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AHTHOKCHJAHTHasl CHCTEMa SBISCTCS OJHOW M3 HecHelM(pUUECKHX COCTaBISIOMINX yCTOHYHUBOCTH
pactenuii. B 0030pe paccmatpuBaeTcs ee poJib B Pe3UCTEHTHOCTU pacTeHuil k runeprepmun. OqHuM
U3 TOCHEACTBUIl JAeHCTBUS BBICOKHX TEMIIEpPATyp Ha PACTCHUs SIBIAETCS MOBBIIIEHHE TEKy4ecTd
MeMOpaH, KOTOPOE YBEJIMYHBACT BEPOSTHOCT, 0Opa3oBaHMs aKTHBHBIX GopM kuciopoma (ADK) B
JNEKTPOH-TPAHCIOPTHBIX LEMAX XIOpPOMJIacToB M MUTOXOHApuH. IIpu  fmeHcCTBUM  BBICOKHX
TeMIepaTyp Ha pacTeHus Takke mnpoucxoquT axtuBanua HAJI®H-okcumassl — KII0YEBOTO
(depMeHTa, T'eHEPUPYIOLIETO CYNEPOKCHAHBIH aHHOH-paJUKal. YMEPEHHOE YCHIECHHE TIeHEepaluu
A®K Hapsamy c akTtuBallMeil CUTHaJbHOW CETH B IE€JIOM H TPAH3UTOPHBIM MOBBIIICHUEM
KOHIICHTPAIUK IUTO30JbHOTO KaJbI[Ms M BHYTPUKIETOYHOro cojepxanus okcuma aszora (NO)
BBICTYNIAeT B POJIM MEXaHU3Ma, HHAYLHUPYomero GopMUpOBaHHE aJalTHBHOTO OTBeTa (IIOBBIILICHUE
AQHTHOKCH/IAHTHON aKTMBHOCTH). B 0030pe omucanbl 3G (eKkTsl M3MEHEHHsS SKCIPECCHH TeHOB U
AKTUBHOCTH KJIFOUEBBIX AHTHOKCHIAHTHBEIX (EPMEHTOB y pACTeHHH pa3HBIX BHJIOB B OTBET Ha
neticteue runeprepMun. Oco0oe BHUMAaHHE YIETETCS PO CyHEepOKCHMCMYTa3bl, KOTOpast MOXET
OBITh 3ajefiCTBOBAaHA HE TOJBKO B aHTHOKCHAAHTHOM 3aIKTe, HO U B 00pa30BaHUM CUTHAJBHOTO ITyJa
MepoKCHIa BoAOpoma. Tarke aHAIM3UPYETCSs pPOJb B YCTOMYMBOCTH K THHEPTEPMHUH JAPYTUX
KOMIIOHEHTOB CHUCTEMBI aHTHOKCHAAHTHOH 3aIWTHI, B YaCTHOCTH, INIyTaTHOHA, NPOJIMHA, CaXapoB U
MOJIMHEHACHIIICHHBIX KHUPHBIX KHCIOT MeMOpaH, KOTOpble B IOCIEAHEE BPEMs PacCMaTPHBAIOTCS B
Ka4ecTBe CYNPaMOJICKYSIPHBIX AHTHOKCHIAHTOB. XapaKTepU3yIOTCS CHOCOOBI WHIyIHPOBAHUSA
AHTHMOKCU/IAHTHOM CHCTEMBI PACTeHUI M UX YCTOMYMBOCTU K TMIIEPTEPMHUHU C MOMOILBIO IK30T€HHOTO
BO3JICHCTBUSI CUTHAJBHBIMH MOCPEJHUKAMU — IEPOKCUIOM Bojopoaa, foHopamu NO u H,S, a Taroke
OTACNBHBIMHU (PUTOTOPMOHAMH (CaTMIMIOBON KHCIOTOM M OpaccuHOcTepongamu). OTMeuaeTcs, 4To
BO3/CHCTBUS, MHIYyIUPYIOIEe AHTHOKCHUIAHTHYIO CHUCTEMY, BO MHOTUX CIydasX MOTYT HOBBIIIATh
YCTOHYMBOCTh PACTCHUH HE TOJBKO K THIEPTEPMUHM, HO M K JIPYTHM CTPECCOBBIM (haKTOpam, TO €CTb
BBI3BIBATH MPOSIBICHUE KPOCC-TOJIEPAHTHOCTH.
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TemrnepaTypHOE BO3/ICHCTBHIE OTHOCHUTCS K
PE3KO0 W CWILHO HeiicTByronmM (akTopamM, To-
CKOJIIbKY HE OTpaHUYMBAETCS BHYTPHUKJIETOYHBIMHU
0apbepamu (AnbTeprot, 1981). YcranoBieHo, 4To
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3a neprog 1979-2003 rr. cpeaHeromoBble U MUHH-
MaJIbHbIE TEMIEpaTypbl Ha IUIAHETE TOBBICHIHCH
Ha 0,35 u 1,13°C, coorBercTBenHo (Peng et al.,
2004). CoriacHO TMPOTHO3HBIM KJIMMAaTHISCKUM
MOJIeNIsiM, K KOHIy 21 cTonmeTus TemmepaTypa Ha
mianeTe yBermmuurcs Ha (3,7 = 0,7)°C (Stocer,
2013). TloBblleHWE TeMIepaTypbl Ha KasKIblid
OIH TPaayC TPHUBOIUT K CHIDKCHHUIO TJI00abHOM
YPOXKaMHOCTH OCHOBHBIX CEJIbCKOXO3SHCTBEHHBIX
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KyapTyp Ha 3-8% (Li et al., 2018). B cBsi3u ¢ atum
npobJieMa MEXaHM3MOB aJiallTalid PAcTeHHH K
THIIEPTEPMUN 1 MHIYLIMPOBAHKUS WX YCTONYHBOCTH
K JEHCTBUIO BBICOKHX TEMIIEPAaTyp B HACTOSIIEE
BpeMsI OYCHb aKTyallbHa JIJII PAKTUKU PAaCTEHUE-
BOJICTBA.

B uyucne sddekroB, BHI3BIBAEMBIX THIEP-
TEepPMHCH, HandoJiee aKTUBHO M3YYaKOTCS (NITFOHIIH-
3ammsi MeMmOpaH (Sung et al, 2003; Niu, Xiang,
2018) u cunre3 OenkoB Temioporo Imoka (BTII)
(Kocaxorckas, 2008; HwmioBa u ap., 2015; Niu,
Xiang, 2018). B T0 >ke BpeMsi B yCTOWYMBOCTD pac-
TEHWHA BHOCAT BKJAJ W Hecrelmpuieckue mexa-
HIBMBI pe3ucTeHTHOCTU. Cpeau Hux ocobasi poib
NPUHAJJIC)KUT ~ AHTHOKCHIAHTHOM CHCTEMeE, TIo-
CKOIIbKY CTpecC THIEPTePMUH, KaK W OOIbIIMH-
CTBO JPYI'HX, BHI3BIBAET YBEJIMUCHHE COICPKAHKS
akTuBHBIX (hopMm kuciopona (ADK) B knerkax.

K A®K oTHOCUTCSI COBOKYIHOCTH B3aUMHO
NpeBpalIAOMMXCs (OPM KHCIOpPOJa C BBICOKOH
PEaKIMOHHON CHIOCOOHOCTHIO UM KOPOTKMM BpeMe-
HeM cymecTBoBaHuA. Cpeln HUX BBIIEISIIOT CBO-
OO/THOpaIMKAJIbHBIE YaCTHUIBI — CYNSPOKCHIHBIN
amvon-pagukan (O, ), THIPOKCWIBHBINA paHKal
(OH), mepokcumusie pagukansl (RO," u ap.) u
HeHTpajbHble MOJEKYJbl: TMEpOKCHI BOAOpOAa
(H,0,), cunrnetssiii kuciopon (‘0,) u mp. (Gill,
Tuteja, 2010). B HM3KHMX KOHIEHTpAIWSX OHH BbI-
CTYMalOT B Ka4eCTBE KOMIIOHEHTOB PEIKOKC-
CWUrHAJIMHTA, a TPHU TIOBBIIICHWM WX BHYTPHKIIC-
TOYHOTO COJICP)KaHUS TPOUCXOIUT HAPYIICHHUES
TPOIIECCOB PEIAOKC-PETYIISAIMA M Pa3BUTHE OKHUC-
JIMTEJIbHBIX TOBPEXKACHMH OHOMaKpOMOJIEKYI U
KJIETOYHBIX CTPYKTYp. PerymsaropHoe u moBpe-
xnaromee aeiicteue ADPK peammyeTcs myrem ux
B3auMojievicTBus ¢ ymmunamy, Oemkamu u JJHK
(MaprunoBru, Yepenkesud, 2008).

Hecmorpst Ha mmpokue ucciiefjoBaHusl Me-
XaHMMOB ajaanraiyy K raneprepmun (Suzuki et
al., 2013; Bernfur et sl., 2017; Li et al., 2018), kax
U MHTCHCUBHOE M3YY€HHE (yHKIMOHMPOBAHUS aH-
THOKCHIAHTHOW cuctembl B 1enoM (Komynaes,
2016; Akter, Islam, 2017), cBeneHust 00 ee BKiIaae
B YCTOMYHMBOCTbH PACTEHHUI K BBICOKUM TEMIIEPATY-
pam He cTonb MHorouucieHssl. Cnabo ocBeleH-
HBIMH B JIMTE€paType, MO KpalHell Mepe orede-
CTBEHHOH, OCTAIOTCS BOIMPOCHI O CBSI3U MEXKIY pe-
LEMMe pacTeHUEM JIEMCTBUA THIIEPTEPMUH, TO-
SBJICHHUEM CHIHAJIbHBIX MOCPEJHUKOB M aKTHBALlM-
ell aHTHOKCHIAHTHOW CHUCTeMbl. AHamm3y u 0000-
LICHUIO JAHHBIX 10 3TUM BOIpPOCaM, a TaKXKe CBe-
JEHUA O COCTOSHWM AHTHOKCHUIAHTHOM CUCTEMBI
NPH WHIYLIMPOBAHWM TEIUIOYCTOMUYMBOCTU pacTe-
HUI 3K30T€HHBIMH CHUTHAJIBHBIMU TIOCPEIHUKAMU U
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HEKOTOPbIMH (PUTOrOPMOHAMH U TIOCBAIIEH HACTO-
AW 0030p.

Bocnpuamue pacmenuamu deiicmeun @i~
COKUX memnepamyp

MexaHmMBbl peleNA ¥ TPAHCTYKIMA CHT-
HaJa TEIUIOBOTO CTpecca y pacTEeHWid BO MHOTOM
OCTAIOTCS HEBBIICHCHHBIMH. DKCIEPUMEHTAJILHO
000OCHOBaHO KaK MHHHMYM HECKOJILKO CIIOCOOOB
BOCTIPUATHS TIOBBIIICHHUS TEMIIEPaTyphl PacTEHH-
eM. M3BecTHO, YTO TEIUIOBOH CTpPecC BHI3BIBAET
NOBBIIICHHE TeKydecTH OromembOpan (Sung et al.,
2003; Niu, Xiang, 2018). OgHako ormpe/IeIeHHBIX
JI0Ka3aTeNbCTB HAJIM4MI TPaHCMEMOpPaHHBIX Tell-
JIOBBIX CEHCOPOB TOKa HE MOTYyYEHO HE TOJIBKO ISt
pactenuii, Ho 1 s pokapuoT (Jlocs, 2010). B To
Ke BpeMsl TIOKa3aHo, YTO OCH3IWIOBBIN CIHPT, pas3-
JKIDKAFOIIMA MEMOpaHbl, aKTUBHPOBAT SKCIpeC-
cuo rera BTIHI hspA y mmaHoOakTepwii, Kak H
temioBoi crpecc (Sung et al., 2003). C mpyroit
CTOpPOHBI, 3aMEIIEHHEe OCTATKOB IOJIMHEHACHIIIEH-
HBIX JKUPHBIX KHCJIOT HAa MOHOHEHACBHINICHHBIC B
ouaax MeMmOpaH KieTok Synechocystis e mo-

BJIAJIO HA 3KCIPECCHUIO I'€HOB TECIUIOBOI'O OTBETA
(Inbana et al., 2003).

B cBsi3u c orcyrcTBHEM J10Ka3aTENbCTB
HaJIM4¥sl MOJIEKYJIAPHBIX CEHCOPOB BBICOKOW TEM-
nepaTypsl y pacTeHHH pacCMaTpPUBAIOTCSI MHOXKeE-
CTBEHHbIC MEXAaHM3Mbl BOCTIDUATHS U TIepe/iaud B
TCHETUUECKHI amnmapaTr CUrHajia o JeHCTBHH TH-
neprepMud. BakHyto poib B 3TOM, BEPOSITHO, UI-
parT KaJbLMiI3aBUCUMBbIE MeXaHW3Mbl. MI3BeCTHO,
YTO TMOBBILIIEHHE KOHLEHTPALMH LUTO30JbHOTO
KaIlbIWs SIBISIETCS HAMOOJEe paHHEeHW peakiwei
pacTUTENbHBIX KIETOK Ha TEIUIOBOM CTpecc.
Hampumep, mokazaHo, 4To 3TOT 3(PhEKT MOKeT
nposiBIAIThCS yepe3 90 ¢, mocTuras MakcuMyma
4yepe3 5 MUH TocJie TeIwioBoro Bo3aevictaus (Liu et
al., 2003). EcTb cBefieHus, YTO TIOCTYIDICHHAE KaJlb-
Y B LMTO30JIb NPH TEIUIOBOM CTPECCE TPOUCXO-
qur B ocHoBHOM 4epe3 CNGC kanamer (cyclic-
nucleotide-gated ion channels) u moxeT ObITH 00Y-
CJIOBJIEHO MX OTKpPBbIBAHMEM O] BIMSTHHEM (IIOU-
mmampm (Li et al., 2018).

Eme onuH MexaHu3M BOCTIPUSITHS TEIUIOBO-
To cTpecca MOXeT OBITH OMocpeaoBaH (haKkTopoM
HSF1. B HopMe OH HaxoauTcsl B COCTOSTHUM, CBSI-
3anHoM ¢ BTIH 70 m BTII 90. B cTpeccoBsix
ycaoBusix 37U BT cBS3BIBAIOTCA € IEHATYPUPO-
BanHbiMu Ocikamu, a HSF1 ocBoOoxmaeTcs u
npriodpeTaeT crnocoOHOCTh cBsA3bBaThCa ¢ JJHK u
NPUHIMATh y4aCTHE B PETYISIMU 3KCIPECCHH Te-
HOB OTBeTa Ha TerioBoi cTpecc. [lokazaHo, 4To y
apabunorncuca 65% TeHOB, aKTUBUPYIOIIMXCS TIPH
TEIUIOBOM IIOKE, PETYIHPYIOTCS C Yy4acTHeM
HSFA1 (Lietal., 2018).
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MexaHim3Mbl BOCTIDHSTHS U OTBETa Ha TEII-
JIOBOM CTPECC CBSA3aHbI U C CHCTEMaMU I'eHEepalkH
u obesBpexuBanusg ADK (cMm. Hike).

Tennosoit cmpecc, ADK, nospesrcoaroujue
U cuzHabHble IPheKkmoul U c8:a3b ¢ Opy2UMU NO-
cpeoHuKkamu

OnHMM W3 paHHUX HETaTUBHBIX 3(heKToB
BJIMSTHUSL HA PACTCHHS BBICOKOH TEMIIEpaTyphI sB-
JAIOTCS W3MEHEHUS BHYTPEHHEH CTPYKTYpPBI XJIO-
pOIUTACTOB, CBSI3aHHBIE C HAPYIICHAEM COCTOSHUS
muminaol dpakimm (Li et al., 2018). B ycnoBusix
THIICPTEPMUHN TIOBBIIIACTCS TEKYYEeCTh THIAKOH/I-
HBIX MEMOpaH, NPOMCXOIUT pacraj OTAENIbHBIX
0EJIKOB B KOPOBOM KOMIUIEKCE MEMOpaH, U Hapy-
maetcsa padora dorocuctem (PC), ocodenro PC
Il (Komayama et al., 2007; Allakhverdiev, 2008;
Yamamoto et al., 2008; Kpecnasckuii u ap., 2014;
Yoshioka et al., 2016; Bernfur et al., 2017). Ee
HauOoJiee YYBCTBUTEIILHBIM K HATPEBAHUIO 3BEHOM
SBIIETCS  MapraHel-COACpKALMA  KUCJIOPOJI-
Beiersionmii  komiviekc (KpecmaBckuit u 1p.,
2014).

@®C I Gonee ycTolumBa K JEHCTBHIO TOBpPE-
KIAIONMX TEMIIepaTyp U JIPyrux HeOJIaronpusr-
HBIX (hakTOpoB cpenbl mo cpasHenmo DOC 11
(Moustaka et al., 2018). Bonee Toro, Xorsi moTok
anekTporoB or OC II x ®C | mpu ymepeHHO BbI-
COKHX TEMIIepaTypax CHIDKAeTCs, HO B TO K€ Bpe-
M TIPU 9TOM aKTHUBHPYETCS IMKIMYECKUN TpaHC-
nopt 3ekrpoHoB B @C I (Agrawal et al., 2016).
Ilpy BO3OEUCTBHMM BBICOKHX TEMIEPATyp JJIEK-
TPOH-TPAHCIIOPTHAsA LETh XJIOPOIUIACTOB MOXKET
pazoOmarbcs. VIMEHHO 3TO cUMTaeTCs] OIHOU 13
OCHOBHBIX MpHYMH ycwieHHOM renepaimn AOK
(Asthir, 2015).

IToBblIeHHE COMEPXKAHUA MIEPOKCHIA BOJO-
poa B XJIOPOITIACTAX, B CBOIO OYEPEb, SABIACTCS
OIHOW W3 NPWYMH MHAKTHBAIWMM psifa (epMeHTOB
mkina KaneBuHa, B wacTHocTH, (pykTo30-1,6-
nucdocdaraspl u TIIMIE palibIeTh/ -3-
¢dochataerunporenassl (Takeda et al., 1995; Kpe-
cmaBckwii u ap., 2007; Hwmwrosa, 2019).

3HauUTEIbHBIC TIOBPEKICHHUS XJIOPOILIACTOB
IPU THIIEPTEPMUM MOTYT OBITH CBSI3aHBI C MEPOK-
CUIHBIM  OKHCJICHHEM JIMIHIOB. THIaKOWITHAS
MeMOpaHa COCTOMT W3 BBICOKOHEHACHIIICHHBIX
TJIALEPOTJIMKOIMINIOB, COACPKAINX 3HAUYUTEIb-
HblC KOJMYECTBA MOHOTAJIAKTO3MIIHALIITIINLIC-
poia M IUrajakTO3WIIHAIIUINIMICpOsia, a TaKKe
docharugwrepon U CyNb(HOXHHOBO3ZWIIHA-
mrreport.  Crie1oBaTeNbHO, TONMMHEHACHIICH-
HBIE KUPHBIC KHUCIIOTHI CTAHOBSTCS MECTOM aTakKh
JIMIIATHBIX TICPOKCIUILHBIX PAIMKajiOB B YCIIOBHSX
TEIUIOBOTO CTpPECCa, €CIIM JKHUPHOKHUCIIOTHAs CO-
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CTaBIISIIONIAs] HAXOIUTCS HAa CTOPOHE aKIENTOopa
anekTponoB PCII (Niy, Xiang, 2018).

Bo MHorux ciiydasix TEIUIOBbIE MOBpEkK/E-
HUSL TIPUBOASAT U K notepe aktuBHocTH PYBUCKO
(Allakhverdiev et al., 2008; Sharkey, Zhang, 2010;
Fahad et al, 2017). Cuwkenne ¢ukcamm CO,
BMECTE C MEMOPaHHBIMH HAPYIICHHSIMU TAKKE TI0-

BBIIIAET BEPOSATHOCTH CTOXaCTHIECKOr0 00pa3oBa-
st ADK.

I'enepammss ADK mpu TemwioBom cTpecce
yCWIMBAeTCsl HE TOJBKO B Xjopomiactax. Tawoke
BO3MOXKHO YCWIEHHE CIydaiHoro oOpa3oBaHus
ADOK B MUTOXOHIOpPHIX U  TMEPOKCHUCOMAX
(Choudhury et al., 2017). C npyroit CTOpOHSI,
YMEPEHHbII TEIUIOBOM CTPECC MOXKET HHAYLMPO-
Bath oOpazoBanne ADK c momorpro HAJIDOH-
OKCHIA3bl, JIOKAIM30BAaHHOM B IUIa3MaTHICCKOMN
MemOpaHne. Takue mporecchl MPOUCXOINUT B TeUe-
HYE TIePBBIX MUHYT TOCJIE TEIUIOBOTO BO3IEHCTBUS
KaK B 3€JICHbIX, TaK M B THOJIMPOBAHHBIX PacTe-
musix (Komymaer u mp., 2013; Yao et al.,, 2017). B
pa6ore Choudhury u coast. (2017) BeigeneHo 1Be
TPyMIbl UICTOYHUKOB AKTHBHBIX (JOPM KHCIIOpOAA:
A®K, mnpom3BencHHBIE BCICIACTBUE HAPYIIICHUMA
MeTabOoNMIecKOl aKTHMBHOCTH TpH CTpecce |
A®K, npomsBeaeHHbIE C Leibt0 curHammara. Oni-
Hako 3T rpymisl ADK pa3HOro mpoucxoxaeHus
MOTYT BIMSITh HAa YPOBEHb JPYT JIpyra M Jake me-
peMeIIaoTCs MEeXIy KoMIapTMeHramu. B yactro-
ctyu, H,O, MoxeT nepeMerarhest 4epe3 MeMOpaHb
¢ nomornkto akBanopuroB (Tian et al, 2016).

Veunenne resepammum  APK  HAJIDH-
OKCHIa30d M TIOCTYIUICHMA KaJbLKs B LHUTO30JIb
ABISIIOTCA HavOoliee paHHUMH W B3aMMO3aBUCH-
MBIMU PEAKIMIMH Ha JIEHCTBHE CTPECCOPOB, B TOM
yucne runeprepmud. [lo cHX Mop HEsICHO, Kako
w3 oTux curhaigoB neppuunbiid (Li et al., 2018).
M3BecTHO, 4TO 3K30r€HHBI MEPOKCHA BOAOPOAA
MOXET PE3KO YBEIMYMBATH KOHLEHTPALMIO LMUTO-
3ompHOro Kameims (Liao et al, 2017). B to xe
BpeMsi yxke depe3 60 ¢ mocie odpaboTKu pacTu-
TEJbHBIX KIETOK KaJbIMEBBIM HOHO(OPOM HOHO-
MULMHOM  TPOMCXOAWIO YCWICHHE T'€Hepalyi
A®K (Kimura et al., 2012).

AxtuBamms HAJI®H-okcumasel  MoOXeT
NPOUCXOIUTH C TIOMOUIBIO HECKOJBKHUX MEXaHH3-
MOB C ydacTHeM Kaiblws. CorlacHO OHOM 13 MO-
neneil, kampimit akrBupyer Ca’’-3aBHCHMYIO
NpOTENHKHWHA3y, Koropas dochopmwmpyer N-
KOHIIEBOW y9aCTOK MEMOpPaHOCBS3aHHOH CYyObe 1 H-
nupl (RBOH) HA JI®OH-okcunasbl v BBI3bIBAET €€
KOH(OpPMAIMOHHBIE M3MEHEHHsI, CTIOCO0CTBYIOIIIHE
CBSI3BIBAHMIO C HEH IMTO30JIbHOTO KOMIIOHEHTA —
Rop-6enka (I'Tda3br). B pe3ynbrare npoucxomur
00pa3oBaHHE aKTHBHOTO JMMEpa, MPUBOISIIEE K
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ycunennio renepaimn ADOK (Wong et al., 2007).
[To3aHee Ha mpumepe ofHOW W3 popM MeMOpaHo-
cBs3aHHON cyOBeauanipl HAJIOH-okcunasel pu-
ca (OsRBOHB) 0wiio moka3zano Hammuue B N-
TepMuHaTIbHON oOsactu EF-pyk, yka3piBarommx Ha
(hopmupoBanre quMepa ¢ ydactueM kaibiws (Oda
et al., 2010). Takum 06pa30M, MOBBIIIICHHE AKTHB-
Hoctu HAJI®H-oxcumaspl moj BiIMSHHEM Kallb-
IWsI, TIO-BHIIMMOMY, CBSI3aHO HE TOJBKO C aKTHBa-
Mel UM TIPOTEWHKMHA3BI, HO M C TPSIMBIM B3ar-
MOJIICHCTBHEM HOHOB Ca** ¢ rkaTaaurmaeckoil
CyO'be TUHHUIICH.

YcraHoBieH 3pdekT cuHeprusMa B aKTHUBU-
pyromenm geiictin Ca’ -noHO(pOpa HOHOMMIMHA 1
uHrHouTOopa mporeuHdocdaras KaavKyavHa A Ha
HAJI®H-okcunasy apabunoncuca (Ogasawara et
al., 2008). Ilpeamomaraercs, 4To Qochopwpo-
BaHHas Katanurudeckas cyoneamania AtRBOHD,
TpUCOeIMHsAs Kayblmidi B oOmactu EF-pyk, mpe-
TepreBaeT Oonee TIyOOKHEe KOH(POPMAIMOHHBIE
mMeHeHns 1, dyeM HedochopmwmpoBaHHas, B pe-
3yJIbTaTE TOr0 MPOUCXOIUT OoJiee CyIeCTBCHHAS
akTuBaims (epMeHTa TpU OJHOBPEMEHHOM JIeif
CTBHM KallbIIMeBOTO HOHO(Opa M HWHIHOWTOpPA
¢docdaras. IlokazaHo, 4TO MHIHOUTOP MPOTEHHKH-
Ha3 K-252a yrueran BeibiBaeMyio Ca’’ akTuBa-
mro AtRBOHD u AtRBOHF (Kimura et al,
2012). ABTOpamMu mpeasioxKeHa MOJEINb, COrJacHo
kotopoit ochopumpoanue RBOHD u RBOHF
y apabuporicrca MpeAllecTBYET MPoLeccy CBA3bI-
BaHwsl Kanbims. llpu stom  QocdopuipoBanve
RBOH camo 1o ceb¢ BBI3BIBACT aKTHUBAIMIO (ep-
MEHTa, YTO TPHBOAWT K YCIICHHIO TEHEepaIyn
A®K, 3a1eiicCTBOBAHHBIX B OTKPHIBAHUM KaJIbIIMC-
BBIX KaHaJOB. [lOCTyIUICHHE KaJbIWs B IMTO30Jb
BBI3BIBACT JIOTIOJHUTENLHYIO akTuBammio HA JIOH-
OKcHIa3bl. B TO e BpeMs He HCKITI0YaeTCs U yCH-
nenve (ochopwmpoBaHuI KaTaIUTHIECKON CyOh-
€JIMHULIBl 32 CUET aKTHUBALMU KaJIbLIMKA-3aBUCUMOMN
MPOTEHMHKMHA3bl. B 1enmoMm mpenmonmaraeTcs, 4To
MoOBIe BO3JIEUCTBHS, BBI3BIBAIOIINEC W3MCHCHHS
KOHIICHT Al IMTO30JIbHOTO KaJIbIWs, MOTYT TIO-
TEHIMAILHO BIMATH Ha akTuBHOCTH HAJIDH-
okcunasel (Demidchik, 2012).

[To-BuaMMOMY, Ha pa3HBIX CTAJMSIX OTBETA
Ha TEIUVIOBOM IIOK MPOMCXOAMT B3aUMHOE MHIYIH-
poBanme kanbimeBbix 1 ADK-curHanoB, KOTopbie
HEOOXOIUMBI i1 (POPMUPOBAHKS aJaNITUBHBIX pe-
akimid. C OSTUMU CHUTHAJBHBIMH TIOCPETHHKAMH
TECHO CBSI3aH M CHTHAJMHI okcuna a3ora (Kaprerg
u n1p., 2015a; 2016; Li et al., 2018). Tak, nokasaso,
YTO KPAaTKOBPEMEHHBIH NPOrpeB MPOPOCTKOB IIIIe-
muipl (42°C, 1 MUH), MHIYIMPYIONMKA TOCIemy-
IOlllee TOBBIICHHE HX YCTOMYMBOCTH K TOBpe-
KIAIONIMM TEeMIlepaTypaM, BBI3bIBAJ YBEIMICHIE
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conepxanns NO B xophsix B Teuenue 2 4 (Kaprery
u np., 2015a). Ilpu 3TOM paHbpIlle B KOPHSX MPO-
POCTKOB YBEJIMYMBAJIOCH COJEP)KaHME TIEPOKCHIA
BOZlOpoza. TpaH3UTOPHOE YBENMYEHHWE COAepKa-
st NO u H,O,, BeI3bIBacMOE MPOrpeBoM, yrHeTa-
JIOCh  00pabOTKOM TPOPOCTKOB aHTATOHUCTAMH
kanpimst DI TA (XenaTop BHEKIETOYHOTO Kajlb-
1Ws), XJIOpUAOM JlaHTaHa (OJIOKaTOp KallbIMEeBBIX
KaHAJOB DPa3JIMYHBIX THIOB) U HEOMHIMHOM (WH-
ruouTop  ocaTHIITMHOZUTON-3aBUCUMON  (hoc-
¢dommasel C) (Karpets et al., 2015). Otu pe3ynb-
TaThl YKa3bIBAIOT HA BO3MOXKHYIO POJIb KajbIMs B
aKTHBALWM SH3UMATHYECKHMX CHCTEM, I€HEPUPYIO-
nmx ADK u okcwn a3ora, M (QyHKIMOHATBHOE
B3aMMOJICHCTBHE 3TUX CHUIHAJBHBIX IOCPEIHUKOB
NP MHAYLWPOBAHMM TEIUIOYCTOMYMBOCTH  IPO-
POCTKOB 3aKaJIMBAIOLIMM IPOTPEBOM.

Cuuraercs, 4YTO CNEIMPUIHOCTH ACHCTBUA
A®K kak CHrHAIBHBIX TOCPETHUKOB PEaiByeTCs
3a CUET PeryJsilMd UX YPOBHS B Pa3HBIX KIETOY-
HBIX KOMIIAPTMEHTaX W Oyarogapsi BpeMeHHOW JTH-
nHamuke (Choudhury et al., 2017). UnbiMu ciioBa-
MU, UX COZIep)KaHUE M3MEHITCS BO BpEMEHH U Kile-
TOYHOM HpocTpaHcTBe. OHAKO 3TU U3MEHEHHUS BO
MHOTOM CBSI3aHBI C M3MEHEHHEM COJCPKAaHWI aH-
THOKCHIIaHTOB, KOTOPBIE TAKKE PAaCCMATPHBAIOTCS
B KaueCTBE YYaCTHHKOB pelokc-curraymara (Ko-
mynaeB, 2016). Creim@uuHOCTh CHUTHAJIOB, CBSI-
3aHHbIX ¢ A®K, Takxke mocturaercs B mpolLecce
UX (PyHKIMOHAJILHOTO B3aMMOACHCTBUS C IPYTMMU
NOCPETHUKAMH, B TIEPBYIO OYepeib, KaJbLEM H
NO. Tak, Hampumep, >(PeKTbl OKcHma azora u
A®K Kak CHrHAIBHBIX TOCPEIHUKOB, YIaCTBYIO-
OMX B pa3BUTHM TEIUIOYCTONYMBOCTH, TIO-
BUIVMMOMY, PEaJIM3YIOTCSl KOOIICPATHUBHO. Y BEJIH-
yenue kommyecTBa NO B KOPHIX HPOPOCTKOB
MIICHUIBI TIPY 3aKaJIMBAIOIIEM TPOTPEeBE YCTpPaHs-
JOCh HMX 00pa0OTKOW aHTHOKCHIaHTaMu (OyTHII-
THIPOKCHTOIYOJIOM W JIMMETHWITHOM 04 EBHUHOM)
(Kapreny u 1p., 2015a). C apyroit CTOPOHBI, BBI3bI-
BaeMoOe 3aKaJMBAIOUIUM TPOrPEBOM YBEJIHYCHHE
coJiepKaHus MEePOKCHAa BOJOPOJAa B KOPHSX IIIe-
HUIIBl HHMBEJIMPOBAIOCH HMX 00pabOTKOW CKaBeH-
JOKEpOM NO 2-phenyl-4,4,55-
tetramethylimidazoline-1-oxyl-3-oxide (PTIO) wu
maruburopoM  NO-cumrassr  N°-nitro-L-arginine
methyl ester (L-NAME) (Kaprert u ap., 2015a).

B menom B smreparype OmmcaHO yBenmde-
Hue copepxanusi NO y pacTeHHil pa3iMuHBIX BH-
JIOB B OTBET HA JICWCTBHE BBICOKMX TEMIICPATYP
(Yu et al,, 2014; Parankusam et al., 2017). Taxkoii
a¢deKT 3aperucTpupoBaH y pacTeHuii Fragaria
ananassa (Christou et al., 2014). [leiicTBue TeMIIe-
paTtypsl 45°C BBI3BIBAJIO YBEJIUUEHUE COAEPIKAHUST
NO B muctesix Medicago sativa u Nicotiana
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tabacum (Leshem, 2001; Gould et al., 2003). Ycu-
jgenre cunre3a NO B OTBET Ha BO3JCHCTBHE T'H-
MEPTePMUM TIOKa3aHO M Ha KaJUTyCHOM KyJbType
TpocTHUKa (Song et al., 2006).

BrionHe JOrMYHBIMHM TIPECTABIAIOTCS (-
(eKTHl aKTHBALWK SKCIPECCHH TEHOB, NMPHUYACT-
HBIX K @HTHOKCHIAHTHOM 3alliTe, MocJie MOBBIIIe-
HUSl B PaCTUTEJIBHBIX KIleTKax conepxanusd ADK n
OKCHIa a30Ta (CM. HIDKE).

Anmuoxcudoanmnan 3auiuma npu 2unep-
mepmuu

Cynepoxcunaucmyraza (COJ) sBusercs
OIHIM W3 Ba)KHEHIMX (h)epMEHTATHUBHBIX aHTHOK-
cumanroB. U3BectHO, uTo COJl — eauHCTBEHHBIHA
(hepMEHTaTUBHBII aHTHOKCHAAHT, 00E3BpEKUBA-
IOLMI CYNEePOKCUIHBIA aHWOH-pajukail. OH urpa-
eT ponb mepBuyHOro pybexa mpotuB ADK
(Alscher et al., 2002). Taxyro ¢ysxmmo CO/] cBs-
3BIBAIOT C TE€M, UTO, JMMHUHUPYS CYNEPOKCHIHBIE
paavKaibl, 3TOT (epMEHT ONOCPEIOBAHHO YMEHB-
IaeT BEPOATHOCTh OOPa30BaHMS THIPOKCHIbHBIX
pallMKaioB, CHHIJIETHOTO KHCJIOpOAa, TIEPOKCH-
Hurputa u npyrux A®K, xoropsie B CHITy BBICO-
KOW PEaKIMOHHOW CMOCOOHOCTH HE MOTYT OBITh
ynanensl OenkoBeiMH Katammatopamu. COJ]
MpeICTaBJIeHA 3HAUUTEJIbHBIM KOJIMYECTBOM MOJIe-
KyJSpHBIX (opM. B MX aKTUBHBIX IEHTpax MOTYT
OBITH TaKue MeTasuiel, Kak Cu, Zn, Mn, Fe. Haubo-
Jiee pacrmpocTpaHeHHoH (GopMoii Toro ¢epmenra
B KJleTKax pactenui siBisiercst Cuw/Zn-CO/L (M, 30-
33 k/la). Ona nokanu3oBaHa B IMTO30JH, XJIOPO-
IUTacTaX, MUTOXOHIPUAX, TEPOKCHCOMAaX M aro-
mwiacte. MeHee pacmIpoCTpPaHCHHBIMH SIBIISIIOTCS
Mn-COJl u Fe-COJl (Alscher et al., 2002; Gill,
Tuteja 2010).

OcobennocThio pynkmmit COJ sBnsieTcs TO,
YTO 3TOT (PepPMEHT 3aJIeHCTBOBAH HE TOJILKO B aH-
THOKCHUJIAHTHOW 3alure, HO U B (POPMHPOBAHHH
CUIHAJIBHOTO ITyJIa TIEPOKCHIA BOAOPOAA, KOTOPbI
HEOOXOAMM JUI1 HMHAYLMPOBAHUS JPYTHX KOMIIO-
HEHTOB aHTHOKCHIAHTHOH cuctembl. McciaenoBa-
HUSI BIMSIHUSL KPATKOBPEMEHHOI'O TEIUIOBOTO 3aKa-
JVBaHWS Ha AWHAMUKY copepxkanni A®K B mpo-
POCTKax TMIICHHIBI TOKAa3ajd TPaH3UTOPHOE YCU-
JeHHe  TeHepalMk  CYNEpOKCHIHOIO  aHHMOH-
paziuKaga B TEUECHHE NMEPBBIX 5 MUH U MOBBIIICHUE
cofiepKaHus TIEPOKCHA BOIOPO/Ia B TEUCHHUE TIEp-
BbIX 15 MUH mocie OJHOMHHYTHOTO 3aKajuBalo-
miero BozaencTBusa Temnepatypsl 42°C (Konynaes
u ap., 2013). [1pu 5ToM 3HAUUTETHHOE YBEIHYCHHE
aktuBHocTH COJl ObUTO 3aMKCHPOBAHO YKe He-
pe3 10 MuH mocsie 3aKaJMBaIOILETO MPOrpeBa mpo-
pocTkoB. OOpabOTKa TPOPOCTKOB HHIHOUTOPOM
COJl mmrwigurnokapdaMaToM HATPHs HE TOJBKO
CHWKajla aKTHBHOCTH (pepMeHTa B KOPHSAX, HO H
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noBbimiana resepaipro O, KOPHIMH MPOPOCTKOB
B TEYCHUE IIEPBOrO Yaca IOCJe 3aKaJIMBaHUA.
Kpome ToOro, mox BIMSHHEM 3TOr0 HMHTHOWTOpA
3HAYMTENIPHO YMEHBIIAJIOCh COJEPKAHHE TEPOK-
cuIa BOAOPOAA B KOPHAX 3aKaJICHHBIX MPOPOCT-
koB. Ilpu sTom nonasnenue aktupHocTH COJl nu-
STWIIUTHOKAPaOMAaTOM HATpHsl yCTPpaHsio dpdekT
TOBBIIIICHNST AKTUBHOCTH KaTalsla3bl, T'BasKOJIIIE-
poKcHIa3sl M acKopOaTIepoKcHiasbl B KOPHSX,
HaOmomaBImiics yepes 6-24 4 mocie OJHOMUHYT-
HOTO 3aKaJMBaIoIIero mporpeBa mpopocTkoB (Ko-
nynaeB, O003nb1i, 2012; Konynaer u ap., 2013).

Taxum 00pa3oM, TOBBIIICHHE COIEPIKAHUS
MEPOKCHIA BOAOPOJA B TKAHIX OPraHOB MPOPOCT-
KOB TIIICHWIII TOCJIE 3aKaJMBAIOLIETO TMpOrpeBa
00yCIIOBJIEHO HE TOJNBKO aKTHBalMeW ¢epmeHTra-
THBHBIX cucTeM, reHepupyomux A®K, B yactHo-
ctu, HAJI®H-okcrnas3pl, HO U yBEJIMUEHUEM aK-
tuBHocTH COJl, mpeBpalnaromeid cynepoKCHaHbIN
aHWOH-paauKkai B Oonee crabmibHyto ADK — me-
poxcun Bomopona (Komymaes u mp., 2013). Ms3-
BecTHO, uTo HAJI®H-okcuma3a okalu3oBaHa B
miazMaTraeckod MeMOpaHe U o0pasyeT cyrnepok-
CHUIHBIM AHHWOH-PaJVKajl HA BHEIIHEU €€ IOBEpX-
Hoctu (Sagi, Fluhr, 2006). CO/l y sTHOMMpOBaH-
HBIX PACTEHUH M B HE3EJICHBIX MX YACTAX B 3HAYH-
TEJIbHBIX KOJIMYECTBAX COAEPKHUTCS B LIUTOIUIA3ME,
HO OoOHapyxxeHa u B amomacte (Ogawa et al.,
1997; Miller et al., 2010). Mo»HO JOMyCTUTH, YTO
mMmenHo amnoriactHas COJl, mpeBpamas cymnepok-
cunHblil anvoH-pagukan B H,0,, criocobctByer
NPOHUKHOBEHHIO MoJieKyn ADK B 1mromiazmy u
BBITIOJIHCHAIO MU CHTHAJIBHBIX (yHKIWMA. B TO ke
BpeMsl HEe HCKIIOYEHA M BO3MOXKHOCTH IPOHUKHO-
BEHUs1 CYNEPOKCHIHOIO aHMOH-paJiuKaja B MPOTO-
HUpoBaHHOW (opme B murorasmy (Sagi, Fluhr,
2006) ¢ nanpHEWIIMM €ro TpeBpalllcHHeM B Tie-
POKCHI BOAOpOAA BHYTPHKIECTOYHBIMHU (hOpMaMHU
COJ. Tak wm wnHaue, mpu runeprepmun COJI
MOXET OBITh MPUYACTHA K 00Pa30BAHHIO CHTHAJIb-
HOro IyJja MEepOKCHAa BOIOPOJA, CHOCOOCTBYIO-
IEMy aKTHUBALMM APYI'MX aHTHOKCHIAHTHBIX (ep-
menroB (Komynaes, O603mb1ii, 2012; Konynaes u
ap., 2013).

O¢dexrsr nosbimeHust akruBHocTH CO/JL
IpU YMEPEHHOM JI€HCTBMM BBICOKUX TEMIIEpaTyp
3apEeTUCTPUPOBAHbl HA MHOTUX OO0BekTax. I1oBbI-
menve aktuBHocth COJI mpu BbicokoTeMmIepa-
TYpHOM CTpecce TIOKa3aHO y pAacTEeHHil parca
(Hasanuzzaman et al., 2013). ¥ msatmika Kenryk-
KA ¥ OBCSTHUII BBICOKOW OTMEUEHO TOBBINICHHC
aktuBHocTH COJI B OTBET Ha NeiicTBUE TemIepa-
Typbl 38°C. OQHaKO y OBCSIHMIIBI BBICOKOM 3TOT
3¢dexT ObUT TPaH3UTOPHBIM H CMEHSUICS CHIDKE-
HUeM aKkTuUBHOCTH (pepmenta (Jiang, Huang, 2001).
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VY mpopocTKOB KYKYypy3bl IPH TEIUIOBOM CTpecce U
3acyxe, a TaKkKe MX COYeTaHHH, OTMEYaJloch MO-
BblnieHne akTUBHOCTH COJl B NHCTHAX U KOPHAX
(Hu et al., 2010). ITpumeuaTesbHO, YTO 3TOT -
(GeKT ycTpassicsl € TOMOLIBIO CKaBEHIKEPOB
BTHI 70. ABTOpsl mpeAmnoararoT y4dacTue
BTII 70 B perynsiimy akTUBHOCTH aHTHOKCHIAAHT-
HBIX (pepmeHTOB. OJTHAKO HE SCHO, CBSI3aHBI JIM Ta-
kre 3(PQPEeKTHI ¢ ero ManepoHHbIM JICWCTBHEM Ha
MOJIEKYNIbl ()epMEHTOB WIH BKIIOYAIOT B Ce0s
WHBIC MEXaHH3MBI.

VYV TemwoyCTOMYMBBIX COPTOB IIICHUIEI, B
OTJIMYME OT HEYCTOHYMBOIO, 3apEerucTpPUPOBAHO
noBbiieHre aktuBHocTH COJ] B oTBeT Ha Inu-
TeNbHOE JIeWCTBUE YMEPEHHO BBICOKOW TemIepa-
Typbl (Sairam et al., 2000). Takoii sxe 3¢hdexT 00-
HapyXeH Yy pacTeHHil MIICHUIBI NPU OTHOCUTEIb-
HO KPaTKOBPEMEHHOM (2 4) JeHCTBHM TEMIIepaTy-
pot 40°C (Kumar et al., 2012b). C npyroii cTopo-
HBI, CBSI3b M€Y aKTUBHOCTBIO AHTHMOKCHIAHTHBIX
(hepMEHTOB U TEIUIOYCTONYMBOCTHIO COPTOB pac-
TEeHHI He BCerJla OJHO3Ha4Has. Tak, MpW Terwio-
BoM ctpecce (45°C, 3 4) akTUBHOCTH ackopbaTre-
pOKCH1a3bl MOBBIMIAJIACH KAK Y YCTOWIMBOIO, TaK
U y HEYCTOWYMBOIO COPTOB TOMAaTa, aKTUBHOCTh
COJl cHmkamack y oOOMX TEHOTHWIIOB, & aKTHB-
HOCTh KaTaja3bl MOBHIANIACH Y YCTOWIHUBOIO COP-
ta (Camejo et al., 2006). TTo-BugumMoMy, BKJIa OT-
JETIbHBIX KOMTIOHEHTOB aHTHOKCHIAHTHOM CHUCTe-
MBI B YCTOMYMBOCTbh PACTEHUM K THIIEPTEPMUU 3a-
BUCHUT OT CWIBI U NPOJOKUTEIHHOCTH CTPECCOBO-
TO BO3JCHCTBUSA, BUIOBBIX M COPTOBBIX OCOOEHHO-
CTEN PacTeHWi], a TaKXKe CONYTCTBYIOIIUX YCJO-
BUIA

JIOCTaTOYHO THNMYHOM peaklyeil Ha yme-
peHHOE JAEHCTBHE BBICOKMX TEMIIEPATYP SBISICTCS
U TIOBHIINIEHHE AKTHMBHOCTU ()epMEHTOB, 00€3Bpe-
JKUBAIOIIMX TEPOKCHI BOAOpoAa. Tak, Toka3aHo
THOBBILIIEHHE aKTUBHOCTHU KaTanasbl U ackopOaTie-
pOKCHIa3bl y TEIUIOYCTONYMBBIX COPTOB IILIECHHIIBI
NpU TUIEPTEPMHH B (DaKTOPOCTATHBIX YCIIOBHSX
(Sairam et al., 2000; Hasanuzzaman et al., 2013).
Takasi >ke 3aKOHOMEPHOCTH 3a(UMKCHpOBaHA IpPH
JNEUCTBUM BBICOKHX TeMIlepaTyp Ha pacTeHus
TIICHHIIBI B €CTECTBEHHBIX YCIIOBUAX
(Almeselmani et al., 2006). AKTHBHOCTH HeCTIEIIH-
(raeckoli IepoKCUIa3bl, KaTanasbl U ackopoaTIie-
pPOKCHIA3bl MOBBILIANACH U Y pPACTEHMH parca B
OTBET HAa BBICOKOTEMIIEPATYpPHBIH CTpecc, INpu
3TOM y TOJIEPAHTHOTO COpTa Takoi A(dekr ObuT
6onee BoipaskennbiM (Hasanuzzaman et al., 2013).
VYV pacteHuil KyKypy3bl MpH THIIEPTEPMUN aKTHB-
HOCTh aCKOpOATHEPOKCHIa3bl MOBBIIIANACE B KOP-
HAX M JIUCTBAX, a KaTaja3sl TONbKO B Kopwsix (Hu
et al, 2010). I[ToBeimeHHe aKTHBHOCTH HECTICIH-

¢raeckol TIepOKCHAA3bl TNPH TEIUIOBOM CTpecce
TIOKa3aHO B JIMCThAX OJINBKOBOI'O AcpeBa
(Koubouris et al., 2015).

3HAUYUTENIbHYIO POJb B CHIDKEHHH COIEprKa-
Hust ADK B kileTkax Tpu TEIDIOBOM CTpECCe Hrpa-
10T HUBKOMOJICKYJISIpHBIE aHTHOKCHIAHTHI. Tak, y
ra30HHOM TpaBbl CHWKeHHE koinuecTBa ADK npu
TEIUVIOBOM CTPecce KOPPEIUPOBAJIO C MOBBIIICHIEM
comepkanms ackopbara u riyratuona (Xu et al.,
2006). Y pactenuii orypra TeIUioOBOH cTpecc CHU-
xKan conepxkanne GSH, B To ke Bpems ux oOpa-
0O0TKa SK30T€HHBIM BOCCTAHOBJICHHBIM TJIyTaTHO-
HOM CTIOCOOCTBOBaJIa TIOBBIIICHUIO TEIUIOYCTOWY H-
BOCTH, cTaOwmmsaimy (OTOCHHTETHYECKOro amma-
paTa, TIOBBIIICHAID AKTHBHOCTH aHTHOKCHIAHTHBIX
depmenroB u comepkanus nposmna (Ding et al.,
2013). bonee Toro, mpu 3TOM yCWIHMBAaNach TpaH-
CKpUIIWS T€HOB AacKopOaTHepOKCHIA3bl, HecIe-
M(IIEeCKO MepPOKCHIa3bl M TIIyTaTHOHPEIYKTa-
361 B TO ke Bpems camo 1o cebe JeficTBIEe BBICO-
KO TeMIIepaTypbl YCWIMBAJIO TOJIBKO SKCIPECCHIO
reHa riayratdoHpeaykrasel (Ding et al, 2013).
OcrcaeTcst HEesSCHBIM, CBSI3aHBI JIH OTH 3(DPEKTHI C
BIMSIHAEM TIJIyTaTHOHA HAa METa0OommBM B LIEJIOM
WIM OHH SIBIIIFOTCS CIIEICTBHEM €T0 d(P(HEKTOB KaK
y4acCTHUKA KJIETOYHOro curHaimara. OOHapyxeHa
TIOJIOXKUTEIIbHASL CBS3b MEXIY TEIUIOyCTONIUBO-
CTBIO COPTOB MIICHHIIBI U COJCP)KaHAEM BOCCTa-
HOBJICHHOrO TiyTtathoHa (Sairam et al, 2000;
Dash, Mohanty, 2002).

PacTBOpuMBbIC  YIJICBOABI, TIO-BUIUMOMY,
TaKKe MOTYT TNPUHMMATh y4acTHE B aHTHOKCH-
JIAHTHOW 3alllMTe TPH TEIUIOBOM CTpecce WM
y4aCTBOBAaTh B PETYJSIIMM COCTOSHHS aHTHOKCH-
JIaHTHOM cucTeMbl. Tak, Toka3aHo, 4To 00paboTKa
pactenuii orypra 30 MM TIFOKO30¥ BBI3BIBAJA TIO-
BBIIIICHHAC HX TEIUIOYCTOMYMBOCTH U CHIKECHHE KO-
mmaectBa ADK (Huang et al., 2015). IIpu stom
OTMEYAJOCh YBEJIMYCHHE KOJIMYECTBA TPAHCKPHI-
TOB M TOBBIIIEHHE akTmBHOCTH Cu/Zn-COJI, Mn-
CO/Jl, xarana3pl, IIIyTaTHOHPEIYKTa3bl, a TAKKE
HAKOIUICHHE TIPONIHHA. DTH 3P(EKTHI TIIFOKO3BI HE
CBSI3aHBI C €€ OCMOTHYECKOH aKTHBHOCTBIO, TO-
CKOJIEKY 00pa0oTKa pacTeHHH METa00IMIeCKU He-
AKTUBHBIM MaHHUTOM B TaKOH K€ KOHILICHTPAIMH
MOYTH HE BIMAJIA HA YKa3aHHbIC TIOKA3aTelH
(Huang et al., 2015). OrMeuaeTtcs TaKke poib ca-
Xapo3bl W TPOJIMHA TP TEINIOBOM CTpecce Kak B
crabwnpBamy MeMOpaH, TaKk W B CHTHAJIBHBIX
nporeccax (Bita, Gerats, 2013).

B ornenbHbIX paboTax yKa3blBaeTCs Ha BO3-
MOYKHOE ydacTue (IaBOHOMIOB B aHTHOKCHIAHT-
HOM 3anre mpu AEHCTBUM Ha PACTEHHS BBICOKUX
Temrnepatyp. Tak, y pacTeHHi orypua B OTBET Ha
TEIUIOBOM CTPEeCC BBIABJIEH CHHTE3 KBEPLMTHHA
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(Gould, Lister, 2006). B To >xe BpeMsl y 3eJCHBIX
MPOPOCTKOB TPHUTHKAJIC He OOHAPYKEHO HM3MEHe-
HUS COACp)KaHMsA AHTOIMAHOB TIOCJE 3-9acOBOTO
Bo3aeicTBus Temneparypel 42°C (AOpaM4uK u
np., 2014). XoTs mpu COYSTaHHOM JCUCTBHM TH-
NepTepMUM W BOJHOTO Je(UIMTa HA TPOPOCTKH
SYMEH B HUX YBEJIMUMBAJIOCH COJEPXKAaHHUE aHTO-
maHoB (Kabammukosa u jap., 2013).

B nociegHee BpeMs B KauecTBe CympaMorie-
KYJIIPHBIX aHTHOKCHIAHTOB IIPH TEIUIOBOM CTpec-
Ce paccMaTpUBAIOTCS MOJIMHEHACHIILIEHHBIE SKUP-
Hble KUCJIOTHI MeMOpan (Schmid-Siegert et al.,
2016). Ux oxucnenne MOXeT ObITh HE TOJIBKO MPU-
3HAKOM TIOBPEKICHHS, HO M MEXaHU3MOM 3alllUThl
or ADK npyrux, Oonee BasKHBIX MaKpOMOJEKYIL.
[ToxazaHa BO3MOXHOCTH METa0ONMM3ALMKM HPOIYK-
TOB MX OKHCJICHUs (B TOM 4HCJIe MAJOHOBOTO M-
JbJErnIa) B IIACTHAAX pacTeHUi apabumoncuca u
y4acTHs B CHHTE3€ HOBBIX TaJIaKTOJIMIHIIOB.

C6:3b UHOYUUDP OBAHUA MENTIOYCMOIYUG -
cmu pacmeHuil IK302eHHbIMU 6030€eUICMEUAMU C
cocmosaHuem aHMUOKCUOAHMHOU CUCHIEMbL

IHepoxcuo sooopooa. [1okazaHo HHTYIPO-
BaHUE TEIUIOYCTOMYMBOCTH HM30JIMPOBAHHBIX KOJIE-
ONTWICH IIIECHANB! C IOMOIIBIO JK30TCHHOIO Iie-
pOKcHIa BOZOPOAA, YTO COMPOBOXKAJIOCHh KPAaTKO-
BPEMCHHBIMU  TIPOSIBJICHUEM  OKHUCJIUTEJIBHOTO
cTpecca (TOBBINICHHE COACPKAHUS SHIOTCHHOTO
TIEPOKCHIa BOIOPO/Ia M MaJIOHOBOT'O JIHAJThICTH/IA)
u mocnenyromei aktuBaimert COJ] m karanasel
(Konymaes, Kaprnen, 2008). B pabore Lopez-
Delgado et al. (1998) moka3aHo, 4TO y MUKpopac-
TeHWd Kaprodelsi, BBHIPAICHHBIX M3 AKCIUIAHTOB,
npe1000padOTaHHBIX MEPOKCHIOM BOIOPOA, IO-
BBIIIICHHAS TEIUIOYCTOMYMBOCTH COXPaHsIACh B Te-
YEHHE JJIMTENIHHOrO BPEMEHH (0 MecsIa) mocie
Takoi o0paborku. [Ipm 3TOM pacTenus oTimda-
JWCh TIOBBIIICHHON YCTOMYMBOCTBIO K AareHram
OKHCJIUTEIIBHOTO CTpecca.

Oxcuo azoma. DPdextet NO MOryt OBITH
O0YCTIOBJIEHBI TPSIMOW  TIOCTTPACIISIIIMOHHON MO-
TuprKampeii MoeKyn (hepMEHTATUBHBIX O€JKOB U
BJIMSIHUEM Ha SKCTPECCHI0 COOTBETCTBYIOIIHX T'e-
HoB (Komymaes, Kaprer, 2017).

[Mpssmple Mopuukaimy OEIKOB OKCHIOM
a3oTa BKIIOYAIOT B ce0sl S-HATPO3WIMpPOBAHHUE,
HUTPOBAHME OCTATKOB THPO3MHA M MeETall-
nurposwmpoBanre  (Astier, Lindermayr, 2012).
S-HUTPO3WIMPOBaHKE TIpeJicTaBiIsieT coboil oOpa-
TuMoe cBsa3biBaHue NO ¢ aTOMOM Cepbl, PUBOJI -
mee Kk oOpasoBanmio S-aurpo3otHona (—SNO)
(Arora et al., 2016). HurpoBanue G€JIKOB MO THPO-
3WHY 3aKJIFOYaeTCsi BO BKJIFOYEHUW HUTPOIPYIIIBI
(-NO,) B ocratok TupozuHa (OOBIYHO B OpmoO-
HOJIOXKEHUM  (DEHONBHOM T'MIPOKCWIHHON TpYIIIbI),
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YTO TPUBOAWT K OOPA30BaHUIO 3-HUTPOTHPO3WHA
(Radi, 2004). AreHTOM HUTpOBaHUS SIBISICTCS Tie-
POKCHHUTPHUT, OOpa3yIOIMiicsl TpH B3anMOJE U~
ctBun NO ¢ CymepoKCHIHBIM aHHOH-PaJIHKaJIOM
(Freschi, 2013). Turpo3uHOBOe HWUTpOBaHWE Oeli-
KOB MOXXET NPHUBOIUTH KaK K aKTHBAIMH, TaK U K
WHTHOMPOBAHUIO aKTHUBHOCTH LIEJIEBBIX (DEPMEHTOB
(Arora et al., 2016)

HurposwmipoBanne  MeTaiuicoaepkaIimx
0E€JIKOB MPOHUCXOIHT TIPU B3aMMOACHCTBUM OKCHIA
a30Ta C MOHAMH MEPEXOAHBIX METAJIOB, BXOI -
IIMX B COCTaB METAJUIONPOTEUHOB, U TPUBOJIUT K
00pa30BaHMIO METAJUIO-HUTPO3WIbHBIX KOMIUIEK-
coB. NO MOXET CBA3BIBATHCS C PA3JIMIHBIMU Me-
tammuecknmu nerrpamu (Fe, Cu, Zn) metamio-
nporentoB (Ford, 2010; Arora et al., 2016). ®op-
MHpPOBAHHE METAJUIO-HATPO3WIbHBIX KOMIUIEKCOB
BBI3BIBACT O0OpaTUMble KOH(DOPMAIMOHHBIE H3MeE-
HeHuss O€JIKOB U M3MEHSAET MX CTPYKTypy U (Win)
¢dyHKIMOHABHYI0 akTuBHOCTH (Cooper, 1999).
OmnucaHHbIe BBIINIE MEXaHM3MBI BIIMSTHUS OKCHIA
a3oTa Ha OEJIKH B TIOJHOW Mepe OTHOCATCS U K aH-
THOKCHIAHTHBIM ()epMEHTaM, aKTHBHOCTh KOTO-
PBIX IBMEHSIETCS BCIEACTBHUE B3aumoaencTeust NO
C THONBHBIMH TPYIMAMHU WIH TIEPEXOJHBIMU Me-
TaJUlaMM, BXOJSALIMMU B COCTaB aKTUBHBIX IEH-
TPOB, B OCOOEHHOCTH C TreMOoM. MeXaHM3MBbI Npsi-
MOTO BIMSTHHSI OKCHIa a30Ta Ha aKTUBHOCTH Te€MO-
comepkanmx (epMeHTOB (KaTajiasbl, Pas3iIMdHBIX
MIEPOKCHIA3), B YACTHOCTH, ONMCAHBI B HAIIEM He-
nasHeM o030pe (Komymaes, Kaprer, 2017).

[TonoxurensHoe AeiicTBUE TOHOPOB OKCHIIA
a30Ta Ha TEIUIOYCTOMYMBOCTh PAaCTEHUH OTYACTH
CBSI3BIBAIOT C TPSIMOH W (WIHM) ONOCPEIOBAHHON
aKTHBaIiel WM aHTHOKCHIAHTHBIX (DEPMEHTOB.
O6paborka  8-IHEBHBIX PACTEHH  IIICHHIBI
0,25 MM wnurpomnpyccunom Hatpus (HITH) moBbI-
mana UX YCTOMYMBOCTBH K HOCJEIYIOIIEMY TEIUIo-
Bomy ctpeccy (Hasanuzzaman et al., 2012). D¢-
(beKThI TOBBILIEHNS YCTONYMBOCTHU K TOBPEXKIAI0-
nieMy TporpeBy WHKyOarmmed B pactBopax HITH
MOKA3aHbl M B AKCTIEPUMEHTAX C STHOJIMPOBAHHbI-
MU TIPOPOCTKAaMH ¥ HM30JMPOBAHHBIMHU KOJICOITH-
namu moennpl (Kapnenm noap., 2011; 2016), a
TaKke pacTeHwsiMu puca u ropoxa (Fancy et al.,
2017). Taxoit e 3ddekT BbI3bIBaa 1 00paboTka
pactenmii Tomara (Siddigui et al., 2017). [Ipu srom
TIOJIOXKUTENIPHOE JIEUCTBHE JIOHOpPAa OKCHIA a30Ta
YCHWIMBAJIOCHh B MPUCYTCTBUM COJIM KaJIBIIHS.

ITokazaHel MeMOpaHO-TIPOTEKTOpPHBIE A(h-
(eKThl JIOHOPOB OKCHIA a30Ta MpU TEIUIOBOM
crpecce (Song et al, 2006), uTo BeIpakaioch B
cHIKeHHH cofepkanmsi MJIA B CTPeCCOBBIX yCII0-
BUSIX.



AHTHOKCHIOAHTHASA

Ox3orenHplid NO cniocoOCTBOBaJ MOBHIIIE-
HUIO AKTHBHOCTH KOMIUIEKCA AHTHOKCHIAHTHBIX
¢depmenroB (CO/JI, kaTamasbl ¥ TBasKOJICPOKCH-
na3bl) ¥ Ha (oHe TeruoBoro 3axkamBanus (Kaprery
u ap., 20150). Ilpu 3ToM 1oz ero BIUSHAEM OTMe-
4aJjoch JIOTIOJHUTENIbHOE TIOBBINICHUE —TEIUio-
YCTOWYHMBOCTH.

EcTh ocHOBaHMS TONaraTh, YTO TOJNOXKH-
TEJIbHOE BJIMSIHAC OKCHIA a30Ta Ha TeIUIOyCTONIH-
BOCTh PACTUTEINBHBIX KIETOK U (YHKIMOHHPOBA-
HHE aHTHOKCUIAHTHON CUCTEMBbI CBS3aHO HE TONb-
KO, & MOXET OBITh M HE CTOJILKO C TPSIMBIMHU MO-
TUQUKAISIMA ~ AaHTHOKCHIAHTHBIX ~ ()EPMEHTOB,
CKOJIbKO C aKTHBAlMel CHTHAJBHOTO Kackaja,
OTMOCPEOBAHHOTO KalbIeM. Tak, MoKa3aHo, 4TO
AHTAarOHUCTHI KalbIUs HHUBEJIMPOBAIM BBI3bIBAE-
MO€ JIOHOpaMU OKCH/Ia a30Ta YCHIICHUE TeHePaIHH
A®K, noBbIllIEeHHE aKTHMBHOCTH aHTHMOKCHIAHTHBIX
(epMEHTOB W  pa3BUTHE TEIUIOYCTOWYMBOCTHU
(Kaprien u nip., 2016; Kapren, 2017).

Oxkcunl a30T Takke MOXET HHIYIMPOBATH
HAKOIUICHHEC HU3KOMOJICKYJISIPHBIX  TPOTEKTOPOB,
BXXHBIX JUIA 3allUThl PACTUTEIBHBIX KIECTOK B
YCIOBUAX TemioBoro crtpecca. IIpemoOpaboTka
pactenuit puca HITH ycwivBana skcnpeccuro reHa
A'-IHppONHH-5-KapOOKCIIATCHHTA3bl M HAKOIUIE-
ave npormmea (Uchida et al., 2002). IIpu coBmecT-
HOM TIpUMCHEHWH JIOHOpa OKCHIIa a30Ta U 3K30-
TCHHOIO KalbIMs TaKXkKe OTMEYaJioCh YCHICHHE
cuHre3a mnpomuHa y TomartoB (Siddigui et al,
2017). V pacrenmit Chrysanthemum morifolium
noi BimstHHEM JoHOpa NO TNpPOMCXOAIO TOBBI-
[ICHUE COJICPXKAaHUA KapOTHUHOMIIOB, BBITONHSIO-
nwmx (YHKIMA AHTWOKCHIIAHTHOW 3ammrhl (OTo-
cunreTndeckoro ammapata (Parankusam et al,
2017).

Ceposodopod. B nocneaHue ol akTUBHO
uccuenyercs ydactue ceposomopoxa (H,S) kak
€IIe OHOTO CUIHAJIBHOTO TIOCPEIHWKA B PETYIIs-
A OKHUCJIUTEJIbHO-BOCCTAHOBHUTEIILHOrO OanaHca
pPAaCTHTEIILHBIX KIETOK B CTPECCOBBIX YCIIOBHSAX
(Lisjak et al., 2013). TIpeanonaraercs, 4TO cepo-
BOJIOPOJI MOXET BCTYNAaTh BO B3aHUMOJCHCTBUE C
OTHOM W3 OCHOBHBIX MHUILEHEH, Y4acCTBYIOLIUX B
nepenade MHOTHMX CHTHAJIOB — CYJb(ruIpuibHbI-
MH TpymraMu 0enkoB. Pe3ynmpraTomM Takoro B3au-
MOJIEUCTBUSI SIBIACTCS WX S-CyabQruapaTarms
(mepcynbdunupoBaHrie) — MpeBpalieHUe OCTATKOB
mdcterHa —SH B —SSH. Cuwnraercs, uTo nepcysib-
(brIrpoBaHMIO MOXKET TonBeprathes 10 5% mpo-
TeoMa pacturenbHoi KieTku (Cuevasanataet al.,
2015).

B ornenbHBIX pa®oTax TMoKa3aHO TMOBBIIIE-
HUE COJICPXKAaHWsS SHIIOTEHHOIO CEpOBOJOpOA Y
pacTeHHil TOJ BIMSHMEM YMEPEHHOM THMIeprep-
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muu (Cheng et al., 2018). B psnge wucciemnoBanwit
YCTAHOBJICHO TO3UTHBHOE JEHCTBHE HSK30I'€HHOTO
H,S Ha TemoycTONIMBOCTG M (DYHKIMOHUPOBAHUE
NPOTEKTOPHBIX CUCTEM PACTEHHH TpU THIepTep-
mun. JloHop cepoBogopona NaHS moBwiman temn-
JIOyCTOMUMBOCTHh MHTAKTHBIX NMPOpocTKOB (Yang et
al., 2015) u M30MMPOBAaHHBIX KOJCONTWICH TIe-
aripl (KonmymaeB u nip., 2017), mpopocTKOB KyKy-
py3bl (Li et al., 2013) u pacTenuii Ipyrux BUIOB.

DddekTsl cepoBoIOpOIa MOTYT MPOSBIATh-
Cd HE TOJBKO B PEryJsilMU PEeIOKC-COCTOSHUS
OCJKOBBIX MOJEKYJ, HO W B HHIYIMPOBaHUU
A®K-curnanoB. B Hammix skcrepuMeHTax MoKa-
3aHO yuyactue ADK ¢ HOHOB KallbIsl B TOBBIIIIE-
HUM aKTHBHOCTH aHTHOKCHIAHTHBIX (pepMEHTOB B
KIETKaX KOJCONTWICH TIICHUIBI, BHI3BIBAEMOM
00paboTkoit toHopoM cepoBopoponaa (Komymaes u
np., 2017). Ilpu oOpaboTke koneorrmwiei 100 MmxkM
NaHS HaGmoganoch TpaH3UTOpHOE YCWICHHE Te-
Hepald WMHU CYNEPOKCHIHOTO aHUOH-PaUKaia
(O,") u noBBIIICHHE B HUX COACPXKAHISI [ICPOKCH-
Jla Boopona. B nanpHeiiieM 0TMe4asoch yBEIU-
YeHHWE aKTHBHOCTH aHTHOKCHIAHTHBIX (DepMEHTOB
— COJ/l, xarana3sl, TBasSKOJMCPOKCHIA3H — U TIO-
BBIIICHUE YCTOMYMBOCTH KOJIEONTWIEW K TMOBpeE-
’KIarolemMy HarpeBy. Bee mepeurnciieHHble GHoXH-
Muaeckue U (sronorudecke 3(pGexTrl ToHOpa
CEpOBOOPO/Ia YTHETAIUCH MpY 00paboTKe KoJe-
OITWIEH MIIEHMLBI CKaBEHIKEPOM TIEPOKCHAA BO-
Jopona  JUMETWITHOMOYEBUHOM, HMHIHOUTOPOM
HAJI®H-okcHma3pl IMHIA30JI0M, XJIATOPOM BHE-
kieTouHoro kameimsd DI TA u mHruOuTOpoM Qoc-
datuawmHO3UTON-crieimbaHoN  docdonmmazbr C
HeoMUIMHOM. TakuM o0pazoMm, B peaymsariu d¢-
(PeKTOB PK30T€HHOTO CEPOBOOPOJA MMEET 3HAUe-
e reHeparms AODK, 3aBucuMas OT aKTHBHOCTH
HA®H-okcunasel U KajdblMEBOrO TOMEOCTa3a
(Konymaes u ap., 2017). Y WHTaKTHBIX TPOPOCT-
KOB IILEHHIBI, 00pabOTaHHBIX JOHOPOM CEPOBO-
J10poJia, MPH TEIVIOBOM CTPECCE YCIIMBAIACh JKC-
npeccusi Te€HOB M MoBbIIIajNach akTuBHOCTH CO/I,
KaTaja3pl M ackopbarmepokcumassl (Yang et al
2016). OOpaboTka MPOPOCTKOB KYKYpYy3bl THIPO-
CyTb(OHIOM HATPWS, WHIYLMPYIOIIAs TOBBINICHHC
TEIUIOYCTOMYMBOCTH, BbI3bIBalla YBEJIMYEHHE aK-
TuBHOCTH CO/I, KaTanasbl, rBasiKOINEPOKCUIA3BI U
IIyTaTHOHPETYKTa3bl, a TAKXkKe IMyJa ackopbaTa u
BOCCcTaHOBNIeHHOTO TyrathoHa (Li et al., 2014).

B nenom, cepoBomopos, Kak U OKCHI a30Ta,
obnamaer CHocOOHOCTH WHAYLMPOBATH MHOTHE
KOMIIOHCHTBI aHTHOKCHIAHTHOH CHCTEMBI PacTe-
Huil. K HacTosmeMy BpeMeHH HAKOIUIEHO J10BOJIb-
HO MHOTO JaHHBIX O BJIMSHUM CEPOBOJOpOJA Ha
AQHTHOKCHIAHTHYIO CHCTEMY PACTCHHH Pa3IMdHbIX
BUIIOB.



KOAYIIAEB, AACTPEB, KOKOPEB

Cmpeccogwvie pumozopmonst. B ananrammm
pacTeHuii K cTpeccopaMm Pa3jiMdHOM IPHUPOAbI 3a-
NeHCTBOBaH psin  (uroropmMoHoB: abOcmm3oBas
(ABK), cammmioBas M >XKacMOHOBasi KHCJOTBHI,
atuneH, OpaccuHocteporasl U ap. (Turos, Tama-
HoBa, 2009; Komymaes u np., 2016). Hecmotpst Ha
WHTEHCUBHOE M3y4YCHHE WX POJIH B aJanTaliy pac-
TEHHH, JaHHBIX 00 W3MEHEHWHM SHIOTCHHOTO CO-
JICPKaHUS CTPECCOBBIX TOPMOHOB TPH aJ1aNTaIin
pacTeHHiI K KOHKPETHBIM HEeOJaronpusiTHBEIM (ax-
TOpaM, B TOM YHUCJI€ K THIIEPTEPMUH, [IOKa HEI0-
ctatodHo. OJiHaKO B OONBIIOM KOJMYECTBE HCCIIE-
JIOBaHMI TIOKA3aHO TIOJOXKHUTEJIbHOE BIIMSHUE He-
KOTOPBIX U3 HUX KaK Ha TEINIOYCTOHIMBOCTh, TAK U
Ha (YHKIMOHMPOBAaHHWE AHTHUOKCHIAHTHOW CHCTE-
Mbl. OCOOEHHO MHOTOYHCIICHHbI CBEIEHHS O
CTPECC-TIPOTEKTOPHOM JACHCTBMM Ha PACTECHUS
pa3HbIX TAKCOHOMUYECKHX TPYII 3K30T€HHBIX Ca-
JIMIIOBOM KUCIIOTHI M OpacCHHOCTEPOUIIOB, KO-
TOpBbIE MOTYT HAXOAWUTh TPAKTHYECKOE TNpHMEHeE-
HHE.

[Tokazano, uTo »5ddeKkT HHIYIMPOBAHUS
TEIVIOYCTOMYMBOCTH TPOPOCTKOB TOPUMIBI e
CTBHEM CAJIMIIIOBOM KHUCJIOTHI (hDeHOMEHOJIOr Y e-
CKHM OBIJI CXOAHBIM C JIEHCTBHEM TEIUIOBOTO 3aKa-
JMBaHWS M BKIIOYAJT B Ce0sl TPAH3UTOPHOE yBEJIH-
YEHHE COIEpKaHus NEPOKCHAA BOAOPOJA B TKAHIX
Y TIOCJIEIYIOIIEE TMOBBIIIEHHE YCTOMYMBOCTH K TO-
Bpexxaaroniemy mporpeBy (Dat et al., 1998). B
HAIIMX KCCJICJOBAHMAX TOKA3aHO, YTO HHIYIHMPO-
BAHUE TEIUVIOYCTOMYMBOCTU KOJCONTWIEH MIICHU-
bl CAJMIWIOBOM KHCJIOTOM  CONPOBOXIAJIOCH
KpPaTKOBPEMEHHBIM YCWICHHEM TeHEepalud HMU
CYNEPOKCUIHOTO AHUOH-pajiKajia W TMepPOKCHIa
BOJIOPO/Ia ¥ TOCIEAYIONIMM TIOBBIIICHAEM aKTHB-
Hoctu COJl, xarana3sl M TBasKOINEPOKCHIA3bI
(Konymaes u np., 2012). Dddexrsl ycwieHus re-
Hepaimi ADK Mornu OBITh CBSI3aHBI C TIOBBIIIE-
meM Kak akTuBHOCTH HAJI®H-okcHmassl, Tak u
BHEKJIETOYHBIX (JOPM TIEPOKCHAA3bI, TOCKOIBKY
YaCTHMYHO YTHETAIMCh HMHIHOWTOpAaMH COOTBET-
cTByroIX (epmenros. IIpumedaresbHo, YTO UH-
ruouropsl HA JIOH-okcunassl o-HAQTON U MEpOK-
CUIa3bl CATMIWITHIPOKCAMOBAs KHCJIOTa 3aMETHO
YMEHBLIAIH TPOSIBICHUE TOJIOKUTEIHHOIO BIIMS-
HUS CAMIIOBOM KHCIJIOTBI Ha TEIUIOYCTOMYH-
BOCTh PAaCTHUTEJBHBIX KIETOK, YTO YKa3bIBA€T Ha
yuacte ADK kak CUTHaJIBHBIX IIOCPEIHHKOB B
peammpaimyi  GU3NONIOTHIECKUX d(PPEKTOB 3TOro
¢uroropmona (Komynaes u ap., 2012).

JloCTaTOUHO IMPOKO HCCIIEI0BAHO BIIMSHUE
Ha TEIUIOYCTOWYHMBOCTh PACTEHUA HK30T€HHBIX
OpaccurocTepomioB. [Ipu obpaboTke OpaccuHO-
CTEpOMJIaMHU 3apErHCTPHPOBAHO KaK TMOBBIIICHHE
BBDKHMBAHUS PACTEHUNA TIPH TOTECHIMAJIHHO JIeTallb-
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HOM jelicTBum runeprepmun (Singh, Shono, 2005;
Kagale et al., 2007; Divi et al., 2010; Mazorra et
al., 2011; Konynaes u ap., 2014), Tak u coxpaHe-
HUE CIIOCOOHOCTH K POCTY NPH CYOJIETANbHBIX BbI-
COKOTeMIepaTypHbix Bo3aeiicTBusix (Ogweno et
al., 2008; Hayat et al., 2010). ITox Bamsavem 24-
OBJI nokazaHo moBbIIeHHEe 0a30BOH TEIUIOYCTOM-
YUBOCTHU KJIETOK Bromus inermis, mpu stom, oiHa-
KO, OpacCHMHOCTEpOWII MEHbIIE BIWAT HAa TEIUIO-
YCTOMYMBOCTH KJIETOK, 3aKaJCHHBIX IpeJBapH-
TEJBHBIM JEHCTBHEM IMOBBIIIEHHON TEMIIEPATYpPhI
(Wilen et al., 1995). BpaccuHOCTEpOUIBI TAKKE
HOBBIIIAJIM MHTEHCUBHOCTh CHHTETHYECKHX MPO-
LECCOB Y PAaCTEHUM IPU NEHUCTBHUM BBICOKUX TEM-
nepatyp. Tak, Mo WX BIMSHAEM TIOKA3aHO TIOBBI-
menre accummusiimu CO, pacTeHUIMH TOMaTa BO
BpeMsi ctpeccoBoro BoszeivicTBua (Ogweno et al.,
2008). Ilpm »srom mocne oOpaboTku 24-
SMUOPACCUHONMMIOM OTMEYEHO TOBBIIICHAE aK-
tuBHocTH CO/l, ackopOaTnepokcuiasbl U KaTamna-
361 Ha (OHEe runeprepMud. B Hammx mccienosa-
HUSIX TIOKa3aHO, YTO IOBBIILIEHWE TEIUIOYCTOHYM-
BOCTH KJIETOK KOJECONTWIeH TmieHuIbl 24-
SMUOPACCHHONMMIAOM W 24-3MHKaCcTacTePOHOM CO-
MPOBOXKIAJIOCH YBEJMYEHHEM B HHX aKTHBHOCTHU
CO/] u xatana3sl (Konmynaes u ap., 2014). Dddex-
Thl TOJIOKUTEJIFHOTO BIMSIHUSL OpacCHHOCTEPOU-
JIOB HAa TEIUIOYCTOHYMBOCTH M AKTUBHOCTH AHTHOK-
CHIAHTHBIX ()EPMEHTOB, MO-BUIUMOMY, OTIOCPEI0-
BaHbl CHTHAJILHOM CETHIO, BKIIOYAIOLIEH B celst
A®K, kanpImii, OKCHI a30Ta W JPyrue MocpeJHu-
ku. CTpecc-npoTEeKTOpHOE BIMSHHE OpaccUHOCTE-
POHIIOB HUBEJMPOBAJIOCH JEHCTBHEM aHTHOKCH-
JTAaHTOB, 0JIOKATOPOB KaJIbIMEBBIX KaHAJIOB Pa3HBIX
THIIOB W aHTAaroHUCTOB okcuna azora (Komymaes u
Ip., 2014; Kapreu, Konymaes, 2018).
3akaiouenue

AHTHOKCUIIaHTHAsl CHUCTEMa OTHOCHTCS K
HeCHeLM(PMIECKIM COCTABIIIOLIMM PE3UCTEHTHO-
CTH pacTeHUi K JevicTBHio cTpeccopos. [Ipu srom
HEJb3sl HEOOLEHUBATH €€ pOJIb B YCTOWYMBOCTH
pactenuii k runeprepmun. OTHAM U3 TTOCTIEICTBHIA
JEUCTBUS BBICOKHX TEMIEpaTyp Ha PacTeHHs sIB-
JSIETCSL  TOBBIIIEHHE TEKYyYECTH TWIAKOWIHBIX
MeMOpaH, KOTOpoe, B CBOIO Ouepe/ib, BHI3bIBACT
ycwienne reHepammu A®K B xjopormacrtax.
Hapsay ¢ aTum, TepMOUHIYIMPOBaHHBIE (PAa30BbHIE
NepexoAbl MOrYT BBI3BIBATH HAPYLUEHUS IPYrHX
MeMOpPaHOACCOLMHUPOBAHHBIX  MPOLECCOB,  YTO
TaKKe BBI3BIBAET YCWICHHE CTOXaCTHYECKOro 00-
pazoBanusi AOK.

B 10 %€ BpeMsl, 1o KpalHEH Mepe, TIpH yMe-
PEHHOM JIMOO KPaTKOBPEMEHHOM JIEHCTBHU BBICO-
KX TeMIIepaTyp Ha PacTeHUs MPOMCXOIWUT aKTH-
Bammsi HA JI®H-okcunassl — kimodeBoro epmes-
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JKCIpeccHA TeHOE AHTHOKCHIAHTHEIX
(hepMeHTOB H (epMEHTOB, YIACTBYIOMHX
B CHHTE3€ HE3EOMOJIEKYIIAPHEIX
AHTHOKCH/JAHTOB

NuaynupoBanne aHTHOKCHAAHTHOM CHCTEMBI IeiiCTBHEM BBICOKOM TeMIIe paTyphl M 9K30Te HHBIX

CUTHAJIbHBIX MOJIEKYJL.

Iosicnenne Kk cxeme. Bwvicokomemnepamypnoe 6030elicmgue, USMeHAs COCMOAHUE TUNUOHOU YACMU
MeMOPan, uHOYYupyem omKpbiéaHie Kalbylesblx KAHAL08 U NOBbIUEHIE KOHyeHmpayul yumo3oashozo Ca". Iloo
e20 eauanuem akmusupyemcs HAJJOH-oxcudaza. ['enepupyemvlii ero cynepokcuoHvlll aHUOH-PAOUKAL Npedpauya-
emcs 6 nepokcud 8000poda noo eausnuem CO/J, akmugrocms Komopou makice yseaudusaemes. [lepoxcuo 600 o-
pooa, 83aumooelicmsysa ¢ pA0oM DeNKO8bIX CEHCOPO8, 8bI3bl8AEN IKCHPECCUIO 2eHO8 AHMUOKCUOAHMHBIX (hepme H-
MO8 U IH3UMOS, 3A0eUCBOBAHHVIX 8 CUHME3e HUSKOMOIEKVIAPHLIX anmuokcuoanmos. Illooobnvie s¢hgpexmuvl mo-
2ym Obimb BbI38AHbI IK302EHHbIM NePOKCUOOM 6000poda. Dxzoeennvie NO u H,S, geposmuo, mozym oxazvigamo
GAUSIHUE HA COCMOSIHUE KAbYUEBbIX KAHANO08 U UHOYYUPOBAMb CUSHANbHBII KACKAO, GKIIOYAOWUll 8 cebsi 00paso-
sanue HyO, u n0006HbLIL, 6bI3bI6AEMOMY MENTOBBIM 8030€UCMEUEM.

tatuBHOro uctounnka A®K. [To-Bunumomy, odpa-
30BaHHC CYTIEPOKCHITHOTO AHHMOH-PaJINKajIa
HAJI®H-okcnma3oii u €ero npeBpallieHie B TIePOK-
cun Bozmopona mon BiusiHueM COJl sBasroTcs
ycIIOBMEM ISl ()OPMHUPOBAHUS CHTHAIHLHOTO TIyjia
A®K. Ero mosBrieHre, BEPOSTHO, HHAYIMPYET aH-
THOKCHIAHTHYIO CHUCTEMY W, BO3MOXHO, JPyTHe
(hBroNIOTMYeCKUe PEeaKIMH, HEOOXOMMMBIE IS
(hopMHUpOBaHMS TEIUIOYCTOWUMBOCTH TOCTE JCii-
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CTBUA 3akanuBaromieii Temrepatypsl (Komymaes n
np., 2013). Yraerenne 3¢¢erTa TOBBIIICHUS CO-
JepKaHus TIEPOKCHIA BOAOPO/Aa B PACTUTEIHHBIX
TKaHIX C TIOMOIIBIO AHTHOKCHIIAHTOB, UHTHOWTO-
poB HAJI®H-okcunaszsl u COJ] cammaet addekr
WHITYIMPOBAHKS AHTWOKCHJIAHTHOH CHCTEMBI U
YCTpaHsSIeT TOJOKHUTEIFHOE BIMSHUE TEIUIOBOTO
3aKaJIBaHUS.
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AKTUBaIMg  AHTHOKCHIAHTHOW CHCTEMBI
MPOUCXOAUT ¢ y4yacTueM He Tonmbko ADK, HO n
OpYTUX CHTHAJbHBIX TNOCPeJHUMKOB. K TakoBbIM
MOXXHO OJHO3HAYHO OTHECTH HOHBI KaJbIMs M OK-
cun azora. Peakipst pacTeHH Ha THNEPTEPMHIO,
KaK TpaBWIO, CONPOBOXKIAETCS TPaH3UTOPHBIM
YBEJIMUEHUEM KX BHYTPUKJIETOUYHOIO COMEpPHKaHUS
(pucyHok). OHM TPSAMO WIM C y4acTHEM JPYyrHX
MOCPETHAKOB MOTYT MOJU(MHIMPOBATH OTBET aH-
THOKCHUIAHTHON cHUCTeMBl. VIMeEroTcs CcBeneHMd,
YTO OKCHJ a30Ta B PEaKIMAX HUTPOBAHUS M HUT-
PO3WIHMPOBAHKSI CTIOCOOCH HEMOCPEACTBEHHO W3-
MEHITh aKTHUBHOCTh AHTHOKCHIAHTHBIX (epMeH-
ToB. Ero addexTsr Takke Moryr OBITH onocpeo-
Banel ADK 1 noHaMu KaibIMsl U CBSI3aHBI C M3MeE-
HEHHEM DOKCIPECCHMM T€HOB AHTHOKCHIAHTHBIX
(epmeHTOB. (DYHKIMOHATILHOE B3aMMOICHCTBYC
mexay ADK, okcumom a3ora U KajdblMeM MpU UH-
JyLMPOBAHUA AHTHOKCHIAHTHOM CUCTEMBI OCTaeT-
4 ellle HeJJ0CTATOYHO HCCJIIeJOBAHHBIM.

B mociennre TOMBI TIOMYy4YEHBI CBENICHHS O
BO3MO)KHOM y4YaCTHH B aJIalTaldd K THIIEPTEPMUN
elle OJHOr0 CUrHAJHLHOIO TIOCPEIHHKAa — CEPOBO-
nopoaa (Cheng et al., 2018). B To xe Bpems ero
3 QEKTHl peanu3yroTCs B TECHOHN CBSI3U C APYTUMH
Meccenmkepamu: ADK, kanplieM ¥ OKCHAOM a30-
Ta (PUCYHOK). DTO TOKa 3aTPyAHSET BhIJCICHUE
€r0 CaMOCTOSTENLHOM POJIM KaK B aJanTaiyH pac-
TEeHHI K THICPTCPMUM, TaK M B PETYISALMA aAHTU-
okcunaHTHOH cuctembl. C ApPYyroi CTOPOHBI, TMO-
JIOKUTENIbHOE BIIMSIHAE JOHOPOB CEPOBOAOPONA Ha
(YHKIMOHMPOBaHUE STOM CHCTEMBI TPH pa3iiid-
HBIX CTpECCax CBHAETEIbCTBYET O €T0 Ba)KHOM Po-
T B PEJIOKC-PETYIISIIHN.

B psage pabor mpomemMoHCTpUpOBaHa CBSI3b
MEXIy YCTOWYMBOCTBIO PACTEHHH K THIIEPTEPMHUN
1 MOKa3aTEeIMH aHTHOKCHIAHTHOM aKTHBHOCTH. B
TO K€ BpeMs1 aHTHMOKCUIAHTHAsI CUCTEMA SIBILIETCS
MHOT'OKOMIIOHEHTHOH, a €€ IoKa3aTesH IPU CTpec-
COBBIX U JIPYTUX BO3AEHCTBUAX MOTYT U3MEHATHCS
BeCbMa JMHAMHYHO. BeposTHO, MMEHHO 3THUM
00BSICHIETCSl TIOKa3aHHOE B HEKOTOPBIX padorax
OTCYTCTBHUE CBSI3U MEXIY OTIEJIbHPIMH MOKa3aTe-
JSIMU aHTHOKCHIAHTHOM aKTUBHOCTH M YCTOWY M-
BOCTHIO pacTeHHii K runeprepmMun (cMm. 0030p: Ko-
nymaes, 2016).

YCTOMUHMBOCTD pPAacTCHUMA K THIEPTEPMUU
MOXET OBITh MHIYIMPOBAaHA HE TOJILKO MX 3aKaJIH-
BaHHEM YMEPEHHO BBICOKMMH TEMIIEpaTypaMmu, HO
Y 9K30TE€HHBIM BO3ACHCTBHEM pPAa3IMYHBIX CHI-
HaJIbHBIX TOCPEJIHMKOB M HEKOTOPBIX (PUTOTrOpMO-
HOB (B 4aCTHOCTH, CAJIMLIIOBON KHCIIOTHI U Opac-
cuHocTeponnioB). OOBIYHO WX TIOJIOKUTEIHHOE
BJIMSTHUE COTPOBOXKIAETCSI AKTHBALMEN KOMIIOHEH-
TOB AHTHUOKCHUIAHTHOM cucTeMbl. [Ipu sTom ecth
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OCHOBaHWS TIONIATaTh, YTO (u3HOIOTHIECKYE 3(-
(EeKTBI 3K30T€HHBIX (UTOrOPMOHOB MOTYT OBITH
OTIOCPEIOBAHbI KIFOYEBBIMH CHUTHAJIBHBIMHU MOJIE-
Kynamu U voHamu (ADK, okcumom azora, KanbLy-
eM). Takum 00pazom, BecbMa CIOXKHO, €CJIM BOOO-
e BO3MOXKHO, BBIJICJIUTH KaKOe-IM0O JcHCTBHC
9THX (DUTOrOPMOHOB, HE CBSI3aHHOE C Y4acTHEM
CUrHAJIbHBIX TOCPETHHUKOB.

B nenom, ecte OcHOBaHMS mOJNAraTh, 4TO
YCTOWYMBOCTD PACTEHNAN K TUIIEPTEPMUH M BayKHASI
€€ COCTaBILIONIAs — AaHTHOKCHIAHTHAS CHCTEMA —

MOryT OBITh MHAYIMPOBAaHBI Pa3HOOOPAa3HBIMU
BO3JICHCTBMSIMY,  BIMSIONIMMH ~ HA  PEJIOKC-
rOMEeOCTa3: 3aKallMBalOlMMHU  TeMIlepaTypamuy,

CUrHAJIbHBIMHU TIOCPETHUKAMHU WIH HMX JTOHOPAMH,
cTtpeccoBbiMU  (puroropmonamu. Ilo-Bugumomy,
TaKue MHIYLWPYIOIIME AHTHOKCHUIAHTHYIO CHUCTe-
MYy BO3JEHCTBMS BO MHOTMX CJIy4asX MOTYT IO-
BBIIIATh YCTOWYHMBOCTH HE TOJBKO K THIIEPTEPMUH,
HO U KO MHOTHM JpyIMM CTPECCOBBIM (paKkTopam,
WHBIMH CJIOBaMH, BBI3BIBATH TPOSIBICHUE KpPOCC-
tonepantHocTu (Panrokuna u ap., 2012; Komymna-
eB, 2016).

C npyroi CTOpPOHBI, B MOCTETHEE BpeMs 00-
CY)KIAIOTCs BO3MOXKHBIE MEXaHM3MBI (POPMHUpPOBa-
Hust AOK cursanoB npu KOMOVHUPOBAHHOM JieHic-
TBHUM CTPECCOPOB, B TOM UMCJIE TE€X, KOTOPbIE MO-
TYyT «TpeOOoBaTh)» TPOTHBOMOIOKHBIX OTBETOB.
Hamnpumep, npu codueTaHn TUIiepTrepMud U 3acy-
XM MOXET TMOHAaZoOUThCsl 3(QQEeKT Kak OTKpbIBa-
HUSI, TaK W 3aKpbiBaHmsi ycThull [lpennonaraercs,
YTO B 3TOM ciiydae ¢ ygactueM ADK u npyrux mno-
CpeIHUKOB (DOPMUPYIOTCS U IEpelaloTcsl B T'eHe-
TUYECKHUH ammapaT «CT€HEpUPOBaHHBIC» CHUIHAJIBI,
OTJIMYHBIE OT TE€X, KOTOpPbIE MOCTYNAIOT NpU Jeic-
TBHM  KQXKIOrO CTpecca MO  OTJEIbHOCTH
(Choudhury et al., 2017). B BO3HHKHOBEHHH TaKKX
CUT'HAJIOB 0CO00O€ 3HAYEHHE MOXKET MMETh (PyHK-
LIMOHAJILHOE B3aMMOIIEUCTBUE MEKAY KaJbLMEM,
A®K u ABK. BrionHe ecTecTBEHHO, UTO aHTHOK-
cunaHrsl, kak perymsitopsl ADK-curnanumra, Ta-
K€ MOTYT Y4acTBOBAaTh B PEAKLMSIX «Iepecedye-
HUSD» CUTHAJIOB M ()OPMHUPOBAHWMM HOBBIX CHIHA-
JIOB.

[IpaBaa, runoreTHdecKue MOIEINH OoA00HO-
ro B3aMMOJEHCTBUA OOCYXKIAIOTCS MOKa JIMIIb B
cambix obnmx ueprax (Choudhury et al., 2017).
[Mogxompl K HMX 3KCIIEPUMEHTAILHOMY OOOCHOBA-
HUIO ellle He pa3paboraHbl. B To *xe BpeMs Mo3Ha-
HUE TAaKUX MEXaHM3MOB B OyIyIeM MOXET JaTh
MHCTPYMEHT JJI IOBBIIIEHW yCTOMYMBOCTH pac-
TEHUI OZTHOBPEMEHHO K HECKOJILKUM CTPECCOpaM,
HampuMep, K THIepTepMud, 00€3BOKHBAHHUIO, 3a-
CoNleHHIO, AercTBro Y @-B 1 1pyrux cTpeccopos.
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ANTIOXIDANT PROTECTION IN PLANTS UNDER HEAT STRESS
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Antioxidant system is one of the non-specific components of plant resistance. The review examines
its role in plant resistance to hyperthermia. One of the effects of high temperature on plants is raising
membrane fluidity, which increases the probability of formation of reactive oxygen species (ROS) in
the electron transport chain of chloroplasts and mitochondria. Under the action of high temperatures
on plants, NADPH oxidase, a key enzyme generating the superoxide anion radical, is also activated.
A moderate increase in the generation of ROS along with activation of the signal network as a whole
and a transient increase in the concentration of cytosolic calcium, the intracellular content of nitric
oxide (NO) acts as a mechanism inducing the formation of an adaptive response — an increase in
antioxidant activity. The review describes the effects of changes in gene expression and the activity
of key antioxidant enzymes in plants of different species in response to hyperthermia. Special
attention is paid to the role of superoxide dismutase, which can be involved not only in antioxidant
protection, but also in the formation of the signal pool of hydrogen peroxide. The role in
hyperthermia resistance of other components of the antioxidant defense system, in particular,
glutathione, proline, sugars and polyunsaturated fatty acids of membranes, which are recently
considered as supramolecular antioxidants, is also analyzed. Characterized by methods of inducing
the antioxidant system of plants and their resistance to hyperthermia using exogenous exposure
signaling agents — hydrogen peroxide, donors of NO and H,S, as well as individual phytohormones
(salicylic acid and brassinosteroids). It is noted that the effects of inducing the antioxidant system, in
many cases, can increase the resistance of plants not only to hyperthermia, but also to other stress
factors, that is, cause a manifestation of cross-tolerance.

Key words: hyperthermia, antioxidant system, reactive oxygen species, redox homeostasis,
biomembranes, signal mediators, cross-tolerance
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AHTHOKCHJAHTHA CHCTEMa € OJHI€I0 3 HecHmeHU(IUHUX CKIAJOBHX CTiHKOCTI pocimH. B ormimi
po3mBIIaeThes i pONb y PE3UCTEHTHOCTI POCIHMH 10 Tineprepmii. OmHUM 3 HACHIIKIB Aii BUCOKHX
TeMIIepaTyp Ha POCIMHHU € MiIBUINEHHS INIMHHOCTI MeMOpaH, sike 30UIbIIye IMOBIPHICTS YTBOPCHHS
akTuBHUX QopM KucHIO (A®DK) B eNeKTpOH-TPAHCIOPTHHUX JAHIIOTaX XIOPOIUIACTIB 1 MITOXOHIpIM.
3a 7il BUCOKMX TeMIIepaTyp Ha POCIMHM TakoX BinOyBaetbcs axtuBauisi HAJI®OH-okcupasn — Kito-
qoBOro (epmMeHTy, L0 TeHepye CYNepOKCHUIHMN aHioH-paaukan. IlomipHe mocuieHHs reHeparii
A®K mopsia 3 akTHBALli€I0 CUTHAJILHOI Mepexi B LIUIOMY 1 TPAaH3UTOPHHUM MiABUILEHHSIM KOHIIE H-
Tpalii IUTO30JPHOTO KaJbLiF0 Ta BHYTPIIHBOKIITHHHOTO BMicTy okcuay a3oty (NO) Buctymae B
poji MeXaHi3My, IO IHAYKYEe (GOpMYyBaHHS aJalTHBHOT BIAMOBiAI — MiIBHINECHHS AHTHOKCHAAHTHOT
aKTUBHOCTI. B orysidi omucaHi ehexkTd 3MIiHM eKcmpecii TeHiB i aKTMBHOCTI KIIOUOBHUX AHTHOKC H-
JMAHTHUX (PEpPMEHTIB y POCIMH PI3HUX BUIIB Y BIAMOBIOS Ha Jit0 rimeptepmii. OcobmmBa yBara mp -
JUIIETECS. POJI CYNEPOKCHIUTMCMYTA3H, sKa MOXKe OYTH 3ajisiHa HE JIMIIC B aHTHOKCHAAHTHOMY 3a-
XHACTI, @ ¥ B YTBOPCHHI CHTHAJIBHOTO ITyJIy NMEPOKCHAY BOAHIO. Takok aHaNi3yeTbcs POJb B CTiHd-
KOCTI J0 TimepTepMil IHIIMX KOMIIOHEHTIB CHUCTEMH AHTHOKCHIIAHTHOTO 3aXUCTy, 30Kpema, TIIy-
TAaTIOHYy, MPOJIHY, IYKPiB 1 MOJIHCHACHYCHUX >KUPHHUX KHCIOT MEMOpaH, sSKi OCTAHHIM YacoM
PO3DIIAIOTECS K CYIPaMOJICKyJIpHI aHTHOKCHIAHTH. XapaKTepU3yIOThCS CIIOCOOHM iHIyKyBaHHS
AQHTHOKCHIAHTHOI CHCTEMH POCIHMH Ta iX CTIKOCTI 10 TimepTepMii 3a JOIOMOTOI0 €K30TeHHOTO
BIUTMBY CHTHAJIBHUX HOCEPENHUKIB — Tepokcuay BoaHro, moHopiB NO i H,S, a Takox oxpemmx
¢iToTOpMOHIB (CayIIIIOBOI KHUCIOTH 1 OpacwHOCTepoimiB). BimsHauaeThcs, MmO BIUMBH, SKi iHAY-
KyIOTh aHTHOKCHJIAHTHY CHCTEMY, y 0araTb0oX BHIAJKaX MOXYTh MiIBHIIYBATH CTIHKICT POCIIHH HE
TUIBKM J0 TimepTepMii, a W 10 iHmMWX cTpecoBux (akTopiB, TOOTO BHKIMKATH MPOSIB KPOC-
TOJIEPAHTHOCTI.

KnrouoBi ciioBa: cinepmepmis, aHmMuoKCuOaumua cucmema, aKmueHi Gopmu KUCHIO, pPedoKc-
2omeocmas, OiomMeMOpanu, CuZHALbHI NOCEPEOHUKU, KPOC-MOeP AHMHICHb
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