaKOIUICHHEM B
pe3yJibTaTe 3TOro MPOIYKTOB THIpoiu3a (ocda-
TUAMTHHO3UTON-4,5-udochara  (MD,) Jra-
mwirmnepona (AT U uHo3uron-1,4,5-
tpudochara (MD3), BHIMOIHAIOUINX POIb BTOPHY-
HBIX MecceHmKepoB. JIAIT MoXkeT akTUBHPOBATh
meMOpannbie Ca**-3aBucuMbIe TpoTenHKHHA3b C,
KOHTponupytomue (myreM  ¢dochopruInpoBaHus)
COCTOSIHUE IIOTEHIMAJI-3aBUCUMBIX KaJbLIUEBBIX
kananoB (Lecourieux et al., 2002), a U®; npunu-
MaeT HEMOCPEICTBEHHOE YYacTHE B OTKpPHIBAHUH
JIUTaHTyTIPaBISeMbIX KaJbIHEBbIX KaHaJOB TOHO-
miacTa ® DJHAomIa3Marudeckon cetu (Tuteja,
Sopory, 2008). Hamnume roMoJIOTOB MHUIIIEHEH
N ®d; knerok xuBoTHBIX — U D3-penienTopoB u npo-
TeMHKHHa3bl C — y pacTeHUH 0 CUX MOp HE MOoJ-
TBepxkAeHO. IlomydeHpl sKCrIepUMEHTaIbHBIC JaH-
HbIE, CBHJIETEILCTBYIOIIME O TOM, YTO MOOMIIN3a-
mus noHOB Ca®* M MX OCHHIUISIHMM HIPAIOT Bak-
HYIO POJIb B CUTH@JIBHOM IIyTH, OIOCPEAOBAaHHOM
¢dochatunununosuron-cnennpuunoin  pocdonu-
na3oit C (Lecourieux et al., 2002). [Ipssmbie 3kciie-
PUMEHTAJIbHBIE JIOKA3aTeNbCTBA HMHIYLMPOBAHBIX
OKCHJIOM a30Ta HM3MEHEHHMH KaJbL[IEBOTO T'OMEO-
cTaza mnyteM aktuBauuu M®P3-9yBCTBUTENBHBIX
KaJbLIMEBBIX KaHAJIOB HaM IIOKa He u3BecTHbl. On-
HAaKO MMEIOTCS KOCBEHHBIE JJAHHBIC, YKa3bIBAIOLIIE
Ha Bo3MOXxHOe yuyactue (ocdonumnazel C u Nd; B
peanu3anmu 3¢ HeKToB OKCHAA a30Ta.
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Lanteri et al. (2006) nabaronanu, 4TO UHIH-
ouTopsl perynupyeMbrx Md; Ca’*-kaHayoB BBI3bI-
BalOT 3HAYMTEIFHOC CHIDKEHUE oOpa3oBaHus 00-
KOBBIX KOpHEH y pacTeHUH OryplOB IpH UX 00pa-
0oTke moHOpPOM oOKcuaa azora. [lokazaHo Takxke,
YTO OKCHJI a30Ta y PacTEeHUM 3a/IeiiICTBOBAH Kak
NOCpPeOHUK B MHAyuupoBaHuu ¢ocponunazsl C
naroreHHbIMH dnucutopamu (Laxalt et al., 2007).
BrIsiBIIEHO, YTO MHAYLHPOBAHUE TEIJIOYCTONYNBO-
CTH PacCTHUTEIBHBIX KIIETOK, BEI3BIBAEMOE TOHOPOM
okcuga azora HITH, momaBnsiiock mpenBaputeib-
HOM 00paboTKOM MHruOMTOPOM (ochaTUIUINHO-
suton-cnenuduunoi pochonunaszsr C HEOMUIH-
HoMm (Karpets et al., 2015).

Eme oauH BakHBIM MeXaHU3M, IIOCpPE-
ctBoM KoToporo NO MOKeT BIUSTH Ha KajbllHe-
BbIC KaHaJIbI, ABJISICTCS oOpaTuMoe (ochopumpo-
BaHKe OEJNKOB, BKIIOYAasl MPOTEMHKHHA3BI U TIPOTe-
urdocdarazer (Khan et al., 2014). Xopomo us-
BECTHO, 4TO y KUBOTHBIX NO MOJIyJIUpYyeT aKTHB-
HOCTh Pa3JIMYHBIX KJIACCOB IMPOTEHHKWHA3, HO B
pactenusix ~ NO-MHIYIMPOBaHHBIE  MOJIYJISLIUH
NPOTEMHKUHA3 OCTAIOTCSl MaJIoW3ydeHHBbIMH. [lo-
Ka3aHo, 4TO TOHOPEl NO HHIYIHUPYIOT aKTUBHOCTD
MpOTEeHMHKWHA3 B JUCThs Tabaka (Klessig et al.,
2000), apabumorncuca (Capone et al., 2004), skc-
wianTatax orypua (Lanteri et al., 2006). Onnako
91 3()(EKTH HE MOATBEPXKICHBI MOJIEKYJISIPHO-
TeHETUYECKHUMHU METOJaMU. 3aBUCUMOCTb WHTyIIH-
POBAHHBIX OKCHJIOM a30Ta U3MEHEHUI KOHICHTpa-
UM [IUTO30JbHOTO KallbIUsl OT aKTHBHOCTH TPO-
TEMHKWHA3 B KJIEeTKax O000B W CyCIIEH3MOHHON
KyJIbType KJIETOK Tabaka Oblla TMOKa3aHa C HC-
MOJIb30BaHUEM COOTBETCTBYIOIIUX WHTHOUTOPOB —
K252a u craypocnopuna. Ilocnegnue cHumamn
yeemuuenue [Ca’']y,, BbI3BIBaGMOE neiicTBUEM
nounopoB NO (Sokolovski et al., 2005; Lamotte et
al., 2006).

Bnuanue oxcuoa azoma na zenepayuio u
obesepercuseanue ADK 6 pacmumenvuvix Kiem-
Kax

Kak yxke orMeuanoch, 3pdexTs okcuma
a30Ta MOTYT OBITh KaK CUTHAJIBHBIMH, TaK U LUTO-
TOKCHYECKMMH. VX XapakTep BO MHOTOM 3aBHCHT
oT QyHKIIMOHATBEHOTO B3amMo/eicTeusa ¢ ADOK. B
HACTOsAILIEE BpPEMs HAKOIUIEHO MAOBOJIBHO MHOIO
3KCNIEPUMEHTANBHBIX JIaHHBIX, CBHIETEIBCTBYIO-
mmx o BaussHUE NO Ha akTHBHOCTH (DepMeHTaTHB-
HBIX CHCTEM, T'CHEPHUPYIOIIMX H 00e3BpeKHBalIO-
mmx ADK. [Ipuyem NO MokeT Kak akTUBHPOBATH,
TaK ¥ MHTHOMPOBATH 3TH CUCTEMBL. Takke BO3-
MOJKHO TIPSAMOE B3aMMOJEWCTBHE OKCHJA a30Ta U
A®K, wmomudummpyomee akTUBHOCTh PEIOKC-
(hepMeHTOB.
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Bruanue oxcuda azoma Ha axKmMueHOCMb
HAJ[®H-oxcuoaswi. IlokazaHo, 4TO B KYJIbTYpe
TKaHEeW KOpHEH KEHBILEHs O] BIMSHUEM JIOHOpa
NO npoucxonuna aktupauus HAJ[OH-oxcunazbl
W yCHWIMBAJIACh T€HEpalus CyIEepOKCHIHOTO aHH-
on-paaukana (Tewari et al., 2008). B mammx skc-
nepuMeHTax o0paboTKa OTPE3KOB KOJICONTHIICH
MIICHUIBI TOHOpOM okcuaa azora HITH Takxe BbI-
3pIBajla YCWJICHHE TEeHEepalil CYMEepPOKCHIHOTO
aHUOH-pafukana. OToT 3¢¢deKT CBs3aH, I0-
BUIMMOMY, C NoBbIIeHHeM akTuBHOCTH HAJIDH-
OKCH/JIa3bl, TOCKOJIbKY yTHETajucs €€ MHrHOUTOpPOM
umpuaazonoM (Kapnen u np., 2011). M3BectHO, 4TO
B TeHepalu curHaiabHbeIXx ADK MoxkeT OBITH 3a-
JIeliCTBOBaHa M BHEKJIEeTOYHAs mepokcuaasza (Mini-
baeva et al., 2001). Oxgnako npu o6padoTke HITH
aKTUBHOCTH 3TOW (OpMBI (hepMEHTa B KOJICONTH-
TSAX TMIIEHUIBI HE W3MEHSUIach, a WHTHOUTOpP Tie-
POKCHAA3bl (CaTUIMIATHAPOKCAMOBAs KHCIOTa) HE
BIMST Ha MHAynupyemyroo aoHopoM NO renepa-
[IUI0 CYNEePOKCUIHOTO aHUOH-paankana (Kapmer n
np., 2011) AHTHOKCHIAHT WOHOJ W HMHTHOHUTOP
HAJI®H-okcuma3sl ”MUIa30J1 CHIMaJId BBI3bIBac-
Moe AoHOpOoM NO NOBBILIEHUE TEIIOYCTOWYUBO-
CTH PacTUTENBHBIX KIeTOK. Takum obpazom, ADK,
renepupyemeie ¢ ydactueM HAJIDH-okcumassl,
BBICTYMAIOT MOCPEAHUKAMH B TIPOILECCE HWHIYIIHU-
POBaHHUS OKCHIOM a30Ta 3aIUTHBIX PEaKIINH.

HAJI®H-okcuaaza OTHOCHUTCS K KaJIbITHM-
3aBucuMbIM (Gepmentam (Baxter et al., 2014). B
HACTOsIIee BPeMsl MOJTyYEeHbI IKCTIEPUMEHTAIIbHbIC
JTAaHHBIE, CBUICTENBCTBYIOIINE O CYIIECTBOBAHUH,
KaKk MHUHUMYM, JBYX MEXaHHU3MOB KaJbIIHii-
3apucumoii aktuBaruu HAJI®H-okcupasel. Oaua
U3 HUX CBSI3aH C BIUSHHEM KalbLUsl Ha MPOTECHH-
kuHa3y, aktuBupyromyro  HAJIOH-okcumazy
(Wong et al., 2007), apyroit — ¢ OpsSMBIM B3aHMO-
neiicteuem Ca®’ ¢ KaTamuTHUECKOH cyObeauHuIeit
storo ¢pepmenta (Ogasawara et al., 2008). B cesi3u
C 9THUM MPEACTABISIETCS BIOJHE JIOTHYHBIM, YTO
BBI3bIBaEMas B HAIUX OJKCIIEPHIMEHTaX IOHOPOM
OKCH/Ia a30Ta aKTHUBalUs OOpa30BaHUS CYIMEPOK-
CHJIHOTO paJuKala Ha MOBEPXHOCTU OTPE3KOB KO-
JEONTHIeH OKa3alach KaJblMH-3aBUCUMBIM IPO-
[IECCOM. YCTaHOBJIEHO, YTO XElaTop KaJlbLus
OI'TA, WHTUOHUTOP ¢dochaTnannrHO3UTON-
cnerduanoit pocdonunazel C HEOMUIIMH, a TaK-
ke aHTaroHuct cuare3a HAJD-pubo3bl (MHrHOH-
Top AdP-prbo3mniykiazel) HUKOTHHAMUZ 4a-
CTMYHO CHUMAJH BBI3BIBAEMBIH JOHOPOM OKCHIA
azora 3(dekt ycuieHus reHepalun CyrnepoKCH/I-
HOTO aHMOH-PaJUKalla PACTHTEILHBIMU KJIETKAMH
(Kapmer u np., 20156). MoxHO monaraTth, 4TO B
UHIIyIIMPYEMOM OKCHJIOM a30Ta yCHUJIGHUH TeHepa-
un ADK, xoropoe cBsI3aHO C TOBBIIIEHHEM aK-
tuBHOCTH HAJI®H-0KCHIa3pl, 3aAeHCTBOBAHBI
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KaJIbI{MEBbIE KaHAJIBl pPa3HbIX TUIOB. BrIICHEHHe
MEXaHU3MOB BIIMSIHUS OKCHJIA a30Ta HAa UX COCTOS-
HHE TpeOYeT CHEeNUAIbHBIX UCCIICAOBAHNH.

IToMumMoO KanbUMKH-3aBUCHUMBIX MEXAHHU3MOB
perymsinuu aktuBHocTH HA JIOH-okcuaassl cyuie-
CTBYeT W MEXaHM3M, CBS3aHHBIH C JeHCTBHEM
(dhocharuHOM KUCIOTHL. B KaTtanutuyeckon cyob-
enqunuiie HAJIO®H-okcuaassl yCTaHOBIEHO HAJU-
e caiiTa CBA3BIBaHUSA ¢ GochaTHAHON KHCIOTOM,
BBICTyMAlOIIeH B ponn ee aktuBatopa (Marino et
al., 2012; Baxter et al., 2014). He uckiroueHo, 4To
(hochaTtraHas KHCIOTa KaK MOCPEIHHUK 3a/I€HCTBO-
BaHa B aktuBauuu HAJI®H-okcunassl pacTUTENb-
HBIX KJIETOK AK30T€HHBIM OKCHIOM a30Ta. M3BecT-
HO, YTO IOJI BIUSHUEM OKCHJa a30Ta MOXET Mpo-
HCXOIUTh YyCWIeHHne obOpa3oBaHus ¢ocdaTuaHon
KHCJIOTBI, 00yCIIOBIIEHHOEe akTuBanuen docdomnu-
na3bl D (Lanteri et al., 2008). B namux skcrepu-
MEHTax BBI3BIBAEMOE JJOHOPOM OKCHZAA a30Ta yCHU-
nenue redepanuu APK B KoJ€ONTUIIAX MIIIEHULIBI
HUBEIMPOBAJIOCH TPEABAPUTEIBHON 00pabOTKOM
OyraHoioM-1 — aHTaroHHWCTOM 3aBHCHMOTO OT
thochommmazer D ob6pazoanus Gocharumaoit Kuc-
JIOTBI, HO HE €r0 HEaKTUBHBIM TOMOJIOTOM OyTaHO-
nom-2 (Karpets et al., 2012). BnonHe ectecTBeHHO,
YTO AJIS1 OJHO3HAYHOI'O 3aKJIIOYEHUs 00 ydJacTuu
¢dochaTuIHON KHCIOTHI B PETYJSLMNA aKTUBHOCTH
HAJI®H-okcuaasel npu AEWCTBUM OKCHUIA a30Ta
HEO0XOMMO HEMOCPEACTBEHHOE OIpeieeHue ee
coJiep)KaHusl B KJIeTKax. B 1enoM jxe npencrasiis-
€Tcs  BIIOJHE BEPOSATHBIM, YTO  aKTHBALMS
HAJI®H-oxcuaassl mpu IeHCTBUN IK30T€HOTO OK-
CH/Ia a30Ta MPOHMCXOJUT C YyJacTHEM KakK paziud-
HBIX IYJIOB KanbLus, Tak U (GocdaTuaHoi KHUCIO-
TBI.

C npyroil CTOpOHBI, HUMEIOTCSA JAHHBIE O
toM, 4r0 NO wmoxer wuHrubumposats HAJIDH-
OKCHJa3y 3a CUET S-HUTPO3UIUPOBAHUS IHCTCHHA
(Cys 890) (Yun et al., 2011). Takum oGpasom,
Juuib 3a cyeT monynauuu aktuBHocTH HAJIDH-
OKCHJa3bl BO3MOXKHO PA3IMYHOE TII0 XapakTepy
BJIUSTHUE OKCHA a30Ta Ha oOpa3oBanue ADK.

Bnusnue oxcuoa azoma Ha aKMUGHOCMb
anmuoxcuoaumuvix pepmenmos. Ipdexter NO
MOTYT OBITH OOYCIIOBJICHBI TIPSIMOH ITOCTTPACIISIIU-
OHHOU MoJU(UKanuel MoIeKyll GepMEeHTaTUBHBIX
OeNKOB M BIMSHHEM Ha O3KCIPECCHI0 COOTBET-
CTBYIOIIMX I'€HOB.

Monudukanun 6enkoB, BbI3biBaeMmblie NO,
00pa3yomuMcsl yIIOMSHYTHIMH ~ BBIIIE  IYTIMHU
(puc. 4), BkmovaT B ce0si S-HUTPO3UIMPOBAHUE,
HUTPOBAaHUE OCTaTKOB THUPO3MHA, W METalI-
Hutposunuposanne (Astier, Lindermayr, 2012).

S-HUTPO3WINPOBAHUE TPEICTABISIET COOOM
obOparumoe cBs3piBanre NO ¢ aTOMOM cepbl, TIpH-
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Puc. 4. [TocTTpaHc/simuoHHast MOaAupUKAIKs 0€JIKOB ¢ yuyacTue okcuaa azora u ADK.

BojIsAIIee K 06pazoBanmio S-HuTpo3otuoia (—SNO)
(puc. 4). OToT npouecc He PepMEHTATUBHBIH, CTe-
MICHb S-HUTPO3WIMPOBAHUS 3aBUCUT OT PEAKITUOH-
HOW CIOCOOHOCTH HUTPO3WIMPYIONIETO arcHTa U
OKHUCIIUTEIEHO-BOCCTAHOBUTENFHOTO  TIOTEHITHANA
MuKpookpyxkeHus (Arora et al., 2016). O1o oueHb
n30uparenbHas, Kak IpaBUIO, OTPaHUYCHHAs KOH-
KPETHBIMU OCTaTKaMM IMCTEWHA, MOCTTPAHCIISIIIN-
oHHas Moaudukaiusa 0eiakoB. Cyuraercs, YTO OHa
SIBIIICTCS. OJHMM W3 MEXaHH3MOB OBICTPOTO BOC-
MPUATHS KJICTOYHBIX CUTHAJIOB U aJlalTallMK K W3-
MEHCHMSIM CHTHAJIOB OKpY’Karoliei cpeabl (Arora,
Bhatla, 2015).

HutpoBanue OENKOB MO TUPO3UHY COCTOHT
Bo BkiodeHuu Hutporpymisl (-NO;) B ocrtarox
TUPO3MHA (OOBIYHO B OpmMO-TIONOXKEHUH (HEHOIb-
HOM THUAPOKCWIBLHON TPYIIIBI), YTO NPUBOIUT K
obpasosanmio 3-aurporuposuna (Radi et al., 2004)
(puc. 4). ATeHTOM HHUTPOBaHHS SBISIETCSA MEPOK-
CHHUTPHUT, OOPa3yIOIIMICI TPU B3aUMOJICHCTBUH
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OKCHJAa a30Ta C  CYNEpOKCHIHBIM  aHWOH-
pamukanom (Freschi, 2013). TuTpo3HHOBOE HUTPO-
BaHKE OCJIKOB MOYKET MPUBOIUTH KaK K aKTHBAIINH,
TaK ¥ K WHTHOWPOBAHUIO AKTHBHOCTH IIEJEBBIX
oenkoB (Arora et al., 2016). HutpoBanue Genkos
M0 THPO3MHY CUMUTACTCS OJHUM M3 MapKepOB HHT-
po3atuBHoro ctpecca (Ischiropoulos, 2003).

HutposunmpoBanne  MeTaicoAepIKaInx
0enkoB mpoucxoauT mnpH B3aumoneicteun NO c
HMOHAMH TIEPEXOJIHBIX METAJIIOB, BXOMSIIUX B CO-
CTaB METAIIIONPOTEHHOB, U IPUBOIUT K 00Opa3oBa-
HUIO METaJUIO-HUTPO3UJIBHBIX KOMIUIEKCOB (pHC.
4). NO MOXeT CBA3BIBATHCS C Pa3IMYHBIMHU METall-
mmaeckumu tentpamu (Fe, Cu, Zn) meramionpo-
teuroB (Ford, 2010; Arora et al., 2016). ®opmu-
POBaHHE METAJUIO-HUTPO3UIBHBIX KOMIUIEKCOB BbI-
3bpIBaeT 0OpaTuMble KOHQOPMAIOHHBIE H3MCHE-
HUsI OCJKOB M WM3MEHSET HMX CTPYKTYpy W/HIH
(dhyaxmoHanpHyI0 akTuBHOCTH (Cooper, 1999).



KAPIIEILl, KOAYITAEB

OmnucaHHble BEIIIE MEXaHU3MBI BIUSIHHUSI OK-
cHja a30Ta Ha OCNIKU B IMOJTHOW MEpPE OTHOCSTCS U
K aHTHOKCHIAHTHBIM (hepMEHTaM, aKTUBHOCTh KO-
TOPBIX WM3MEHSETCS BCICICTBUE B3aMMOJICHCTBUS
NO ¢ THOJMBHBIMU TpyIIaMH HIH ME€PEXOJIHBIMH
MeTajljlaMM, BXOJAIIMMHU B COCTaB aKTHBHBIX II€H-
TpoB, B ocobeHHoctn ¢ TremoMm (Brown, 1995).
Cuuraercs, uto cxoactBo NO ¢ MOJEKYISIPHBIM
kucioporom (O,) B OTHOIIICHUH pa3Mepa MOJIEKY-
761, TUAPOGOOHOCTH W TapaMarHUTHBIX CBOWCTB
MpeJrnoiaraet, 4YTo JI00oi reMconepKammii dep-
MEHT, KOTOPBIA pearupyeT ¢ KUCIOPOIOM, MOXKET
OBITH TMOTEHITMAIBHON MUIICHBIO IS WHTHOHMPO-
Banus NO (Cooper, 1999).

CYHCQOKCI/IQQI/ICMY rasa ABJIACTCA CINH-
CTBCHHBIM (bepMCHTaTI/IBHBIM AHTHUOKCHUIAHTOM,

00€3BpeXMBAIOIIAM  CYNEPOKCHUAHBIA  aHWOH-
paaukan. OHa BBITIOJHSET POJIb MEPBUYHOTO Py-
oexxa mpotuB ADK (Alscher et al., 2002). Takyro
¢ynkuuio COJl CBA3BIBAIOT C TEM, YTO, HIIMMHHU-
pyd CYNEpOKCHIHBIE pPaauKajibl, 3TOT (hEepMeHT
OTMOCPEIOBAHHO YMEHBLIAET BEPOSTHOCTH 00pa3o-
BaHMs THAPOKCHIIBHBIX PaAWKajOB, CHHIJIETHOTO
KHCIopoaa, nepokcuHuTputa u Apyrux ADK, xo-
TOpBIE B CHIIy BBICOKOW pPEaKIMOHHOH CrocoOHO-
CTH HE MOTYT OBITh YAaJCHBl OCTKOBBIMH KaTalu-
3atopamu (Komynaes, 2016). CO/] npencraBieHa
3HAYUTENEHBIM ~ KOJIMYECTBOM  MOJIEKYJISIPHBIX
¢opm. B uX aKTHBHBIX LEHTpPax MOTYT OBITH TaKHe
Mertamibl, kak Cu, Zn, Mn, Fe. Cu/Zn-COJ] (M,
30-33 kD) sBasieTcst Haubosee pacpoCcTpaHEHHOM
¢opmoii 3TOrO (pepMeHTa B KIETKAX PACTCHUH.
Ona nokanM3oBaHa B LUTO30JIM, XJIOPOILIACTAX,
MUTOXOHJPUAX, TIEPOKCHUCOMaxX M amoruiacte. Me-
Hee pacrpocTpaHeHHBIME sBIstoTcs Mn-COJ u
Fe-CO/] (Komymaes, 2016).

NwmeroTcs maHHBIE O BO3MOXKHOCTH PETYIIS-
uuu okcuaoM azota COJl He TONBKO Ha TeHEeTHUYe-
CKOM YpOBHE, HO TaKXXe IMyTeM MOCTTPAHCIISAINOH-
HeIx Momudukanuii (Arora, Bhatla, 2015). Dumo-
reHHast JocTymHOCcTh NO Takke MOXKET peryiaupo-
Bathcsl m3opopmamu COJl mocpencTBOM KOHKY-
pEHITNH 3a 00U CyOCTpaT, CynepOKCHIHBIE aHU-
OHBI U BBICBOOOXKIeHHEe NO U3 ero JOHOPHOTO CO-
€VHEHUS S-autposornyratuona (GSNO),
ObIcTpO pasnaratoiierocs moxa Biausauem Cu/Zn-
COD B npucyrcteun H,O, ¢ oOpa3oBaHreM OKHC-
aenHoro riyratnona (GSSG) u NO (Singh et al.,
1999).

Karanasza mpencraBisier co0oil remcojep-
Karmid (QepMEeHT, KaTaIu3UPYIOIIUN pa3ioKeHUe
H,0; Ha Bogy m MOJIEKYJISIPHBIA KUCIOPOT U JIOKa-
JU3YIOIUNCS MPEUMYIIECTBEHHO B MEPOKCHCOMAX
(Komymaes, 2016). NO cBsI3bIBacTCS C JKEIE30M B
cocTaBe remMa M MPUBOAMT K 00Pa30BaHUIO TPEXBa-
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JICHTHOT'O J>Kelie3a, YTO NPEeAOTBpAILACT CBS3bIBa-
HHE NEePOKCH/A BOJIOPOJA C MOHOM METajlla, TeM
CaMBIM MHTUOHMPYS KaTala3Hyl0 aKTHBHOCTH (Ar0-
ra et al., 2016). Yetsipe mMonekynsl NO oOpa3yioT
KOMILJIEKC C KaXKJbIM KaTaJa3HbIM TEeTpamepoM.
[lyrem ynanenus okcuzua a3ora U3 CAMTOB CBSI3bI-
BaHMsI KaTaja3bl MOKHO BOCCTAHOBHUTH (hpepMEHTA-
TUBHYIO aKTMBHOCTb HAaTMBHOHW KaTtasasbl. [lepok-
CHJI BOJIOPOJIa CIIOCOOCTBYET CBS3BIBAHUIO OKCHIA
a3ora ¢ karana3oi (Brunelli et al., 2001).

HecmoTrps Ha Hanu4ue IOBOJBHO MHOTO-
YHCJICHHBIX JaHHBIX 00 MHTUOMPOBAHMHU KaTajas3bl
OKCHJIOM a30Ta M HUTPO30COCAWHEHHSMH, MeXa-
HHU3MBI 3TOTO SBJIEHUS PACKPBITHI HE IMOTHOCTBHIO.
Tak, cpaBHUTEIBHO HENABHO OBLIO TMOKAa3aHO, YTO
CHJIbHOE WHruOMpyloliee ACHCTBHE Ha KaTalasy
MOYET OKa3bIBaTh OKCHJ| a30Ta B ()OpME MOHHU3U-
posannoii Monekyasl NO' (HOHOB HHTPO30HHS),
npudeM 3TOT 3Q(PEKT MOXKET OBITh CBS3aH C €T0
B3aUMOJICHCTBUEM C THOJBHBIMU Tpymmamu Qep-
MenTa (TutoB u ap., 2008).

MHarnbupoBanne akTUBHOCTH KaTaja3bl 00-
pabotkoit NO M IEpOKCHHUTPUTOM II0OKa3aHO B
JKCIIEPUMEHTAX, MPOBEJCHHBIX HA PACTCHUSAX Ta-
Oaka n xopusx muenunsl (Klessig et al., 2000;
Singh et al., 2008). C apyroii cTopoHsI, coobIaer-
csi W 00 aKTHBAIMM Karaja3bl OKCHUIOM a30oTa 3a
cueT mporecca HuTpos3waupoBanus (Bai et al.,
2011). B namumx sKcnepuMeHTax MpH HCCIea0Ba-
HUM BIIMSAHUS Pa3HbIX KOHIICHTPAIMK JOHOpa OK-
cuga azora HITH Ha akTUBHOCTBH KaTamasbl KoJje-
OIITHIIEH MIIEHHUIIBI TTOKa3aHo, 4To iN VIVO JoHOp
NO B konnentpaiusax 100 u 200 MKM BBI3BIBaI
MTOBBIIIICHNE AKTUBHOCTU KaTanas3bl, B TO BpeMs
Kak npu aeiictBum KoHueHtpauuu 500 MmxkM otme-
4aJIoch e¢ MHruOupoBanue (puc. 5). MoxHo mnona-
raTh, 4YTO B 3aBUCUMOCTH OT KOHIICHTPAI[MH OKCH/I
a30Ta MOJKET BBI3BIBATH Pa3IUYHbIE MOIU(DUKAIINN
MoJieKy)1 (epMeHTa (HampuMep HUTPO3UIMPOBA-
HUE MeTaJlla WIA S-HUTPO3UITHMPOBAHUE THOJIBHBIX
OCTaTKOB), YTO MOXET OKa3bIBaTh MPOTHBOITOJIOXK-
HOE BJIIMSHUE Ha €ro akTUBHOCTH. C IPYToi cTOpo-
HBI, B CUCTEME iN VIVO HaKIaALIBAIOTCS KAK BO3-
MO>KHBIE 3P PEKTHI IPAMON TMTOCTCTPAHCIAIMOHHON
Moaudukanmuu Monekyn (epMeHTa, Tak U Jei-
CTBHE OKCHJa a30Ta KaK CUTHAJIBHOW MOJEKYIIHI,
CIIOCOOHO! OIOCPEI0BAHHO BJIMATh HAa IKCIIPEC-
CHIO COOTBETCTBYIOIIMX T'€HOB. B Hammx skcre-
pYMEHTax yCTaHOBJIEHO, YTO aKTUBUPYIOIIEE BIIU-
sHue HuU3Kkux koHueHtpauuid HITH Ha akTMBHOCTH
KaTaja3bl B KOJCONTHIISX IIICHUIBI HE TPOSBIS-
JIOCh B TPUCYTCTBUW aHTHOKCHAHTA FIOHOJA, WH-
ruouropa HAJI®OH-okcuaassl umMmumasona u pas-
JUYHBIX aHTaroHwctoB Kambiws (Kapmem u mp.,
2016B).
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Puc. 5. KonueHTpaunoHHasi 3aBUCMMOCTb BJIMSIHUS
HIIH Ha akTHBHOCTH KaTaja3bl (A), ackopdaTmepo-
kcuaassl (b) u reasikosanepocuaassl (B) B kosteonTu-
JAX nueHunbl copta Jlockonana yepe3 4 u 24 4 ot
Havyasna oOpadorku (Kapnen, Koaynaes, Heomy0an-
KOBaHHbIE IaHHbIE).

Ipumeuanue. HITH BHOCHIN B OCHOBHYIO Cpeny HHKYyOalnu
KoeoTmyen (2% pacTBop caxapo3sbl ¢ 100aBIeHHE HATPUEBOH
coym neautiunHa (100 ThIC. em1./i1). AKTHBHOCTH (pepMEHTOB

OTpeiesIsid [0 MeToJuKaM, onucaHHbiM panee (Kapneun u
Ip., 2014a).
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Ackopbarnepokcuiasa W Hecmenudu-
geckas IEepoKCHIa3a, Kak W KaTajasa, SBIf-
IOTCS TeMmcoaepkamumu  dhepmentamu. OHH
JIOKQJIM30BaHbl B LUTOIUIA3ME M PA3IHYHBIX
KIeToyHbIX ~ KommaptMmeHtax  (Komymaes,
2016). Tonpko B HECKOJBKUX paboTax 3aduK-
cupoBana crocoOHocTs NO K CBSA3BIBAHHIO C
reMoMm mnepokcumas (cMm. o63op: Arora et al.,
2016). Tak, Hampumep, MOKa3aHO, YTO JTOHO-
pet NO wHTHOMPYIOT aKTHBHOCTH HECIIENH-
¢uueckoit mepoxkcumasel y Zinnia elegans.
[pennonaranock, uro NO o6paTuMo MHTHOU-
pyeT aKTHBHOCTb IEPOKCHIA3bl TabaKa MyTeM
00pa3oBaHMs >KEJIe30-HUTPOKCUIBHOTO KOM-
IUIEKCa C aTOMOM JKejie3a B COCTaBe rema
(Clark et al., 2000). ToHop MepOKCHHUTPUTA
BBI3BIBAT TUPO3MHOBOE HHUTPOBAHHE LUTO-
I1a3MaTHYeCKOi  ackopbarmepokcuaassl  in
VivO y pactenuii apadunorncuca (Lozano-Juste
etal., 2011).

B nammx »skcrepumeHTax o00paboTka
KOJIEONTHJIEH TIIEHUIBI JOHOPOM OKCHAA
azota HIIH B xonuentpamu 500 MkM BBI3BI-
Bajla BPEMEHHOE MHIMOMpPOBaHUE aKTUBHOCTU
TBasKoJIIepoKcuaasel (puc. 5). bonee HU3KHME
koHueHTpayu nonopa NO okasblBanu akTu-
BUpYIOIIee JielicTBrE Ha 3TOT (hepMeHT. B TO
e BpeMs ackopOaTrepokcuia3za He WHTHOH-
poBanace aeiicreueM HIIH, a mpu ucnons3o-
BaHMM KoHUeHTpauuu 200 MKM oTmedeHo
MOBHIIIEHNE aKTHBHOCTH (epMeHTa (pHc. 5).
AxtuBupymomee BiusHue 200 mxM HIIH na
I'BasiKOJI- U aCKOpOaTHEepOKCUAa3y B YCIOBHUAX
in Vivo MOrJI0 OBITH CBSI3aHO HE C MPSIMOI MO-
nudukanueit GepMeHTOB OKCHIOM a30Ta, a C
BIUSHUEM IOCIEIHEr0 KaK CHUTHAIBHOM MO-
JIEKYJbl Ha OHKCIPECCUI0 COOTBETCTBYIOLIMX
T€HOB, TOCKOJIBbKY YTHETaJIOCh aHTHOKCHJIaH-
TOM HMOHOJIOM, HHTHOMTOPOM HPOIYyLIEHTa CYy-
NEPOKCUAHBIX aHUOH-panukanoB HAJIDH-
OKCHJa3bl MMUAA30JIOM U OJHHUM U3 aHTaro-
HUCTOB KaibItust HeomuiuaoM (Kaprmer u ap.,
20166). 3ameTnM, OHAKO, YTO B pabOTeE, BHI-
MOJTHEHHOW Ha JIUCTBSIX KYKYpYy3bl, HE 3a(HK-
CHUpPOBAaHO WHTHOUPOBAHUSI AHTHOKCHIAHTOM
OUMETHITHOMOYEBUHOH W MHTHOUTOPOM
HAJI®H-okcunaser  mudeHmIeHnI0HIYMOM
a¢(hekTa MOBBIICHUS AKTHBHOCTH KaTaJla3bl U
ackopOaTIepPOKCHAa3bl, BbI3BIBAEMOIO Jeii-
creueM HITH (Zhang et al., 2007). He uckiro-
YEHO, YTO MOXET CYIIECTBOBaTb HECKOJBKO
MEXaHU3MOB M3MEHEHHUs] aKTUBHOCTH aHTHOK-
cunanTHeIX (epmenToB neiictBuem NO, cpe-
I¥ HUX KaK TpsiMas MOOUQUKAIKS MOJEKYI
(depMeHTa, Tak ¥ BIUSHUE HA CUHTE3 (hepMeH-
Ta, OIOCPEIOBAHHOE APYIMMHU CUTHAJIBHBIMHU
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MOJICKYJIaMH WX NOHAMU.

Bzaumooeiicmsue oxcuoa azoma c¢ eryma-
muonom. I'mytatnon — tpunentun (L-y-rmyramun-
L-nucrenuaunrmunun (GSH), M, 307 la), BeICTY-
MAIONINI B POJIM BOCCTAHOBHUTENS Oyiarofapsi THO-
JBHOM Tpymme LNUCTEHHA. 3alllUTHOE JICHCTBUE
[JIyTaTHOHA COMPOBOXKAACTCS OKuciIeHueM SH-
CPYIIbI U MPEBPAILCHUEM B AUCYJIb(U [ITyTaTHO-
Ha (GSSG). Cunuraercs, uro merokcukarus H,O, ¢
y4acTHEM TJIyTaTHOHA MOXET MPOXOIUThH JBYMS
myTsimu. [lepBrIii coctouT B BoccTanosieann H,O,
TJIyTaTHOHOM B PEaKIUU, KaTaIM3UPYEMOH TiIyTa-
TUOHIEPOKCUAa30i. BTopoil myTh BoccTaHOBIE-
HUS TIEPOKCHAa BOAOPONA CBS3aH C OKHUCICHHEM
aCKOpOWHOBOW KHCJIOTHI IO JAeTHapoackopbara
moJ JeHCTBHEM ackopOarmepokcuaasel. OOpaso-
BaBIIIMHCS TETUAPOACKOPOAT MOKET BOCCTAHABIIH-
BaTbCsl 10 aCKOPOMHOBOW KHCIIOTHI 3a cueT dep-
MEHTATHBHOTO M HEe(DEPMEHTATUBHOI'O OKWCIICHUS
rirytatioHa (Foyer, Noctor, 2009).

Oxcun a3oTa OKa3pIBaeT MpsIMOE UM KOCBEH-
HOE BIHUSHHE Ha (DYHKIIMOHHMPOBaHHE acKopOart-
IIIyTaTHOHOBOTO IMKIa y pactenuit (Arora et al.,
2015). Tak, NO pearupyet ¢ GSH ¢ o0pazoBanuem
S-autpo3zoriyratinoHa (GSNO), koropslit obnana-
€T CIOCOOHOCTBIO TPAaHCHUTPO3WINPOBATH OENKU
(Chaki et al., 2011). Taxxe S-HUTPO3OTITYTATHOH
paccmarpuBaeTcst ‘Kak TpaHcroptep moiekyn NO,
y4yacTByromuii B curnanunre (Arora et al., 2016).
GSNO sBisieTcs MOIIHBIM HHAYKTOPOM 3aIIMTHBIX
renos (del Rio et al., 2006).

NO o6namaer crnocoOOHOCTBIO CTHMYIHPO-
BaTh cuWHTe3 TiayratuoHa (Arora et al., 2016). C
JPYroi CTOPOHBI, OKCHJ a30Ta MOYKET WHTHOHMPO-
BaTh TIIyTaTHOHPEAYKTAa3Yy, HUTPO3UIHPYS
CYIb(GrUuApUILHBIC TPYIIIHI B €¢ aKTUBHOM IICHTPE
(Beltran et al., 2000). B to »xe Bpemss NO moxer
MOBHIIIATh AKTUBHOCTh TJIYTATHOHPEIYKTa3bl N
vivo (Zhang et al., 2007), 4Tto, BepOSITHO, CBA3aHO C
YCHJICHHE DKCIPECCUH COOTBETCTBYIOIIErO TeHa 3a
CUET aKTHUBAI[MH CUTHAJIHLHOMN CETH.

Ipamoe e3aumooeticmeue APK u NO, mo-
BUIMMOMY, BHOCHT BKJIa]] HE TOJBKO B U3MEHEHHSI
OKHCITUTEIbHO-BOCCTAHOBUTEIBHOTO 0Oallanca, HO
U B MPOIIECCHI KIIETOYHOTO CUTHANMHTA. [Ipu peak-
i NO ¢ O, 06pasyercss TOKCHYHBIN MEPOKCH-
HuTpuT (ONOQ), KOTOPBIH, KaK yKe 0TMEYaI0Ch,
MOYET HHUTPOBATh OCIKHU 10 THpo3uHy. C mpyroi
CTOpOHBI, B onpexaeneHHbIX ycnoBusx NO, mo-
BUJIIMOMY, MOXeET JICHCTBOBAaTh KaK aHTHOKCH-
nant. Tak, MOKa3aHO YMEHBIIICHHE OKCHIOM a30Ta
uToTokcudeckoro nericteus ADPK (H,O,) Ha
KiaeTkn Miekonmraromux (Wink et al., 1993) u
pactennii (JlyboBckas u np., 2007).
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Dyukyuonansnoe e3aumooeiicmeue NO ¢
Opy2umMu  CUCHATbHBIMU  HOCDEOHUKAMU  NpU
MPAHCOYKYUU CUZHATIO8 CIPECCO8bIX Pumozop-
MOHO06

UzBecTHO, uTO peanuzanus (U3NOIOTHYE-
cKuX 3(QQEKTOB CTPECCOBBIX (PUTOTOPMOHOB IMPO-
UCXOJIIUT C YYaCTHEM psijia CUTHAIBHBIX TIOCPEIHU-
KOB, CPEIN KOTOPHIX 0co0asi poJib MPHUHAIICIKHUT
nonam kanbiust, ADK u okcumy azora (Bartoli et
al., 2013; Konymae u ap., 2016). B mocnennue
roJIbl HHTEHCUBHO M3Y4aeTcsl CUTHAIMHT CaJUIIU-
JIOBOM 1 ’KaCMOHOBOM KHUCIIOT, OpacCHHOTEPOUIOB,
a TaKkKe KIACCHYECKOr0 PAaCTUTEIBHOTO rOpMOHA
abcumzoBoit kuciotel (ABK) (Komymae u np.,
2016).

HssectHO, uro NO sIBIsIeTCS KIIFOUYEBELIM I10-
CPEIHUKOM B IIpOIlecCaxX 3aKpbIBAaHUS YCTBUIl Y
pactenuit noz BiausiHueM ABK. Ilpu sToM yBenu-
yernto cojaepkanus NO B kileTkax OOBIYHO Mpej-
IIECTBYET TOBBHIIICHUE KOHIICHTPAIIMM HOHOB
KajgpOus B IMTO301H, akTtuBamms mMm HAJIOH-
okcuaasbl, ycunenue redepauuu ADK, urmynm-
pytomux cunare3 NO. ITocnexnnunit Mmogudummpyer
COOTBETCTBYIOIIHE OEIKH, YTO W MPHUBOAHT K W3-
MEHEHHMIO HOHHBIX IIOTOKOB B 3aMBIKAIOIINX KJIET-
Kax u 3akpbiBanuio ycteuil (Fancy et al., 2016).

B 10 *)e BpEMs JAHHBIC O BIIMSAHUU 3K30TI'CH-
HBIX )KACMOHOBOHW W CAJMIMIOBOH KHCIIOT Ha CO-
JIep>KaHUue OKCHJIA a30Ta B PACTUTENLHBIX TKAHIX
HEMHOTOUYHUCIICHHBI W OTYACTH MPOTHBOPEUYHBEI.
Tak, moka3aHo moBblIeHUe konndectBa NO B OT-
BET HA JCHCTBUE CATUIWIOBON KHCIIOTHI Y pacTe-
amii com (Klepper et al., 1991) u xeHbuICHS
(Tewari, Paek, 2011). Ognako B pabote Alavi et al.
(2014) coobmaercs, yto NO y4acTByeT B UHIyLIU-
POBaHUU CAIULMIOBOM KHUCIOTOM YCTOWYMBOCTH
pacTeHWi MIICHUIBI K OCMOTHYECKOMY CTpeccy,
BBI3BIBAEMOMY TOJIMATUIICHTIIMKOIEeM. [lpu 3ToM
MOJIOXKHUTENILHOE BIUSIHAE CAUIMIOBON KHCIIOTHI
Ha akTuBHOCTH COJI, TIyTaTHOHNEPOKCHAA3bl U
[IIyTaTHOHPEAYKTa3bl YCTPAHSIIOCH CKaBEeHHKEPOM
OKCHJa a30Ta METHJICHOBBIM CHHUM. B To ke Bpe-
M TIipu 00paboTKe CAMIUIATOM B KOPHSX TOMa-
TOB, MMOBEPTHYTHIX COJIEBOMY CTPECCY, OTMEYAJIOCh
CHIDKEHHE colepkaHusi okcuia azora (Gémes et
al., 2011). C mpyroii cTOPOHBI, KOMOWHHPOBAHHAS
00paboTKa CaTUITIIIOBON KHCIOTOM W TIOHOPOM
OKCHJa a30Ta HUTPONPYCCUAOM Hatpus Oonee 3¢-
(exTUBHO  HMHIYIHMpOBaja  COJEYCTOMYMBOCTD
xnoruatauka (Liu et al., 2014) u pe3ucTeHTHOCTD
mieHunbl Kk Hukemo (Siddiqui et al., 2011) mo
CPaBHEHMIO C JICHCTBHUEM KaKJOT'O COECIUHEHHUS B
OTJCIHHOCTH.

[Toka3aHo TMOBBIIICHUE COJCPIKAHHUS OKCHIA
a30Ta y pacTeHM apaOuaorcuca B OTBET Ha 00pa-
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0oTky xacmoHoBoW kwucioroi (Huang et al.,
2004). Uamymupyemoe 3x3orerron JKAK obpaszo-
BaHME JIATEPAIbHBIX KOPHEH y pHca YrHETaloch
ckaemxkepoMm NO PTIO (Hsu, Kao, 2011). Henas-
HO TIOKa3aHO, YTO ATHUM aHTAarOHHCTOM OKCHAA
aszora nojamisioch Bel3biBaeMoe JKAK mosbiie-
HUE 3(PPEKTUBHOCTH (YHKIHMOHHUPOBAHUS aACKOP-
0aT-TIIyTaTHOHOBOTO LMKJA B JIUCTHSIX MIIEHHIIBI
npu 3acyxe (Shan et al., 2011).

B Hammx »KcHepUMEHTax IIOKa3aHO, YTO
1oJ| BIMSHUEM OOOMX (UTOTOPMOHOB B KODHSX
IPOPOCTKOB IPOMCXOAMIO HEOOJBLIOE TpaH3U-
TOPHOE YBEJIHUYCHHE COACPKaHHUSA MEPOKCHAA BO-
Jlopoja ¢ MakcuMyMmoM depe3 30 MHUH Tociie Hada-
na oopadotku (Kapnen u ap., 2016a). [loesieHue
COJepKaHUsI OKCHA a30Ta O] BIUSHUEM >KacMO-
HaTa ¥ canuimiara OplIo OoJiee CYIIECTBEHHBIM H
NpPOJIOJDKAJIOCh B TEUEHHE 2 4 ¢ MOMEHTa Hadaia
00paboTku mpopocTkoB. [IpenodOpaboTka aHTHOK-
CHIAHTOM AUMeTHITHOMOUYeBHHON (J[IMTM) Hu-
BenpoBaia 3 ekt nopeimeHus coaepxxanus NO
B KODHSX, BBI3bIBAEMBIH >KaCMOHOBOH M CaJHLU-
noBoil kucinoramu. Ilpum mpenBapuTenbHOM BO3-
JercTBud Ha npopoctku JMTM, kKak U npu ux
npeno0paboTke ckaBeH)KepoM okcuaa aszora PTIO
u uarnouropom NO-cunTazel L-NAME, 3ametHo
YTHETaJOCh PAa3BUTHE TEIJIOYCTOMYMBOCTH TIPO-
POCTKOB, MHAYLIUpYeMOe IeicTBUEM 000X (QHTO-
ropmonoB (Kapner u ap., 2016a).

B skcnepuMeHTax ¢ UCIOJB30BaHUEM KOJIe-
ONTHJIEH TIIEHUIBI HAMHU OBLIO IMOKA3aHO, YTO BBI-
3bIBAEMOE DK30TCHHBIMH CAIUIMIIOBOM M KacMO-
HOBOH Kuciotamu ycuieHue renepanuu APK mo-
nmaBmsimoch  mHTHOMTOpoM — HAJIDOH-0okCcHmassi
umupazonom (Komymaes u ap., 2012; Kapnern u
np., 2014a). Bo3moxkHO, 4T0 OBICTpasl aKTUBALUS
aToro ¢epMeHTa (pUTOrOPMOHAMH U KpaTKOBpE-
MeHHOe yBenudeHune xomudectBa ADK (B wactHO-
CTH, OTHOCUTEJIbHO CTAOMJIBHOTO IMEPOKCHIA BO-
JOPOZa, BBITONHSAIOUIETO CHUTHAJbHBIE (YHKIUU
(Kolupaev et al., 2015)) mpsmo uinm OmocpeaoBaH-
HO aKTUBUPYET Oojiee MPOJODKUTEIHHOE YBEIH-
YeHHe COJIepKaHusl OKCUa a30Ta B KieTkax. Cie-
IyeT OTMETWTh, YTO Ha pa3HBIX PACTUTEIBHBIX
00BEKTaX 3apernCTPUPOBAHO TOBBIIICHHE COIEP-
xaausg NO B kneTkax moJ BAMSHUEM 3K30T€HHOTO
nepokcua Bogoposa (Zhang et al., 2007; Xu et al.,
2008). Kak yxe oTMeuanoch, IOj BIHSHHEM Iie-
pOKcHIa BOAOPOAa MOKET AaKTUBUPOBATHCS, IO
KpaifHell Mepe, onuH U3 (epMEHTATHBHBIX HUCTOY-
nukoB NO — mutparpenykrasa (puc. 3). B 1o xe
BpeMsi B HaIIUX 3KCIIEPUMEHTaX IOJIOKUTEIHHOE
BJIMSIHUE >KaCMOHOBOM M CaMIMIOBON KHCJIOT Ha
TeHHOYCTOI\/II‘H/IBOCTI) IIPOPOCTKOB YaCTHUYHO HHBEC-
aupoBaock ux oopadorkoit L-NAME, 4to yka3sei-
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BaeT Ha BO3MOXKHYIO POJIb B 00pa30BaHUM OKCHIA
azota u (epmenra, nmogooHoro NO-cuHTa3ze xu-
BOTHBIX.

VYcuneHne reHepanuy NeEpoKCHAa BOAOpoaa
U OKCHJIa a30Ta, BbI3bIBAEMOE (UTOTOPMOHAMHU
’KaCMOHOBOMW M CaMIMIOBOM KHCIOTaMH, 3aBUCHUT
OT (IyKTyallMd COJAEpXKaHUS KalbLUs Kak yHH-
BEPCAIBHOTO MOCPEIHMKA, 3aJCHCTBOBAHHOIO B
TpaHCIYKIIMH TOpMOHaIbHBIX curHaioB (Komyma-
eB, Sctped 2013; Konymaer u ap., 20166). Kax
yxe ormeuanocs, yto HAJI®OH-okcunasa, renepu-
pytomass A®DK, u depmenr, mnomobHbii NO-
CHHTa3€ JKUBOTHBIX, SIBJISIOTCS KalblIMHA3aBHCH-
MbiMu.  DochopunupoBaHue HUTPATPEAYKTa3bl,
MIPUBOJSAIIEE K HOBBILLICHUIO €€ aKTUBHOCTH, TAKKE
SBJISIETCS KANbLIMH3aBUCHMBIM MTPOLIECCOM.

WmeroTcs naHHBIE, CBUACTENBCTBYIOIINE 00
yuactud NO 1 ero ¢pyHKIMOHAIEHOM B3auMOJEH-
ctBun ¢ ADK npu peanmzanuu GuU3NOIOTHIECKIX
s dexroB OpaccmHOCTEpOonIOB. Tak, MOKa3aHo,
YTO y pacTeHHi orypua anraroHuctsl NO cHuUMa-
mu Bei3biBaeMble BC 3(h(eKThI MOBBIIIEHHs yCTOM-
YUBOCTH K IIapakBaTy, HHUBEIHPOBAIN YCUIICHHUE
9KCIPECCHH T€HOB aHTHOKCHIAHTHBIX (DepMEHTOB
u noseiiieHre ux aktuBHoctu (Cui et al., 2011).
ABTOpaMH CIIEJIaHO 3aKITIOYCHHE, YTO MHAYLHpYe-
moe BC oOpazoBanne NO mpoucxomuT MpH MO-
cpeaandyectBe A®DK, mockonbky HHBETHpYETCS
CKaBEeHIKepoM mnepokcuaa Bojopona JIMTM wu
naruouTopoM HAJIPH-okcumassl audeHUICHHO-
nonuymoM. O6paboTka pacteHuil Tabaka Opaccu-
HOJIMZIOM BBI3bIBajIa IOBBILIEHUE UX COJICYCTOHYH-
BoctH (Zhu et al., 2016). Drot ahdhexT conpoBoK-
JIaJICsl TIOBBIIICHUEM COJIEPXKAaHUsI OKCHA a30Ta B
JHUCTBSIX W HUBEIHpOBAJcA mpu oOpadoTKe cKa-
BeHmKepoM NO PTIO u mHrHOMTOpOM HUTpATpE-
IyKTa3bl Bosb()pamMaToM HaTpus. Taxoke ycTaHOB-
neHo yyactue A®K u okcuaa azorta B mporecce
HHAYLUPOBaHUS  OpacCHHOJIMIOM  CHUCTEMHOI
YCTOWYHUBOCTH pacTeHnii Tabaka k Bupycam (Deng
et al., 2016). B pabdore Zhang et al. (2011) noka3a-
HO, 4TO 00paboTKa pacTeHHid KyKypy3bl OpaccuHO-
CTEpOUZOM BbI3bIBaJla YBEIWYEHUE B HHUX COJIEp-
xkanust ABK u moBbllleHHe 3acyX0yCTOMYMBOCTH
npu nocpennudectse NO. Conepxanne ABK mo-
BbIIIAJIOCh U mpu aeiictBum goHopa NO HITH.
[pu 5ToM PTIO cHuman 3¢ ¢exT moBbIIeHUs CO-
nepxanusi ABK, BeI3bIBaeMbIil OpaccuocTeponioMm
U (WIM) areHTOM OCMOTHYECKOTO CTpecca IOJIH-
ITHIICHTJINKOJIEM.

Ces3p ADOK 1 NO kak CUrHaJIbHBIX TIOCPEI-
HUKOB C HOHAMU KaJIbIIMs ITPY peanu3anuu dphek-
TOB OpacCHHOCTEPOUIOB OCTACTCA H3YyUCHHOM
OYeHb €200, XOTSA B MOCTIEIHIE TOIBI TOSBHINCEH
CBEJIEHUS O TIOBBIMICHUH COMEPXKAHUSA ITHTO30JIb-
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HOT'O KaJIBIMSX B KJIETKAX PACTCHUI mpu ux obpa-
6otke Opaccuroctepoumamu (Zhao et al., 2013;
Yan et al., 2015; Straltsova et al., 2015).

3axnouenue

JleiicTBre Ha pacTeHUs CTpecc-(HaKTOpPOB U
Pa3HOOOpa3HBIX CTUMYJIOB IPUBOANT K aKTHBAIIUU
KJIETOYHOU curHanbHOW cetu. Hapsigy co cmenu-
¢udeckumu  Oenkamu, €€ (QYHKIHOHHPOBAaHHUE
o0ecrnevnBal0T HEOPraHWYECKHe KIIETOYHBIE IIO-
cpenHuKHU: WOHKI Kanbimst, ADK, okcun a3oTa, ce-
poBojopox u ap. EcTe ocHOBaHMA mojarark, 4ToO
0T UX (YHKIMOHAILHOTO B3aUMOJCUCTBHSI KPUTHU-
YEeCKH 3aBUCHT CIICHApUH Pa3BUTHUS (H3HOJIOTHYC-
CKHUX MPOILIECCOB, KOTOPHIA MOXET UATH Kak 1O Iy-
TH aKTHBALMH IPOTEKTOPHBIX CUCTEM H aJaNTaluu
K HeOmarompustTHoMy (GakTopy, Tak W IO IYyTH
nporpammupyemoii kierounoit rudenu (Clarke et
al., 2000; Neill et al., 2002). B nacrosiiiem 0630pe
BHUMaHHE COCPEJOTOUYEHO Ha Mpolleccax MHIYIH-
pOBaHUs aJaNTHBHBIX PEAaKUM pacTeHU ¢ yda-
CTHEM OKCHJIa a30Ta MPHU €ro TECHOM B3aMMOEH-
cTBUM C Tporneccamu KanbrnueBoro u  ADK-
CUTHAJIMHTA.

O s3nayennu NO B amanranuu pacTeHHH K
abMOTHYEeCKUM  CTpeccopaM  CBHUJIETEIBCTBYET
OTPOMHBIM MaccHB JAaHHBIX 00 HMHIYLHPOBAHUH
YCTOWUYMBOCTH JIEUCTBHEM TOHOPOB OKCUA A30Ta.

3HAYNUTEIILHO MEHBIIE 3KCIIEPUMEHTANBHBIX
JaHHBIX 06 HU3MCHCHUAX BHYTPHUKICTOUYHOI'O CO-
Jep>KaHMs OKCHa a30Ta (0COOEHHO B KOHKPETHBIX
KOMITapTMEHTaX) MPH JIEHCTBUH CTpecc-(pakTopoB,
CTPECCOBLBIX (I)I/ITOI‘OpMOHOB HJIN UHBIX CTUMYJIOB.
OpHako MMeroLIecs: JaHHBIE BCE XKE JOCTATOYHO
HaJeKXHO CBUICTENBCTBYIOT O 3HAa4YeHUU (a B
OOJBIIMHCTBE CITy4aeB O KPUTHIECKOW HEOOXOaH-
MOCTH) OKcHAa a3oTa Juisi (OpMHPOBaHUs afarl-
TUBHBIX PeaKkLUil pacTeHHUH.

[IpuyrHBl TOBBIIIEHUS] BHYTPUKIETOYHOTO
CoNlepKaHusl OKCHIa a30Ta MPHU ACWCTBUU Ha pac-
TEHUS] CTPECCOPOB M CTUMYJIOB /IO KOHIIA HE H3-
BECTHBI. YK€ B T€UEHHE IBYX JECATHIIETHH Ipo-
JIOJKAaeTcs AMCKYCCHUS O CYIIECTBOBAaHUM y pacTe-
Huit NO-cuHTa3bl, MOTOOHONW COOTBETCTBYIOMIEMY
¢depMeHTy KHMBOTHBIX. OIHAKO MOJEKYJISPHO-
TFeHETHYECKUX JIOKA3aTEeJIbCTB €€ CYIIECTBOBAHUS Y
BBICIIINX PACTEHUH 0 CHX IOp HE MOJIYYEHO, XOTS
y 3eleHoil Bogopociau HaikgeH romojor NO-
CHHTa3bl XHUBOTHBIX. C IIpyroii CTOPOHBI, HE BbI-
3BIBACT COMHEHWH Hanmumuue Yy pacTeHuil L-
apTUHUH-3aBHCHMOTO TyTH CHHTE3a OKCHIA a30T
Kak TakoBoro. Ocraercsi BBLSICHUTH NIPUPOAY Karta-
JUTHYECKOTO KOMILIEKCa, T€HEPHUPYIOLETO OKCH]
a3zoTa IyTeM OKHUCIIeHUs L-apruHuna.

B mocnennmne ronsl akTUBU3UPOBAIOCH U3Y-
YeHHE POJM HUTPATPEIyKTa3bl B 00pa30BaHUU OK-
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cHZla a30Ta 3a CYET BOCCTAaHOBJIEHUS HUTPATOB.
EcTh ocHOBaHMA monaraTe, YTO B HEKOTOPBIX CITy-
Yasix 3TOT IIyThb MOXKET UMETb OOJIbLIMK BKJIaJ B
reaepannto NO 1o cpaBHenuwro c¢ L-aprunus-
3aBUCHMBIM. B TO ke BpeMs NOUYTH HE HCCIENO-
BAaHHBIM OCTaeTCsl BOIIPOC O B3aUMHOM BIIMSHUHU
atux myted cuHTe3a NO. Hamu BriepBble mokaszaH
AHTaroOHW3M BJIMSHHUSA DK30TE€HHBIX L-apruHuHa u
HUTpaTa Ha COJIEpXKaHUE OKCHIa a30Ta B TKAaHSIX
(Kapnen u ap., 2017). IIpu sToM octaeTcst OTKpHI-
TBIM BOIPOC O TPOSIBICHHWH TaKOTO0 MEXaHHW3Ma B
OTCYTCTBHE JOCTATOYHO BBICOKMX KOHLCHTpPALIUH
9K30reHHbIX UcTOUHHKOB NO.

OngHMM W3 MEXaHW3MOB (PYHKIIMOHAIHLHOTO
B3aumoaerctBusd NO ¢ ADK u moHamu Kayblius,
MO-BUJUMOMY, SIBJISICTCS MX BIUSHHE Ha (hepPMEH-
TATUBHBIE CHCTEMBI, 00pa3yrIIue OKCHIl a30Ta.
Jlume B mocnieTHAE TOJBI TIOTYYEHBI JaHHbBIE, yKa-
3BIBAIOIIUE HA POJIb KaJbIUS HE TOJILKO B PETyIisi-
UM aKTUBHOCTH (pepMeHTOB, reHepupyronmx NO,
HO U B MPEBPAIICHUAX OKCHAA a30Ta B IPYTHe XH-
muueckue ¢popmbl. B uacTHocTH, MHTEpECHBIM (e-
HOMEHOM IPEJICTABJIICTCS HMHIMOMPOBAHUE OCO-

OBIMU ¢dbopmamu KaITbMOTy-THHA S-
HUTPO3OTTIyTATHOHPETYKTa3bl, TPHUBOIAIIEE K
YMEHBIIEHUIO CBSI3BIBAaHUS NO B S-

HUTPO3OTIYTATHOH W, KaK CIEACTBHE, K yBeIHnde-
HUIO KOHIIEHTpAIHi CBOOOTHOTO OKCHA a30Ta.

Csenenus o Bimusann ADK Ha akTUBHOCTH
(bepmenToB, rerepupyronmx NO, Takke momyde-
HBI, OJJTHAKO TIOKa HET MPSIMBIX AaHHBIX O PEIOKC-
3aBUCHUMBIX MEXaHU3MaX PEryJsLul aKTHUBHOCTH
3THX (PEePMEHTOB.

B cBoro ouepens okcHa azoTa crocoOeH
OKa3bIBaTh BJVSHHE HA KaNbIIHEBHI TOMEOCTas3.
OnHako U3BECTHBI HE BCE 3BCHbS, C MMOMOIIBIO KO-
TOPBIX MPOUCXOIUT WHIYIIMPOBAHHOE ICHCTBHEM
NO oTkpbIBaHHE KallbIIMEBBIX KAHAIOB B PAaCTH-
TENBHBIX KJEeTKaX. Tak, 0 CUX MOp He SICHO, CY-
MIECTBYET JIU B PACTUTEIBHBIX KJIETKaX (PEPMEHT,
AHAJIOTWYHBIN TyaHWIATIHKIIA3€ KUBOTHBIX M 00-
pazyronuit il M@, kortopwiii, Biuss Ha AJID-
puOO3MIIMKIIa3y,  aKTHUBHpyeT  oOpa3oBaHHC
uAd®-pubo3bl, OTKPHIBAIOLICH ONpeCICHHBIC
TUTIBl BHYTPUKJIIETOYHBIX KaNbIMEBBIX KaHAJIOB.
Takxke HEICHO, Kak IPOUCXOJUT OTKPBIBAHUC
KaJIBIUEBBIX KAHAJIOB MPOJYKTAMH PEaKIINH, KaTa-
ausupyemMoir GpochaTuauInHO3UTON-CrIeUMUIHON
¢dochomunazoit C, MOCKONBKY B PacCTHTEIBHBIX
KJIETKAaX 70 CHX IMOp He HaWaeHbl romosioru Nd;-
PEIEenTOPOB, CYIIECTBYIONINE B KANbIINEBHIX KaHa-
Jax JKMBOTHBIX KJIETOK. HesiceH u MexaHn3M aKkTH-
BallMU OKCHJIOM a30Ta MPOTEWHKWHA3, Y4acTBYIO-
X B PETYJIALNU COCTOSHHS KaJbIIMEBBIX KaHa-
JIOB PAaCTHUTEIHHBIX KIIETOK.
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Hurtparpenykrasa,
(epmenT, moxo0HbBII
NO-cuHTa3€e :)KMBOTHBIX

HAJI®H-okcuaaza u
Apyrue peaokc-gpepmMeHTbl

uAJl®-pudo3n-
YyBCTBHUTEIbHBIE
Ca’'-kanaaw

ADK-
4yBCTBHTEILHbIE
Ca®'-kanaawi

Hurtparpenykrasa,
(epMeHT, MOTOOHBII
NO-cuHTAa3€e ) KHBOTHBIX

IIpsimoe
B3auMO/IeliCTBHE

HAI®H-okcuaasa,
nepokcuaasza, COJ/l, karaaasa,
ackopOaTnepokcuaasa

Puc. 6. ®yHknuoHajJbHOe B3anMojaelicTBUe okcuaa a3ota, AOK u noOHOB KaJabIusi mpu GpopmMupo-
BAHUH OTBETHBIX PeaKIUil paCTUTEIbHBIX KJIETOK HA JIeliCTBHE CTPECCOPOB.

Oxcuzn a30Ta  OKasbIBaeT CYLIECTBEHHOE
BIMSHUE Ha TeHepauuio u ode3BpexuBanus ADK
B KJETKax pacTeHMd. B 3aBucHMOCTH OT Koiude-
CTBa M, IO-BUIMMOMY, KOMIIAPTMEHTALMH OKCHUJ
a30Ta MOXKET TOHKO PEryJlIupoBaTh 00pa3oBaHUE U
yrunuzanuio AOK B pacTUTENBHBIX KIETKaX. DTO
CBSI3aHO KaK ¢ MOJTU(UKAINEH aKTUBHOCTH OCHOB-
Horo A®K-renepupytomiero ¢pepmenra HAJIDH-
OKCH/a3bl, TaK U C U3MEHEHNEM aKTHUBHOCTH aHTHU-
OKCHIAHTHBIX (epmentoB. [lociennune Moryr
MOJ|/TaBaThC S-HUTPO3WIHMPOBAHUIO 110 IUCTEHHO-
BBIM OCTAaTKaM, HUTPOBAaHHIO MO THPO3UHY JHOO
HUTPO3WIMPOBAHMIO METANIOB, BXOASIIUX B CO-
CTaB aKTUBHBIX IEHTPOB pAda aHTHOKCHUIAHTHBIX
¢epmenToB. [Ipu 3TOM B 3aBHCHMOCTH OT Xapak-
Tepa B3aUMOCWUCTBHS BO3MOXHA KaK aKTHUBAILMA,
TaK U UHTUOWpPOBaHHE AHTHOKCHIAHTHBIX (epMeH-
TOB OKCHIOM a30Ty. C Apyroil cTOpoHBI, MHTHOH-
pPOBaHHE aHTUOKCHUIAHTHBIX (JEPMEHTOB M HAKOII-
neane ADK MOXeT MHIYyIHPOBATH DKCIPECCHIO
TeHOB 3TUX (pepMeHTOB. 3aMETHBIN BKJall B pery-
nsmuro conepkanus ADOK oxcuaom azota u hyHK-
IMOHMPOBAaHUE ACKOPOAT-TIIyTaTHOHOBOTO LHUKJIA
BHOCSIT U IIPOLIECCHI, CBA3aHHBIE C B3aUMOJIEHCTBU-
eM NO c riayTaTnoHOM, a TakKe MPSIMBIM B3aUMO-
neiictuem Mexay ADK u NO.
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VYrpomeHHo 00cyXk1aeMble B HACTOSIIEM
0030pe mporecchl (YyHKIIMOHAILHOTO B3aMMOJCH-
CTBHSI CUTHAJILHBIX TIOCPEIHUKOB MOXHO IpecTa-
BHUTH B BHJE cXeMbI (puc. 6). Bo3melicTBue abmo-
THYECKOT0 CTpeccopa paHblIe BCErO BBI3BIBACT
M3MEHEHUS KaJblKeBOro romeocraza. OHU MOTYT
OBITH 00YCIIOBJICHBI, HATIPUMEP, OTKPHIBAHHEM Me-
XaHOYYBCTBUTEIILHBIX KAJIBIIMEBBIX KaHAJIOB, 00Y-
CJIOBJICGHHOTO TEMIIEPATypPHBIM WJIM UHBIM U3MEHe-
HUEM COCTOSHHSI TUIa3MaTHYECKOW MeMOpaHbI.
WoHbI Kanblysi MOTYT TPSMO HITH OTIOCPEIOBAHHO
AKTUBHPOBATh (EPMEHTATHBHBIC CHCTEMBI, I'CHE-
pupyroue AOK (nanpumep, HAIDPH-okcugaszy)
u NO (depmenr, monobubiii NO cuHTa3e KUBOT-
HBIX, ¥ HUTpaTpenykra3y). lloBeieHne akTUBHO-
CTH 3TUX ()EPMEHTOB IPUBOJIUT K YBEITHUCHUIO CO-
nepkaamst B kKietkax ADK m ADA. ITlpu stom
A®DK u okcuj azoTa MOTYT YCHUJIMBAaTh CHUTHAIIbI
IOpyr Ipyra, a TaKke CIOCOOCTBOBATh IOIOIHU-
TEIPHOMY IIOCTYIUICHUIO KaJbLUSl B IIUTO30JIb.
ADK u ADA MoaubuUpyrOT COOCTBEHHbBIC O€JI-
KOBBIE MUILEHH, CPEeJH KOTOPBIX MOTYT OBITH Kak
oObryHbIe (hepMEHTHI (HampuUMep, aHTUOKCHIAHT-
HBbIE), TaK M (EPMEHTHI, OOCIYKHBAIOIIHE CHI-
HaJIbHBIE CeTH (HampuMep, pas3ivdyHble MPOTEHH-
KMHa3bl), a TaKke (AKTOPbl Peryysuud TpaH-
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ckpurun. Takum obpasom, curHansl ADK moryr
psAMO J100 ITyTeM BIIUSHUS Ha SKCIPECCHIO I€HOB
NPUBOANTG K M3MEHEHUSM aKTHBHOCTH (epMeH-
TOB, OOECIECUYMBAIOLINX PpEATU3ALNI0 KIIOUEBBIX
3al[UTHBIX PEaKIUN.

Oxcup a3oTa 3aJeHCTBOBAaH TakXe B TpaHC-
OYKLIUU CUTHAJIOB CTPECCOBBIX (DUTOIOPMOHOB —
CaJTUIIMIIOBOM, YKACMOHOBOM, a0CIIM30BOM KUCIIOT H
Opaccunocreponnios. [Ipu 3Tom ero saddexTsl pea-
JU3YIOTCSI BO B3aMMOACWUCTBUU C APYTUMH CHUT-
HAJIBHBIMHU TOCPEAHUKAMH — WOHAMHU KalbIHi U
AO®K. Bo3MOXKHO, YTO BO MHOTHX CITy4asix HaKOII-
nennio B kietkax NO Kak CUTHaIbHOM MOJIEKYIIBI
MIPEJIIIECTBYET BBIXOJ KAJIbLHUSA B HIUTO30]b, aKTH-
Banust HAJI®H-okcuaassl U MOBBIIICHUE CONEP-
xannsg ADK B Tkamsx. [lo kpaitneir mepe, dapma-
KOJIOTUMECKUMH MeTofiaMu TokazaHa poiib NO B
(hopMHpOBaHUM 3alIUTHBIX PEeaKIUd, HHAYIHpYe-
MBIX JI€HCTBHEM CTPECCOBBIX (DUTOTOPMOHOB, a
taxke yuactue ADK B MHAyIMPOBAHUM HAKOILIE-
Hust NO.

B mocienHue roapl yCTaHOBJIEHO, YTO MO-
mumo Kaibius U ADK, ¢ okcupom azora GpyHKIU-
OHAITFHO B3aWMOJIEHCTBYeT cepoBogopoxa. llpm
aToM 00paboTka pacteHuit sk3oreHHBIMH ADK,
nmonopamu NO win H,S MoryT akTUBUPOBATh OJHU
U T€ E 3allUTHBIC PEaKLUUH, WHAYHHUPYS 0oO0Iue
KOMITOHEHTBI CcUrHaimbHOU cetu (Sawvvides et al.,
2016). 3ameTuM, 9YTO MEXaHU3MBI B3aNMOICHCTBHS
OKCH/Ia a30Ta C CEPOBOJIOPOJIOM HM3YUEHBI 3HAUU-
TEJIBHO ciabee, YeM ¢ APYTMMHU NOCPEIHHKAMH, B
YAaCTHOCTH, HESICHO «MECTOHaxoxIeHue» H,S wu
NO B curnanwsnoit cetn. CooOmiaercst Kak o 3aBH-
CUMOCTH (DM3HOJIOTMYECKUX PEaKIui, UHIYIUPY-
€MBIX OKCHJIOM a30Ta, OT CEPOBOAOPOAA, TaK H
maobopor (Wang Y. et al., 2012; Li et al., 2013).
Takum 00pa3oM, BBISICHEHHE MEXaHU3MOB B3aUMO-
JIEeHCTBUS OKCHA a30Ta M CEPOBOJOPOAA KaK CHr-
HAJILHBIX MOJIEKYJ TOJIbKO HauuHaercs. [Ipu atom
3¢ ekt 000MX CHTHAIBHBIX MOJIEKYJI OOYyCIIOB-
JIeHbl B OCHOBHOM ¢ Moauukanuerd OelKoB,
BCJIEJICTBHE YEro MOXKHO IpeAnosiaratb UX B3au-
MOJIeiCTBHE MEXIy coOOil, cBsA3aHHOE, MO Kpai-
HEll Mepe, ¢ HAIMYUEM OOMUX OEIKOBBIX MUIIIE-
Heii (Antoniou et al., 2016).

B nenowm, s3x3orennsie ADOK, 1OHOPHI OKCH-
Jla a30Ta U CEpOBOAOPOJA, & TAKXKE CONU KaIbLUSI
U CaJIMLIMIOBAsl KUCJIOTa B HACTOsLIEe BpeMs pac-
CMaTPHUBAIOTCSl KAaK COCAMHEHHS, OYCHb IMEPCIEK-
TUBHBIC Ul NpaiMUHTa — HHAYLMPOBAHUS yCTOMU-
YUBOCTH PACTCHUH JI0 MOMEHTA BIIMSHUS HA HUX
cTpeccoBbX (akTopoB (Antoniou et al., 2016).
VYkazaHHbIE COCIWHEHHUS SBJISAIOTCS JAOCTATOYHO
JIEIIEBBIMU U CIIOCOOHBI MHAYIIMPOBATH HMIMPOKUH
CIEKTp YHUBEPCAIBHBIX 3alIUTHBIX pPEaKIHi, MO-
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JIE3HBIX JUI1 YCTOWYMBOCTH PACTEHUH K CTpecc-
(dakropam paznuuHON mpupoasl. [Ipu 3ToM coue-
TaHHOE ACUCTBUE 3TUX ITOCPEIHUKOB HEPEAKO IO-
3BOJISIET YCHJIMTH IOJIOXKHUTEJIBHBINA (U3HOIOrnye-
ckuit apdekr. B TO ke Bpems ycrenrHoe mpaxTu-
YECKOE€ NPUMEHEHHE BO3JIEUCTBUN, AKTUBUPYIO-
VX CUTHAJIBHBIE CETH PACTUTEIBHBIX KIIETOK, IO-
BUAMMOMY, BO3MOXKHO JIMIIb NPH Oojiee YETKUX
OpEeACTaBICHUSIX O (DYHKIMOHAIBHOM B3aUMOJAEH-
CTBHH CUTHAJBHBIX TOCPEAHUKOB MEXIY CO00H u
MIPUPOJIE PEAKINI, MHIYIHPYEMBIX 3a CUET TaKOTO
B3aUMOJICUCTBHS.
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FUNCTIONAL INTERACTION OF NITRIC OXIDE WITH REACTIVE OXYGEN
SPECIES AND CALCIUM IONS AT DEVELOPMENT
OF PLANTS ADAPTIVE RESPONSES

Yu. V. Karpets®, Yu. E. Kolupaev* 2

V.V. Dokuchaev Kharkiv National Agrarian University
(Kharkiv, Ukraine)
E-mail: plant.biology.knau@gmail.com
2V.N. Karazin Kharkiv National University
(Kharkiv, Ukraine)

In the review the literary and own data on the change of content of endogenous nitric oxide in plants
at adaptation and influence of nitric oxide donors on resistance to abiotic stressors are analysed and
generalized. The role of nitrate reductase, animals NO-synthase-like enzyme, and other euzymatic
systems in the NO production in plant cells, and also the interaction of various pathways of nitric
oxide synthesis is discussed. The role of calcium and reactive oxygen species (ROS) in the
regulation of activity of NO-generating enzymes is analysed. The influence of nitric oxide on
calcium homeostasis, and also on processes of generation and neutralization of ROS in plant cells is
considered. The special attention is paid to the role of S-nitrosylation, nitration on tyrosine and
nitrosylations of metals in the regulation of antioxidant enzymes activity. Data on functional
interaction of NO with other sighaling mediators at the transduction of stress phytohormones signals
are provided. The conclusion about the central role of nitric oxide in the functioning of difficult
signaling network in plant cells is made.

Key words: nitric oxide, nitrate reductase, animals NO-synthase-like enzyme, calcium, reactive
oxygen species, signaling, antioxidant enzymes, plant adaptive responses
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OYHKIIOHAJIBHA B3AEMOIIA
OKCHUAY A30TY 3 AKTUBHUMHU ®OPMAMU KHCHIO
TA IOHAMMU KAJIBIIIO ITPU ®OPMYBAHHI
AJATITUBHUX PEAKIINA POCJIVH
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B ormsini mpoananizoBaHo Ta y3arajabHEHO JIiTepaTypHi 1 BJIacHi JaHi MPo 3MiHUA BMICTY €HIOTE€HHO-
T0 OKCHY a30Ty Y POCIHH IIPH aJanTamii i BIUIMBI JOHOPIB OKCHIY a30Ty Ha iX CTIHKicTh 10 abio-
TUYHUX CTpecopiB. OOTroBOPIOETHCS POIb HiTpaTpeaykTasu, hepMeHTy, moaioHoro 1o NO-cuHTa3n
TBapwH, Ta iHIMHUX epMEHTHUX cucTeM B yTBopeHHI NO y KIiTHHAX POCIIHH, a TAKOXK B3a€MOIIS pi-
3HAX IUISIXiB CHHTE3Y OKCHIy a30Ty. [IpoaHami3oBaHO poONb KaJbIlif0 i aKTUBHUX (POPM KHCHIO
(ADK) y perynsuii akTuBHOCTI (epMeHTIB, 110 reHepyoTs NO. Po3risHyTO BIJIMB OKCHAY a30Ty
Ha KaJbIIEBUH roMeocTas, a TaKoX Ha npouecH reHepaii ta 3HemkomkeHHss APK B pocarmHHUX
kiaiTuHax. OcoOnuBy yBary NpuaLIEHO poii S-HITPO3HMIIIOBAHHIO, HITPYBAHHIO 32 TUPO3MHOM 1 HIT-
PO3MIIIOBAHHIO METAIIB y PEryJsilil aKTUBHOCTI aHTUOKCUIAaHTHHUX (pepMeHTiB. HaBonsThbes BioMo-
cTi po QyHKHioHANBHY B3aemMoaito NO 3 IHIIMMH CUTHAIBHUMH MOCEPETHUKAMU NPH TPAHCAYKIIT
CUTHAJIIB CTPECOBHX (iTOTOPMOHIB. 3p0oOJICHO BUCHOBOK IIPO IEHTPAIBHY POJIb OKCHUAY a30Ty y dy-
HKIIOHYBaHHI CKJIa{HOI CHTHAJIFHOI Mepeki POCIMHHIX KITITHH.

KurouoBi cioBa: oxcuo asomy, nimpampedykmasa, gpepmenm, nodionui 0o NO-cunmazu meapun,

Kanbyil, akmueni opmu KUCHIO, CUSHATIHE, AHMUOKCUOAHMHI (hepmenmu, aoan-
mMueHi peaxyii pociun
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