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Excmpemanvni memnepamypu Hasexcamov 00 Hatlbinviu
Hebe3neyHux cmpecosux abiOMU4HUX HUHHUKIB, 6Niue
AKUX HA DOCAUHU 0COOAUBO NOCUANEMBCA OCMAHHIMU
decamunimmsamu. B 0ens0i npoananizoeano Hogimui ido-
MOCmi npo Mexaizmu peuenyii cueHany cinepmepmii poc-
AUHHUMU KaimuHamu. Pozeasnymo pons gariouzayii mem-
Opan, 3MiHU CMAHY KaibYi€8Ux Kamanie ma HNOCUNEHHS
eeHepayii aKmueHux ¢hopm KUCHIO 6 CHPUUHAMMI cue-
Hanie einepmepmii. OKpemo y3a2anbHeHO 3HAYEHHS 2a30-
mpancmimepie (NO, H,S) ma ix e3aemo0ii 3 inwumu
nocepeOHUKamil 8 MpPAHCOYKUYii CUCHANIE MeNna08020 cHipe-
¢y 0o adpa kaimunu. Illpoananizoéano poav KAOH08UX
mpanckpunyiunux @axkmopie (HSF, MBF, NAC ma
WRKY) 6 adanmauii pocaun 00 8UCOKUX memMnepamyp.
Y3aeanvneno cyuacni ysenenns npo mexawizmu axmueauii
i QyHKYIOHY8AHHA OCHOBHUX NPOMEKMOPHUX CUCMEM, W0
3abe3ne4yromov cmilkicms pocaun 00 einepmepmii (cum-
me3 OiAKi6 mMenn06020 WOKY, AHMUOKCUOAHMHA | OCMO-
npomexkmopHa cucmemu). Hasedeno npuxaaou eenemuu-
HO20 NoAINWeHHs MenaoCMIUKOCmi POCAUH WASXOM MPAHC-
hopmauii eenie, npuuemHUx 00 KOHMPOAIO BKA3AHUX CUCTEM.

Karouoei caosa: cinepmepmisa, menasocmiiikicmos pocauH,
ceHcopu mennogoeo cmpecy, Kaavyit, ADK, eazompanc-
Mmimepu, gpakmopu menaosoeo woxky (HSF), 6irku menao-
6020 woky (HSP), anmuokcudanmua cucmema.

Betyn

ExkcTpeManbHi Temnepatypu Hajexarb 10 hak-
TOpIB, SIKi HalOUIbII Pi3KO i CUJIBHO BILIUBAIOTh
Ha pOCJIMHU 0e3 OOMeXeHb BHYTPIlLLIHbOKJITUH-
HUMU Oap’epamu. 3a YMOB TillepTepMil YIIKOM-
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>KEHHSI 200 3aruOesib KJIITUH MOXYTh CTaTUCST BIIPO-
JIOBX KiJIbKOX XBWJIMH, 110 MOXE MPU3BECTU 10
KoJIarncy KiitTuHHO1 opranizaitii (Wahid et al, 2007).
Bucoka cTpecoBa TeMIiepaTypa IOpPYLIYE CTaOUIb-
HICTh MeMOpaH, OiJIKiB, CTPYKTYpPY LIMTOCKENETY i
MOJIYJIIOE Mepedir (hepMEeHTaTUBHUX peakliil, me-
pPELIKOMXKAI0YM OCHOBHUM (Pi3i0JI0TIYHUM IIPOLIC-
caMm, i cTBoproe MeTaboiuHuil nucdanaHc (Suzuki
et al, 2012; Xalxo et al, 2020). Ha ¢izionoriunomy
PiBHI BIUIMB HaAMipHO BHUCOKUX TeMIIepaTyp IIpU-
THiYy€e IPOPOCTaHHSI HACiHHS, iHTIOYE picT poc-
JIMH, 3HUXYE e(DEeKTUBHICTb BUKOPUCTAHHS BOIM.
HeratnBHuii BIiMB rinepTepMil 3yMOBJIEHUI Ta-
KOX TIOpYILIeHHSIM (DYHKIIIOHYBaHHSI (POTOCUH-
TETUYHOI'O arnapary, OKMCHIOBaJbHUMMU IOILIKO/I-
JKEHHSIMU XJIOPOILJIACTIB, IIPUCKOPEHUM CTapiH-
HSIM JIMCTKIB. Y KiHILIEBOMY IIiJICYMKY BHUCOKO-
TeMIEPaTypHUIl CTpeC MOpYLIYyE PEenpOayKTUBHI
(yHKUIi i CIpUYMHSIE 3HUXKEHHSI BpPOXKAWHOCTI
KyJbTypHUX pociauH (Datir, 2020).

Yacrora BUHUKHEHHS TEIJIOBOIO CTPecy B OC-
TaHHI JIEeCSATUJIITTS ICTOTHO 3pociia yepe3 100aib-
Hi 3MiHu kiimaty (Verma et al, 2020). 3rigHo 3
Pi3HUMU MPOrHO3HUMM MOIEJSIMU, BXE 10 Cepell-
WHU HUHILIHBOTO CTOJITTS CEPEeAHsT TeMmIepaTypa
Ha TIIaHeTi MoxXe 3pocTy Ha 3—6 °C, 110 3HAYHO
301JIblIYE WMOBIPHICTh TEIUIOBUX YILKOIXKEHb POC-
JuH (Mohapatra, 2019). Bxe HUHI TeruioBUid cTpec
BBAXKAETbCS OTHMM 3 OCHOBHMX OOMEXEHb, IO
BIUIMBAIOTh Ha IJI00AJbHE MOLIMPEHHST POCIUH Ta
BPOXKANHICTh CUTbCHKOTOCMOJAPCHKUX KYJIbTYP Ha
cBiToBOMY piBHi (Ali et al, 2020). Tomy po3yMiHHS
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MEXaHi3MiB PO3BUTKY aJalTMBHUX peakliii poc-
JIMH Ha TiNnepTepMil0 Ta BHECOK OKPEMMX CTpec-
MPOTEKTOPHUX CUCTEM B 1X TEIJIOCTIMKICTh HEOO-
XigHi IJIST BUSIBICHHSI MapKepiB CTIMKOCTI, KOTpi
MOXYTh OYTM BUKOPMCTaHi B CEJCKIIil, IS 1Iijie-
CIIPSIMOBAHOI PO3p0o0OKM (Pi3i0NOTIYHNX MPUITOMIB
3 iHAYKYBaHHS 1X PE3UCTEHTHOCTI Ta IPU T€HHO-
IHXKEHEPHOMY TMOJIMIIEeHH] CiIbChKOTOCIOAapCh-
KUX KYJIbTYD.

Anarnraliisg i CTIMKICTb POCIIMH 10 BUCOKMX TEM-
neparyp — CKJamHe OiojIoriuHe sSIBUILE, OB’ sI3aHe
31 CIIPUAHSTTSM TilepTepMii, TPaHCAYKIIE€IO CTpe-
COBMX CUTHaJIIB, 3MiHaMM eKcIIpecil reHiB Ta ¢dop-
MyBaHHSIM (piziosnioro-6ioximiunux Bimmosigeit (Li,
2020). OctaHHIMM poKaMy HaKOMWYEHO YUMAJIO
JJaHUX CTOCOBHO MPOILIECIB, KPUTUYHO BaXKIMBUX
IUIST BVDKMBAHHSI POCIMH 3a YMOB TiIllepTepMii,
30KpeMa, 3MiH KaJlbLi€BOTO CTATyCy KJITHUH, pe-
JIOKC-TOMEOCTa3y, ydacTi Tra30TpaHCMITEPIB y Me-
pelayi CTpeCcOBUX CHUTHAJiB, CUHTE3y CTPECOBUX
oinkiB Tomo (Li, 2020; Singh et al, 2020; Verma
et al, 2020; Yadav et al, 2020; Devireddy et al,
2021). IIpote, He3BaxXKarOUM Ha PeryJsIpHUIN BUXi
OLJISIIOBUX POOIT, MPUCBAUYCHUX Pi3HUM acrleKTaM
ajanTallii pocJiuH J0 eKCTpeMaJlbHUX TeMIlepaTyp
(Li et al, 2018; Li, 2020; Yadav et al, 2022), nu-
TaHHSI MPUYMHHO-HACTIIKOBUX 3aB’sI3KiB MiX Tie-
peJliueHuMM TpoliecaMu, (PyHKIIOHaJIbHOI B3ae-
MOZii MiXK OKPEMUMMU CTPEC-TIPOTEKTOPHUMMU CHUC-
TeMaMM 0araTo B UOMY 3aJIMILAIOThCS BiIKPUTUMMU.
Ha ix anami3 i cnpsgMoBaHUiT JaHWI OTJISI.

Penenuis i Tpancaykuis
B FeHETHYHUI1 anapaT CUTHAJY TEMJIOBOIO CTpecy

Cencopu mennogoeo cmpecy. Pocnunu cripuii-
MAalOTh 30BHillIHI i BHYTPILIHbOKJIITUHHI CUTHAIU
3a JIOIOMOTOI0 CTPYKTYpPHMX (TaKMX SIK KJIITMHHA
CTiHKA, IJIa3MaTUYHA MeMOpaHa, LIMTOCKEJIEeT i
opraHejau) Ta MoJeKyaspHux (Oiiku, ¢docdori-
iy Ta iHIII MaKpoMoJieKyaun) ceHcopiB (Dickin-
son et al, 2018; Sajid et al, 2018). 3arasom 11a3-
MaTMYyHa MeMOpaHa BBaXKa€TbCsl OCHOBHUM CEH-
COpOM Tineprepmii, Bia (pyHKIIOHYBAHHS SIKOI 3a-
JIEXXUTh MPOSIB KOHCTUTYTUBHOIL i (pOpMyBaHHSI iH-
JyKoBaHOi TeriocTiiikocTi pociuH  (Li, 2020).
3MiHa (i3MYHUX BJIACTUBOCTEl MeMOpaH (HacaM-
nepen, IUIMHHOCTI) MOXe 3aIlycKaTu Meperavyy
curHaniB Ca’?" y uuroruiasmi ta iHIyKyBaTu €KC-
Mpecio TeHiB, 0e3mocepeHbO MOB’SI3aHUX 3i CTiii-
KICTIO 10 BUCOKMX TEMIIEpaTyp, TaKUX SIK (DaKTopu
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terutoBoro 1oky (HSF, Bim heat shock factors)
Ta Oiku TerioBoro 1oky (heat shock proteins —
HSP) (Yadav et al, 2022).

3MiHM KaJIbLIIEBOIO TOMEOCTa3y, 3yMOBJICHI BIUIA-
BOM BUCOKHUX TeMIIepaTyp Ha MeMOpaHHU, MOB’SI3y-
IOTh TIEpeayciM 3 BIiIKpMBaHHSIM cCITeIU(IiYHNX
TepMouymIMBUX KajblieBux KaHaiiB CNGC (cyc-
lic-nucleotide-gated ion channels) (Saidi et al,
2009; Finka, Goloubinoff, 2014) (puc. 1). BoHo
BiIOYBa€ThCSl BHACTIIOK (piIroimm3ariii JIimigHol yac-
tuHU MemOpaH (Li et al, 2018). € BigomocTi, 110
yepes3 TaKi KaHaJIM 10HW KaJbLil0 MOXYThb TTPOHM-
KaTu B LIMTO30.1b 3i WBUAKICTIO 10 MKMOJIB/(KaHa
¢) (Li, 2020). I'enom Arabidopsis thaliana micTuTh
20 reniB CNGC. IIpunyckaiots, mo pizHi CNGC
MOXYTh OYTH «HaJallITOBaHi» Ha Pi3Hi TeMIepary-
pu (Li et al, 2018). BomHoyac HeMae OIHO3HAYHUX
nokxasiB, mo aktusauig KaHamiB CNGC € 6e3mno-
CepeHIM HACIiAKOM 3MiHM IUIMHHOCTI MeMOpaH
i BIJIMBOM BMCOKOI TemmepaTypu. [Ipu 1pomy
Bizomo, 10 akTuBHicTb CNGC-KaHaJliB MOXe pe-
TyJIIOBaTUCS ¥ iHIIMMU YWMHHUKAMU, 30Kpema,
KaypMonyimiHoM i TAM® (Gao et al, 2012; Li et al,
2018). ITpumitHO, 110 3pocTaHHsd BMicTy TAM®
B LIUTO30J1i TAKOX € AYyKe PaHHbOIO peakili€lo Ha
TerioBuii crpec. Tak, B KilituHax Arabidopsis BOHO
3aikcoBaHo Bxe 4yepe3 60 ¢ micas Ail BUCOKOL
temrieparypu (Gao et al, 2012). Takum 4yuHOM,
nutaHHg 1po 1e, yu € CNGC nepBMHHUMU CEH-
copaMu BUCOKOI TeMIlepaTypU, 3aJUILIAETHCS Bifl-
kputuM (Li et al, 2018).

IMopsin 3 KanbLi€eBUMU KaHajllaMU y CIIpUii-
HSITTI CUTHAJIy TEIUIOBOTO CTPecy MOXYTb OpaTu
y4acTb CHUCTEMHU, IO TeHEPYIOTh aKTUBHI (opMU
kucHioO (ADK). o ADK HamexXuTh CYKYITHICTh
¢opM KHCHIO, 110 B3aEMHO MEPETBOPIOKOTHCS i
BiApI3HSIOTBCSI BMCOKOIO pPeakliifHO 3JaTHic-
TIO Ta KOpOTKUM 4acoM icHyBaHHs (Gill, Tuteja,
2010). HaiiGinbliMM CUTHAJIBHUM TIOTEHILiaJOM
BUPI3HSIETHCSI MEPOKCU BOAHIO, MOJIEKYJU SIKOTO
MaloTh BiTHOCHO TPUBAJIMI 4Yac XUTTS B 0iojo-
TIYHOMY CEpEeHOBMINI i 3AaTHI MPOHUKATU Yepe3
MeMOpaHu 3a goroMoror akBanopuHiB (Tian et
al, 2016) (puc. 1).

Y po6oti Choudhury ta cmiBaBt. (2017) BUIi-
sieHo nBi rpyrmm mkepen ADK: (1) yrBopeHi BHa-
CJIiIOK MopylIeHb MeTabO0JiYHOI aKTUBHOCTI MpU
cTpeci i (2) reHepoBaHi aJisl 3a0e3IMEeUeHHSI CUT-
HaimbHUX mporieciB (puc. 1). OmHak, i rpymm ADK
PI3HOrO MOXOMXKEHHSI MOXYTbh BIUIMBAaTU Ha BMiCT
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Puc. 1. Tpancaoykiiist curHajty TEIUIOBOTO CTpecy i popMyBaHHS afallTUBHOI BilIlOBiAi pocinHHUX KinituH. RBOH —
katanitnuHa cyoonununss HAI®H-okcupasn; CNGC — Kajbli€Bi KaHajau, YyTIUBI A0 LUKIIUHUX HYKJICOTH-
niB i 3min Temneparypu; ®@JI C — docdoninaza C; 1P, — inosuron-1,4,5-dpocdar; EITP — engonnasmatnaHmit
petukynaym; MIT — mitoxonapisi; XJI — xmoporuiact, MAP-kiHa3u — MiToreH-akTHBOBaHi MpoTeiHkKiHazu; Td —
TpaHcKpuIuiitHi pakropu, HSP — 6inku terioBoro moky; AOC — aHTMOKCUIAaHTHA cUCTeMa

OIHE OJHOTO i HaBiTh MEPEMIIyBaTUCSI MiX KOM-
MapTMEHTaMU.

3a yMOB rinepTepmii MigABUILYEThCSI INIMHHICTh
TUJIAKOIMHUX MeMOpaH, BiIOYBA€ThCS pO3Iaja OK-
peMux OUIKIB y KOPOBOMY KOMILIEKCI MeMOpaH i
mopymyetbest pobota dortocuctemM (DC), ocob-
auBo ®C II (Bernfur et al, 2017). Ii Haii6inbm

70

YyTJIMBOIO A0 HarpiBaHHS JaHKOI € Mn-BMic-
HuUii KomIuieKe BuaiieHHsT kucHio (Kreslavski et al,
2012). ®C I criiikimra a0 mii MKiTMBAX TeMIlepa-
Typ Ta iHIIMX HECHPUSTIUMBUX (haKTOPiB cepeno-
puiia nopiBHsgHO 3 DC II (Moustaka et al, 2018).
Bixpmie Toro, xoua moTik enekTpoHiB Big PC 11
no ®C 1 3a TOMIpHO BHUCOKHMX TeMIIepaTyp 3HU-
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JKYETHCSI, BOMHOYAC aKTUBYETHCS LIMKIIIYHWIA TpaHC-
mopt enektpoHiB y ®C I (Agrawal et al, 2016).
3a il BUCOKUX TeMIepaTyp eJIeKTPOH-TPAHCIOPT-
HUI JIQaHIIOT XJIOPOILJIACTIB MOXe pO3’€IHYBaTU-
Csl, 110 BBAXAETHCSI OHIEI0 3 OCHOBHUX MPUUMH
nocriieHHs reHepartii ADK mpwu rireprepmii (As-
thir, 2015) (puc. 1).

Opnak yrBopeHHsS ADK 3a TerioBoro crpecy
MOCUJTIIOETLCS HEe JIMIIE Y XJoporuiacTax. Takox
MOXJIUBE TIOCUJIEHHSI CTOXaCTMYHOI'O YTBOPEHHS
A®K y mitoxoHmpisix Ta mepokcucomax (Choud-
hury et al, 2017). 3 iHmoro OOKy, MOMipHUI
TEIUIOBUIM CTpec MOXe iHAYKYBaTU YTBOPEHHS
A®DK 3a nonomororo HAJI®H-okcunasu, Jjioka-
JIi30BaHOI y ria3MaTUuHiii MmemoOpani (puc. 1). Lle
BiIOYBAETHCSI TIPOTITOM TEPIIUX XBUJIWH ITiCJIS
TEIUIOBOTO BIUIMBY $SIK Y 3€JIeHUX, TaK i B €Tio-
npoBaHux pociauHax (Kolupaev et al, 2013; Yao et
al, 2017). INpore HAA®H-okcunaza, mpuHaitMHi
MOKM 10, HE PO3IJISIAETbCs SIK Oe3MocepenHiii
CEHCOp TEeIUIOBOTrO CTpecy, Xoya OTPUMaHO J0-
CTaTHBO JOKAa3iB 11 y4acTi B iHAYKYBaHHI MpoOIie-
CiB, BaXJIMBUX 11 PO3BUTKY TEILIOCTIKOCTI poC-
JIMHHUX KJIITUH (IUB. HUXKYE).

OOTroBOPIOETHCS 1 POJIb IHIIMX MOXJIMBUX CEH-
COpIB y CHOPUUHSTTI CUTHAJy TEIJIOBOIO CTpecy.
st apabigorcucy onucaHa TepMOCEHCOPHA poJib
¢iToxpoMiB (peLenTopiB YePBOHOTO CBITJA) y Hiv-
Huit yac (Jung et al, 2016). BusiBieHo, 1o ¢iro-
xpom B (phyB) O6e3nocepeaHbo 3B’SIByeTbCs 3
MPOMOTOpPaMHU KIJIFOUOBUX TEHiB-MillleHel 3ajiexk-
Ho BiA Temnepatypu. IIBuakicTs iHakTHBaLii phyB
MPOMOpIIiiiHa TeMIIepaTypi B TEMPSIBI, 1110 TO3BOJISIE
¢itoxpoMam (PYHKIIIOHYBaTH SIK TeTLJIOBI TaliMepH,
SKi 1HTerpyoTh iH(poOpMalilo Mpo TeMmIepaTypy
BripogoBXk Houi (Jung et al, 2016). Poixb Takoro
MEXaHi3My B peakllil pOoCJIWH Ha CTPECOBY BHCOKY
TemIieparypy i (popMyBaHHI aganTUBHUX BilMOBi-
JIe 3aJIMIIAETHCS HEMOCTIIKEHOI0, X04a BiTOMOCTI
PO 3MiHM TETJIOCTIMKOCTI POCIWH BIIPOAOBX AHS
BKa3ylOTh Ha 3B’I3KM MiX MpoLecaMy CIIPUNHSITTS
pocauHaMu 3MiH cBiTia i Temmneparypu (Li et al,
2018). OTxxe, CIPUAHSATTS pOCAUHAMMU il BUCOKOI
TeMIIepaTypu BilOYBAETHCS 3a JOTTOMOTOK KOMII-
JIEKCY CTPYKTYp i MaKpOMOJIEKyJ, 110 nepedyBatoTh
MixX c00010 Y CKJIaAHil (byHKIiOHAIbHI B3aEMO-
i1, BiIOMOCTI PO SIKY iHTEHCUBHO HaKOITMYYIOThb-
¢ octanHiMu pokamu (Li et al, 2018; Li, 2020).

Kanvuieeuii eomeocmas 3a einepmepmii. Kanb-
LIl 9K YHiIBepCATbHUIA BHYTPIITHBOKIITUHHUIN Me-
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CEeHIXep Bidirpae HaA3BMYailHO BaXKJIMBY pPOJib B
rnepenadi CUrHajy TeIJlIoBoro crpecy. B pociuH-
Hux kimitnHax Ca?' 30epiraeTbcsl IepeBaXkKHO Yy
BHYTPILIHBOKJIITUHHOMY 1 MO3aKJITUHHOMY MyJIax.
Ilepimnit MiCTUTBCSI Yy BaKyoJIsIX, €HIOOILIa3Ma-
TUYHOMY PETUKYJIYyMi, MiTOXOHIPISIX, XJTOpOILJIac-
tax Ta amapari lonpmxki. Ilo3akmiTWMHHUI ITyd
KaJIbLIi0 JIOKATi3yEThCS Y KIITUHHIN cTiHLi. KoH-
neHtparis Ca?" B IMTO30J1i 3a3BUYail MiATPUMYE-
ThCS Ha PiBHI, HIZKYOMY Ha 4—35 TIOpSIIKIB Bif oro
BMICTY B 30BHIilIHIX i BHYTPilUHbOKJIITUHHNX KOM-
napTMEHTaX, 3a PaXyHOK YOT'O CTBOPIOEThCS 3HAY-
HUI rpamieHT ioro koHueHtpauii (Costa et al,
2018; Konrad et al, 2018). fIk yxe 3a3Hauajnocs,
BBaXKa€eThCs, 110 3a Ail BACOKUX TeMIepaTyp Kajlb-
Lili HAAXOAUTh B KITMHM B MEpLIy 4Yepry depes
CNGC-kanamm. IlpoTte € BimomocTi, 1O TEIIO-
BUIA CTpEC MOXE TiABUIIYBAaTH PiBEHb 10HIB KaJlb-
wiro uwisixom aktuauii pocdoninasu C i ¢pocdo-
minasu D Ta ¢pochatuamiminosuTondocdarkinaszy,
110 MOXE€ BMKJIMKATU MiIBUILEHHSI BMICTy (hoc-
darugHoi KUCIOTH Ta iHo3uTon-1,4,5-docdary
(IP,) i, gx HacIiIOK, aKTUBALIIO KaJlbLIii-3aIexX-
HUX CUTHAJIbHUX MPOLIECiB, OB SI3aHUX 3 BiAKPU-
BaHHSM KaJIbIi€BUX KaHaliB, 4yyrauBux 10 IP,
(Mishkind et al, 2009; Verma et al, 2020) (puc.
1). Hanmpukiaa, mokazaHo, 110 KOPOTKOYACHUIA
BIUIMB TeMmepatypu 37 °C Ha pocauHU apabigorn-
CHUCY CIIPUUYMHSB 30iIbLIEHHS BMICTY B LIMTO30JIi
IP, B 2,5 paza (Zheng et al, 2012). ¥ pociuH, ne-
dexTHUX 3a reHaMu (ocdoJtinas, MopyLIyBaIocs
COPUYMHIOBAHE TiMepTepPMi€l0 HAKOMUUYEHHS LIU-
To3oibHOro Ca?* i 3HMXKyBajacs TEIUIOCTINKICTb.
IIpu ubomy, ogHaK, BapTO BiA3HAUMTH, 110, Ha
BiIMiHY Bill KJIITUH TBapuH, peuenrop IP, y poc-
JIUH JoTernep He ineHTudikoBanuit (Li et al, 2018).

BoagHouac ekcrnepuMeHTalbHI JaHi BKa3ylOTh
Ha KPUTUYHO BAXKJIMBY POJIb HAAXOMKEHHS Kajlb-
[0 B IIMTO30JIb 3 BHYTPIIIHIX i 30BHIIIIHIX KOM-
MapTMEHTIB I PO3BUTKY TeIUIOCTiiKocTi. Tak,
MoKa3aHo, 110 COPUYMHIOBAHUN KOPOTKOYACHUM
3arapTyBaHHSIM PO3BUTOK TEIIOCTIMKOCTI TIpo-
POCTKIB TIIIIEHUIII MPUTHIYYBAaBCSI Y MPUCYTHOCTI
iHTIOITOPY (ochaTHaMIiHO3UTON3AIEXKHOI (OC-
¢orainazu C HeomiumHy (Karpets et al, 2015b).
Takuit ke edekT crpuymHsiaa i oOpoOKa mpo-
pocTkiB xenatopoM Kaibllito EI'TA, 110 BKa3zye Ha
poiib y OpMYBaHHI iHIYKOBaHOI TEIJIOCTIMKOCTI
HaaxomkeHHs Ca?' i3 mosakjiaiTUHHOro myiay. B
pe3yabTaTi HaaXOIXKEHHS Kallbllilo B LIMTO30JIb
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dopmytotbesa Ca?t-curHajm pi3HOI iHTEHCHBHOC-
Ti, TPUBAJIOCTI Ta aMIUIITYAX 3aJ€XHO Bil KOOp-
IvHaLil QYHKIIIOHYBaHHS KaJbLi€BUX KaHaJiB 3
Ca?*-AT®azamu T1a Ca’>'/H*-ioHOOOMiHHMKAMU
(Li, 2020). Hapganmi 1i curHaaud AeKOAYHOThCSI CEH-
copamu Ca?*, Hacammiepen KambmonyiHoMm (CaM),
KaJIbMOJYJIIH-TIONIOHMMM OiKaMM 1 KaJIblliii-3a-
JnexHumu nporeinkiHazamu (Konrad et al, 2018;
Sajid et al, 2018; Devireddy et al, 2021). Tak, mo-
kazano, mo Ca’*/CaM-nporeinkinaza AtCBK3
bOepe yyacth y docdopriioBaHHi (pakTopy Temn-
snoBoro moky AtHSFAla (Liu et al, 2008).

AK omMH i3 CEHCOPIB KaJbIlil0 PO3TJISIAETHCS
i Tepokcugaza, y TOMY 4YMCIi 11 MO3aKJIiTUHHI
¢opmu (Plieth, Vollbehr, 2012). BBaxartoTb, 1110
MiABUILEHHS KaJbL[iEM aKTMBHOCTI i TepMoOcCTa-
OLILHOCTI TIepOKCHIa3 MOXe OyTH BaXkKJIMBOKO pe-
aKlili€lo, TMOB’SI3aHOI0 3 T'€HEepalli€l0 CUTHAJIBLHOTO
myny ADK, aHTHOKCUAAHTHUM 3aXUCTOM i 3Mill-
HEHHSIM KJITMHHUX CTiHOK. SIK CBOEpigHMI1 CeH-
cop Kaublilo Moxe posrasgatucsa i HAJIDH-
OKCMIla3a — KIIIOYOBUI (hepMEHT reHepawii cur-
HaneHux A®K. B 1misomy yepes Kajlblli€eBUl CUT-
HaJl MOXJIMBA aKTUBAllisl iHILIMX CUTHAJbHUX LLLISI-
xiB, 30kpema, ADK- i NO-3anexnaux (Kolupaev et
al, 2015b).

Tenepayis cuenanvroeo nyay ADPK 3a 0ii eu-
cokux memnepamyp. Haxommmuenns A®K mopsn
3i 3MiHAMM KaJIbIL[IEBOTO TOMEOCTa3y € IIe OOHi-
€10 IIBUIKOIO I BaXJIMBOIO KIIITUHHOIO BiAIIOBiA-
JII0 POCJIIMH Ha Trineprepmito. BcraHoBieHO, 110
micag mii 1-XBWJIMHHOIO 3arapTyBaJIbLHOTO IIPO-
rpiBy (42 °C) Ha eTioJTboBaHi TTPOPOCTKH ITIICHUILI
yepe3 5—10 XB B iXHiX opraHax 3pocTaB BMICT Cy-
MePOKCUAHOTO aHiOH-paauKala i MepoOKCUIy BOMI-
HIO, MiCJISI YOTO BiH 3HVKYBABCS A0 PiBHSI KOHTP-
omo (Kolupaev et al, 2013). IlomiOHuii edext
BUSIBJICHO i IpOTOILIACTax JIUCTKIB apabimomucy:
y BiAmoBimp Ha #ito Ttemmepatrypu 42 °C B HHUX
BimoyBanocst HakonuyeHHsS ADK 3 mikoMm uyepes
3 XB i MOJAJbIIUM 3HUXKEHHSIM 10 PiBHSI KOHT-
pomto uepe3 10 xB (Yao et al, 2017). B o6ox no-
CITIKEHHSX TTOKa3aHa 3aJIeKHICTh yTBopeHHS ADK
3a il MOMipHO BMCOKOI TeMIlepaTypy Bil aKTWB-
Hocti HAJI®H-oxkcupasu.

IMocunennst reHepanii AOK HAJ®DH-okcu-
J1a3010 Ta aKTUBallisl HAAXOMXKEHHSI KaJjbllilo B
LIMTO30JIb € HaMOULIBLI paHHIMM i B3aEMO3AJIEK-
HUMMU peakilisiMy Ha Jil0 CTPECOPiB, Y TOMY YMCIIi
rineprepmii. IIpore moci HesICHO, SIKMI 3 IIUX CHT-

72

HaniB € nepBuHHuUM (Li et al, 2018). [lesaxi
apropu posnragalote HAJI®H-okcuaasy K Mox-
JIUBUI CEHCOpP TEIJIOBOrO CTpecy, 1110 3amyCcKae
3MiHU KajblieBoro romeocrasy (Li, 2020) (puc.
1). Bigomo, 1110 €K30r¢HHUIl IepOKCHUI BOIHIO
MOXe Pi3KO 30iIbLIYBaTH KOHIIEHTPAILIO KaIbIIilo
y uurosoii (Liao et al, 2017). BogHouac Bxe 4ye-
pe3 60 ¢ micas 06poOKHM POCIMHHUX KIITUH Kajlb-
LHi€EBUM 10HO(MOPOM 10HOMILIMHOM 3apeECTPOBAHO
nocuieHHs reHepaltii AOK (Kimura et al, 2012).
Otxe, 3MiHM KaJlbli€BOIO TOMEOCTady TaK CaMo
cnpuyuHIIoTh popmyBaHHga ADK-curHany.
AxtuBauis HAJ®H-okcugasn 3a yyacTio Kajib-
Lil0 MOXe BigOyBaTHCS 3a IOIIOMOIOIO KiJIbKOX
MeXaHi3MiB. 3TiIHO 3 OHI€I0 3 Momeieil, KaabLiii
aktuBye Ca?"-3ajexkHy IpOTEiHKiHAa3y, s1Ka (oc-
(opuntoe N-KiHLEBY AiNSIHKY MeMOpaHO3B’si3a-
Hoi cyoommunii HAI®H-okcumazn (RBOH) Ta
CIIpUYMHSIE 11 KOHdOpMaLlifiHi 3MiHU, 11O CIIPUSI-
I0Tb 3B’SI3yBaHHIO 3 HEI IIUTO30JIbHOTO KOMIIO-
HeHta — Rop-6inka (I'T®asm). B pesynbrati
YTBOPIOETbCS AKTUBHUK AUMEP, 1O TMPU3BOIUTH
no mocuieHHst TeHepamnii ADK (Wong et al,
2007). Ili3nimle Ha TIpUKIagi oAHiEl 3 GopM
MeMOpaHo3B’ga3aHoi cybomnuuii HAJIDH-oxkcu-
nasu pucy (OsRBOHB) Oyno BctaHOBIEHO HasiB-
Hicth y N-tepMmiHanpHiil gimgHui EF-pyk, 1o
BKaszye Ha (popMyBaHHS AMMEpPY 3a y4acTIO Kajlb-
uiro (Oda et al, 2010). Takum yuHOM, TiABUILICH-
Hs1 aktuBHOCTi HAJMH-okcuaasu min BIUIMBOM
KaJibllilo, MMOBIpHO, MOB’SI3aHE HE TiJIbKU 3 aK-
TUBALi€EI0 HUM TIPOTEIHKiHA3W, a U 3 MPSIMOIO
B3aeMozicio ioHiB Ca?" 3 KaTaJdiTUYHOIO CYyOOmu-
Huuew. Y pobori Kimura i cmiBat. (2012) 3a-
MPOMOHOBaHA MOJEJb, 3TiAHO 3 sIKOK (ochopu-
moBanHgd RBOHD i RBOHF nepenye mpoiecy
3B>93yBaHHs Kanblito. Ilpyu mpomy ¢ocdopuito-
BaHHsI RBOH camMe co0oro ciprumnHsiE aKTUBALIilO
(bepMeHTY, 110 MPU3BOAUTH A0 MOCUJICHHS TeHe-
panii ADK, 3amisHuX y BiZKpUBaHHI KaJIbI[i€BUX
KaHajiB. HagxomkeHHs! Kajbllilo B LIUTO30Jb BU-
KMKae gonatkoBy aktusailito HAJIMH-okcunasu.
3anexHe Bim aktuBHocTi HAJIDH-okcumasu
nocuiieHHs reHepauii ADK 3a nii TemaoBoro
cTpecy HeoOXximHe mist (popMyBaHHSI aJalTUBHOI
BimmoBini pociuH. IlokazaHo, 110 CIIPUYMHIOBA-
He 3arapTyBaJIbHUM ITPOrPiBOM 3pOCTaHHS TEILIO-
CTIAAKOCTI MPOPOCTKiIB TIIEHMIII yCyBajoCsl CKa-
BEH/XKEPOM TIEPOKCHUIY BOIHIO IUMETUIITIOCEUO-
BUHOIO Ta iHribiTopoM HAJI®H-okcunasm imiga-
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3oioM (Kolupaev et al, 2013). PocauHu apabi-
JIOTICHCY, MYTAHTHi 3a TeHaMu KJIOUOBUX (opm
HAI®H-okcunasu (atrbohB i atrbohD), depes
3HIKeHU BMicT ADK Mamu HU3BKY TEIUIOCTil-
Kicth (Devireddy et al, 2021). Bapro Bin3HauuTu,
mo aktuBanii jume HAJPH-okcnmasu Hemgoc-
TaTHbO 1JIsI (DOPMYBAHHSI CUTHAJILHOIO MYJy Tep-
okcuay BoxaHo. [ yrsopennsa H,O, HeoGxinHa
cnineHa gigs HAJ®H-oxkcupasm i cynepokcu-
aucmytazu (CO) (Kumar, Rai, 2014). Iurioy-
BaHHs akTuBHOCTI COJl mieTmamurtiokapbaMaToM
HaTpilo MEPeIKOIKaI0 PO3BUTKY TEMIOCTIMKOCTI
M akTMBallil iHIIMX aHTUOKCUIAHTHUX (PEPMEHTIB
MPOPOCTKIiB MILEHULI ITiCJas TENJOBOro 3arapry-
BaHH# (Kolupaev et al, 2013).

BBaxkaetbest, mo cnenm@iudicts mii APK gk
CUTHAJIbHUX TTOCEPEIHMKIB peai3yeThCsl 1LISIXOM
perymsiii IXHbOrO pPiBHS VY PI3HUX KIITUHHUX
KOMITAapTMEHTAaX Ta 3aBISIKM YacCOBi IMHaMIlli
(Choudhury et al, 2017). IHmmumMu ciaoBamu, ix
BMICT 3MIHIOETBCS Y Yaci Ta KJITUHHOMY ITPOCTOPi.
OpHak 1i 3MiHM ©6arato B YOMY ITOB’sI3aHi 3i 3Mi-
HOIO BMICTy aHTMOKCHMAAHTIB, SIKi TaKOX pO3IJs-
IaIOThCA SIK y9acHUKM penokc-curHaminry (Kolu-
paev et al, 2019). 3okpema, BBaxkalThb, 110 Tep-
OKCHJ BOJHIO, SIKMI YTBOPIOETHCS TIPU BiAMOBIimi
POCJIMH Ha ITIOMIipHY TinepTepMilo, MOXKe aKTUBYBa-
TU LLIOHAMMEHIEe TPU Pi3HUX LUISIXU Mepeaadi CUr-
Hany ogHouacHo (Kumar, Rai, 2014): (1) TpaHc-
MOPT Yepe3 aKBaropuHU 3a0e3Meuye LIBUAKE Mpo-
HukHeHHss H,O, y BilNoBiIHMI KOMIIAPTMEHT,
JIe BiH MOXe iHIyKyBaTU CUTHaJIbHI mpouecH; (2)
H,0, momupikye moTik KajblUilo B KITUHM i,
BiIMOBiAHO, 3MiHIOE KaJblliii-iHAYKOBaHi CHUT-
HaJlbHI LUIsIXM; (3) CUTHAJIBHUI LLISIX, O SIKOTO
3ajJlydya€eTbcsl ackopOart. g pereHepailii OKMCHe-
HOi (hOopMM aroIUIaCTHOIO MyJady ackopdary BiH
MOBUHEH HAAXOAUTU B LIMTO30JIb, OCKIJIBKM aro-
IUIACT Ma€ He3HAYyHy BiIHOBHY 3MaTHICTb. BimHOB-
JIEHI Ta OKMCHEHi (popMH ackopOaTy MOXYTb cami
IiSITM K CWUTHaJbHI MoJeKyJu. binblie Toro,
B3aEMOIIIOUM 3 TIYJIOM TJIyTaTiOHY B KJIiITWHi, Je-
rigpoackop6aT Moxke 3amycKaTW iHIUI CUTHaJIbHi
nofii, ockinbku BigHoBIeHa (GSH) Ta okucHeHa
(GSSG) ¢dopMu riyTaTioHy BIUIMBAIOTh Ha €KC-
npecito reHiB (Kumar, Rai, 2014).

O6opoTHOI Moaudikalii 3a gomoMmororn ADK
i TJyTaTiOHy MOXYTb 3a3HaBaTU 3aJIMIIKU LIMCTE-
iHy Ta METiOHiHy y peryiasaTopHux Oinkax (Kemp
et al, 2008). ITpunyckaroTh, 110 (PePMEHTU HaA OC-

ISSN 0564—3783. Humonoeis i eenemuxa. 2023. T. 57. Ne 1

HOBI TiONIB MOXYTh OpaTH Y4acTh Y CUTHAJIbLHUX
npolilecax LIJISIXOM 3MiHU OKMCHIOBAJIbHO-BiTHOB-
HUX TTOTEHIIiaJliB TJIyTaTiOHY a00 TiOpeIOKCHHIB 3
HacaigKaMM JJIs1 4YyTAUBUX OinkiB-mitneHeit (Tri-
pathi et al, 2009; Noctor et al, 2014). Ilepena-
ya CHUTHAJy MOJIYJIIOETHCS 3a AOMOMOIOI 3MiH Y
cyabdrinpuibHoMy romeocrtasi (RSH, RSSR ta
RSOH) Tta pexwumi riyraTioHyBaHHSI crieuudiu-
Hux OinkiB (Conte, Carroll, 2013; Pradedova et
al, 2017). doBenmeHo, mo Mimensamu mii ADK Ta
TIOJILHMX MOCEPEIHUKIB Yy KIIITUHI MOXe OyTh 0a-
rato OinkiB, 3o0kpema, MAP-kiHa3u (mitogen-ac-
tivated protein kinase), penenTopHi KiHa3u, oc-
(hatasu i TpaHckpunuiiiHi aktopu (Conte, Car-
roll, 2013). IToka3zaHo, Hampukiam, 1O S-TayTa-
TIOHYBaHHS OKpPEMMX TPaHCKPUILIHMUX (haKTOPiB
MOXe TMpurHivyBatu ix 3B’s13yBaHHs 3 JTHK (Pu-
lido et al, 2009).

OTpUMaHO eKCIIepUMEHTaJbHI JOKa3u PoJii
ceHcopiB ADK y peryidaiii aganTUBHUX peakIiliid
pOCJIIMH Ha niio TerioBoro crpecy. Tak, Cys-06a-
rati peuenropornofioHi kiHazu (CRK), Ser/Thr-
nporeinkiHaza (OXI1), TpaHckpumniiiiHi ¢akTopu
BIAMOBiAI Ha TEIJIOBUI CTpecC, 30KpeMa, Taki SIK
HsfA4a, 6epyTh yyacth y ¢popMyBaHHI criemgiu-
HMX CUTHAJIiB, HEOOXiMHUX IJIST eKCHpecii TeHiB i
cuHTe3dy cTpecoBux OinkiB (Konig et al, 2012; De-
vireddy al, 2021).

Yuacmv NO ¢ mpaucoykuii cuenairy mennogoeo
cmpecy. Tlopsn 3 A@K y cUrHaIbHHUX IIpoliecax
POCJIIMHHMX KJIITWMH 3amistHi akTUBHI (popMU a30Ty
(puc. 1). JIo HuUX, KpiM KJIIOUOBOTO CUTHAJBbHOIO
rnocepeaHuKa-ra3oTpaHCMiTepa MOHOOKCHUAA a30-
Ty (NO), Hanexatb nepokcuHiTpur (ONOO),
NO, i S-nirposornyrarion (GSNO) (Corpas, Bar-
roso, 2013). NO y pociMH MOXe yTBOPHOBATU-
csl  LIJISIXOM BiZHOBJIEHHSI a0O OKHCJIHOBaHHS
(Corpas, Barroso, 2017). BigHOBHUI LLLISIX Hiepe-
0ayae BMKOPUCTAaHHS K CyOCTpaTiB HIiTpUTy abo
HITpaTy B peakiligx, IO KaTali3yloTbCs HiTpa-
TPeAyKTa3010, 3B’SI3aHOI0 3 IUIAa3MaTUYHOI MEM-
opanoro HiTpuT-NO-penykra3o i JoKajiai3oBa-
HOI0 B TIEPOKCHCOMAX KCAHTUHOKCHIOPEAYKTa-
3010 (Gupta, Kaiser, 2010).

VY pocauH MexaHi3M yYTBOPEHHSI OKCHMIY a30Ty
OKMCHIOBAJIbHUM ULIIsIXoM 3 L-apriHiHy moci 3a-
JIMIIAETHCS TIPEAMETOM IMCKYCii, OCKiIbKIA TOMO-
Jgoru NO-cunTazu (NOS) TBapuH BUSIBJICHI JIU1lIe
y 3eJIeHUX BOAOPOCTEH, ajie He Y BUIIMX POCIUH
(Li, Lancaster, 2013). HuHi BBaxa€eThcsl, 1110 Ha-
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3eMHi pocanHM He MaloTh ThItoBoi NOS TBapuH.
ITpuryckaioTh, 110 T Yac €BOJIOLIIL 1ieii TeH OyB
BTpavyeHwmii (Jeandroz et al, 2016). ¥ 3B’43Ky 3 1IUM
MUTaHHS 1IOJ0 MeXaHi3MiB L-apriHiH-3aJ1eXHOTro
cuHTe3y NO y BUILIMX POCIMH 3aJIMIIAEThCS Bifl-
kputuM (Kolbert et al, 2019; Krasylenko et al,
2019). He BUKJIIOUEHO, 1110 Y BULLIUX POCJIUH Y Te-
poxcucoMax € 0iiku, BigMiHHI Bim NOS, aje 31aT-
Hi reHepyBatu NO, BuKopucroBytoun L-apriHin
sk cyoctpat (Corpas, Barroso, 2017; Gupta et al.,
2020). Ak BaxauBi cyocTpaTtu 151 yrBopeHHs1 NO
B OKMCHIOBAJILHOMY LIJISIXY OCTaHHIM 4acoOM pO3-
IJISIIA0Th HE TUTbKM L-apriHiH, a ¥ momiaMmiHu Ta
rinpokcunamid (Hancock, Whiteman, 2014; Liu
et al, 2019). IIpunyckaroTh, 1110 Li TePEeTBOPEHHS
MOXKYTh KaTaJlizyBaTHUCSI AWU- Ta IOJiaMiHOKCHUIA-
3aMM, JIOKaJi30BaHMMU MEPEBAXHO Yy KIITUHHUX
criHkax (Saha et al, 2015).

306iablIEHHST BMICTY €HIOT€HHOTO OKCHUIY a30-
Ty y BiAIIOBiIb Ha TiMepTepMil0 ITOKA3aHO Y Pi3HUX
pocauH. Hanpukian, mig BILIMBOM TeMIlepaTypu
30 °C 3pocrae 3anexkHo Big akTuBHOCcTi NOS
BMicTy okcuny a3oty y Pisum sativum (Corpas et
al, 2008), 3a mii Temmeparypu 42 °C 30iTbLICHHS
KimbkocTi NO 3adikcoBano y Citrus aurantium
(Ziogas et al., 2013) Ta Fragaria ananassa (Chris-
tou et al, 2014). ¥ po6oti Song i cmiBaBT. (2013)
MOKa3aHO IiJBUILIEHHS BMIiCTy OKCUIY a30Ty B
JIMCTKaX PUCY 3a ABOIOJMHHOIO BIUIMBY 3arap-
TyBajbHOI Temmepatrypu 38 °C. Ilicis 3arapry-
BaJIbHOTO TIPOTPiBY MPOPOCTKIB IILIEHUII BIIPO-
JOBX 1 XB B KOPEHSX IIJBUIIYETHCS BMICT
OKCHIy a30Ty 3 MakcuMyMmMoM uyepe3 30—60 xB
(Karpets et al, 2015a). Takuii epexkT Maiike Io-
BHICTIO ycyBa€Tbhcs iHTiOiTopoM NOS TBapmu L-
NAME i yacTkoBO iHTiOITOPpOM HiTpaTpemyKTa3u
BOJIb(hpaMaTOM HATpil0, 110 BKa3ye Ha UMOBIpHY
y4acTb $SIK OKMCHIOBAJbHOTO, TaK i BiHOBHOTIO
nursgxiB cuHTe3y NO 3a fii BUCOKOI TeMIIepaTypu.

InnykoBaHa TermyuioBUM cTpecoM (yopecleH-
mis NO cnocrepirajacst y pi3HUX TUIIaX KJITUH
Nicotiana tabacum, y ToMy 4UCHi TTaJlicagHUX KJTi-
TMHaX Me30(iay Ta BCiX THIAX emigepMaJbHUX
Kki1iTiH. OmHAaK HalOUIbI paHHE 3pOCTaHHS BMiC-
Ty NO Big3Hauaiu y IUIacTUAaX 3 MOAAIbIINM
edexkroM y sapi i uurosoni (Gould et al, 2003).
BoaHouac y gesakux moclimkeHHsIX 3agikKCOBaHO
3HUXKEHHSI KUJIbKOCTI OKCHUIY a30Ty B POCIAMHHUX
KJIITUHAX 4yepe3 MEeBHUI 4Jac MicJs Ail CTPeCOBUX
yuHHUKIB (Parankusam et al., 2017). Lle moxe
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OyTM MOB’S3aHO 3 TPAH3UTOPHUM e(PEeKTOM 3pOC-
TaHHs1 Bmicty NO, 110 XapakTepHO came st
curHanbHux edekrtiB. Ha ponab okcuay aszoty y
PO3BUTKY TEIJIOCTIMKOCTI POCIMH BKa3ye yCy-
HEHHsI e(deKTiB TeIUIOBOTO 3arapTyBaHHSI IIpO-
pocTkiB miueHuli ckaBeHmkepoM NO PTIO (2-
phenyl-4,4,5,5-tetramethylimidazoline- 1-oxyl-3-
oxide), a TakoX iHTriOiTOpamMu (pepMEHTIB CUHTE3Yy
NO (Karpets et al, 2015b). 3 BUKOpUCTAaHHSIM Pi3-
HUX POCIMHHMUX OO’E€KTIB 3apeecTpoBaHEe IiIBU-
IIEHHS TEeIUIOCTIAKOCTI MiJ BIJIMBOM €K30T€HHUX
JIOHOPIB OKCHUAY a30Ty, HAMOULIBII BiTOMUM 3 SKHIX
€ HiTponpycua Hatpio (Yemets et al, 2019).

Brmus NO 9K cUTrHaJIbHOI CITOJIYKM, 3aIisTHOI
B aKTHBallii CTPEeC-MPOTEKTOPHUX CUCTEM pPOC-
JIMH, acOIIiI0I0Th HacaMmepea 31 3MaTHICTIO CIIPU-
YMHSITA TocTTpaHcasLiiiHi Moaudikauii (ITTM)
Oaratbox OiUIKiB. OZHMM 3 HaWBaXXJIWBILIUX ST
perysuii KJIITUHHUX MpolieciB MexaHi3MiB NO-
moaudikalii OiKiB € S-HiTpo3yBaHHSI — KOBa-
JIeHTHe npuegHaHHg rpyrmu NO go -SH-3annimkiB
LUCTeIHY 3 YTBOPeHHsIM S-HiTposoTiony (SNO)
(Mishra et al, 2021). S-HiTpo3yBaHHSI — 00OpPOT-
HUI Mpolec, IKUK € KIITMHHUM MepeMUKauyeM,
1110 JIO3BOJISIE PEryJIroBaTU (PYHKIIOHAJIbHY aKTUB-
HICTh IIJTbOBUX OiJIKiB.

Inmum Mmexanizmom IITM 6inkiB mig Brum-
BoM NO € peaxilig HITpyBaHHSI 3aJIMILKIB TH-
posuny. Lleit mpolec 31iliCHIOETBCS B OCHOBHOMY
nepokcuHiTpuroM (ONOO™) Ta pagukajloMm Ii-
okcuny asory (NO,) (Sachez-Vicete et al, 2019).
[TepOKCHUHITPUT YTBOPIOETLCS B Pe3yabTaTi peak-
mii NO 3 cymepoKCMIHUM pagukKaioM. Buciios-
JIIOETHCS MPUITYLLIEHHSI, 110 HiTpyBaHHS OiJIKiB 3a
TUPO3UHOM € OJHUM 3 MapKepiB HiTpO3aTUBHOIO
crpecy (Ischiropoulos, 2003), y ToMy umcii i y
pocaun (Lipka, Miiller, 2014). BBaxkaerbcs, 1110
HITpyBaHHSI OUIKIB € HE3BOPOTHMM IIPOIIECOM,
MpoTe Y TBapUH BUSIBICHO (DEPMEHTU ACHITpa3u
(Sachez-Vicete et al, 2019), 3Baxarouu Ha 1110,
MPUITYCKAIOTh MOXJIMBICTh IpPOLIECY AEHITpyBaH-
Hs 1y pocanH. € TaKoX BCi MiACTaBA BBaXKaTH, 1110
iy pocauH us monmdikartist € 3BopoTtHoro (Blume
et al, 2011).

IIle ompna NO-Momm@ikailis OiIKIiB — HITpO-
3yBaHHSI METaJOBMICHMX OUIKiB — BimOyBa€ThCs
npu B3aeMmomii NO 3 ioHaMU NepexiTHNX METaliB,
1110 BXOJISITh 10 CKJIaay METaJoNpOoTeiHiB, Ta Mpu-
3BOJAUTh [JI0 YTBOPEHHSI METaJlO-HITPO3UJIbHUX
KomIuiekciB. NO Moxe 3B’SI13yBaTUCS 3 Pi3HUMU
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meTanoBMicHumu 1eHTpamu (Fe, Cu, Zn) meta-
soripoTeiniB (Arora et al, 2015). ®dopmyBaHHS
METalIO-HITPO3UJIBHUX KOMILJIEKCIB  CITPUUMHSIE
000pOTHI 3MiHM KOH(opMallil OLIKIB Ta iX (PyHK-
IiOHABHOI aKTUBHOCTI (Arora et al, 2016). Jlms
baraTboX OiJKiB, Y TOMY YMCJi aHTUOKCUIAHTHUX
depmeHTiB, BctaHoBJIeHI edektn 1iei [TTM, 1o
MOXYTh TIPU3BOIMTHU SIK JO TiABUILIEHHS, TakK i
0 3HMXKEeHHs1 akTuBHOCTI (Begara-Morales et al,
2014; Yang et al, 2015). B wisoMy, KJI04OBUMU
CTpPEeC-MPOTEKTOPHUMHU peaKllisIMH, 10 iHiLlil00-
ThCS Y BiANIOBiAb Ha rineprepMito 3 yyactio NO, €
aKTUBAIlisl KOMITOHEHTIB aHTUOKCHUIAHTHOI CUCTE-
MU, HAKOITMYEHHSI HU3bKOMOJIEKYJISIPHUX TTPOTEK-
TOPHUX CITOJYK Ta TMOCUJICHHS CUHTE3Yy CTPECOBUX
6inkiB (puc. 1).

Kpim TOro, okcum a3zoTy 3alydyaEeThes 10 pery-
JISIIT CTaHy KOMITOHEHTIB IIMTOCKEJIETY 3a YMOB
TeIuIoBOro ctpecy. Hampukiiaa, BCTaHOBJIEHO, 1110
€KCITO3MIIisI MPOPOCTKiB apabdiToNCcHUCy 3a TeMIIe-
patypu 41 °C TIpu3BOANTH 10 AeTodiMepu3altii Ta
¢dparmeHTalii MiKpOTpYyOOUOK KIIITMH KOPEHiB.
BonHouac o6poOKka KOpeHiB HITPONPYCUIOM HaT-
pil0 3a yMOB TEIJIOBOIO CTpecy CIpUsiE 30epe-
JKEHHIO CTPYKTYPHOI IIUTICHOCTI MiKpOTpPyOOUOK,
TOMi SIK BUKOPUCTAHHSI CKaBEHIKepa OKCUIY a30Ty
cPTIO 3ymoBt0€ 3BOPOTHI e(eKTH, CIIPUUMHSI-
I0oUM po30UpaHHS MiKpoTpyOO4yOK, iX (pparmMeH-
Tallil0o Ta TIOBHY JEMOJIMEpU3allil0 B OKPEMHUX
xiitnHax (Plokhovska et al, 2020). MimoBipHO, 1110
OiJIKOBI €JIeMEHTU LIMTOCKEIETY BUCTYNAIOTh Y PO-
JIi OTHOTO i3 YMCEJbHUX CEHCOPiB OKCHUAY a30Ty,
i B3aemogist NO 3 HUMM MOXKe BUCTYyNaTHh OJHUM
13 MeXaHi3MiB cTa0uTi3allii pocTy i MOALTY POCIUH-
HUX KJITAH 3a yMOB TeMIIepaTypHUX CTpecCiB
(Blume et al 2011; Plokhovska et al, 2016).

Cipkosodenv i adanmauis pocaun 0o einepmep-
mii. Tlopsim 3 OKCHMAOM a30Ty BaXJIMBY pOJIb B
CUTHAJIbHUX TIpoliecax, 110 aKTUBYIOThCS Yy POC-
JIMH 3a YMOB TilepTepMii, BIiAirpae I1ue OAWUH
razorpaHcMitep — cipkosonenb (H,S) (puc. 1).
OnHuM 3 OCHOBHMX ULIAXiB cuHTe3y H,S y poc-
JIMH BBaXXA€EThCSI TIEPETBOPEeHHST L-1ucTeiHy Ha
MipyBaT 3 BUBUILHEHHSM CipKOBOIHIO Ta aMOHIIO
(Romero et al, 2013). Lls peakiisi KaTanai3yeThb-
¢ L-umcreinmecynbdrigpa3oro, sika Moxe OyTu
JIoOKaji3oBaHa B LWTOILIA3Mi, IUIACTUIAX Ta Mi-
TOXOHIpPisiX. BHecok HM3KM iHIIMX (QepMEHTIB,
110 MOXYTb Opatu yuyacth B cuHTesi H,S (D-
LHUCTeIHAeCYIbrinpasu, cyabbiTpenykrasu, B-1i-
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aHOaJlaHIHCMHTAa3U, LIMCTEIHCUHTA3M Ta KapOoaH-
rimpasu (Li, 2013; Guo et al, 2016; Zhang et al,
2016), y cTpec-iHIYKOBAaHOMY YTBOPEHHI CipKO-
BOJHIO Y POCJIMH, 3aJMILIAETHCS MaiiKe He J0C-
JKEHUM.

IToxa3aHo migBMILEHHS BMICTy CipKOBOIHIO B
KJIITUHAX 3a TPUBAJIOI JIil MOMIPHO BHUCOKMX TE€M-
nepatyp Ha pociauHu noayHuui (Christou et al,
2014) i miottony (Chen et al, 2016). ¥ KopeHsX
MPOPOCTKIB IMILIEHUL TPAH3UTOPHE 3POCTaHHS BMiC-
Ty CIpKOBOAHIO BiA3HAYaJIOCS ITiCJISI OTHOXBWJIMH-
HOTro TIPOTpiBY MpM 3arapTyBaJIbHIA TeMmepaTypi
42 °C (Havva et al, 2022). Takuii eeKT He Mpo-
SIBJISIBCSI 32 OOPOOKU ITPOPOCTKIB CKaBEHIXKEPOM
CipKOBOIHIO TilTOTaypMHOM Ta iHTi0iTOpoM L-11mc-
TeiHIecyabPTigpa3y MipyBaTOM HaTpilo.

BBazkaeTbcsi, 1110 MEpBUMHHI MOJIEKYJISIpHI eek-
™ H,S mos’a3ani 3 nepcyibdinyBaHHAM — Tepe-
TBOPEHHSIM LIUCTeiHTiONbHOI Tpynu (-SH) Ha Bia-
noBiguuii nepcyabding (-SSH) (Filipovic et al,
2018). La IITM e oGopotHoro (Mishra et al,
2021; Aroca et al, 2018). IcHye npumyleHHs,
110 mepcybgigyBaHHS IIUPOKO PO3IMOBCIOIKE-
He, i H,S Monu@ikye HaBiTh Oinblie OiIKiB, HiX
OitbI JociimkeHi y oMy miaHi APK ta NO
(Ida et al, 2014). Huni nepcyabgiaHi rpynu BBa-
JKalOThCSl BaXXJIMBUMU KOMIOHEHTAMU KJIITMHHO-
ro CUrHaJliHry: uuctein-nepcyiabdin (CysSSH) ta
nepcyiabdin rayratioHy (GSSH) BusHaHi Kito-
YOBUMM peloKc-peryasitopamu (Aroca et al,
2018). Haiibinbr momuMpeHUMM OiIkamMu, CTaH
SIKMX PETYJIOETHCS 1UISIXOM MepcyabdinyBaHHS, €
nepokcupeaokcunu (Gruhlke, 2019), ski Takox
HaJIeXXaTh 1O KJIIOYOBUX YYACHUKIB KIITUHHOI pe-
nokc-peryisuii (Kolupaev et al, 2019). ¥ Toii xe
yac AaHi, oTpuMaHi MeTomaMu 0ioiH(OpPMaTHUKH,
BKa3ylOThb Ha Te, 110 TepcysibpilyBaHHIO MOXE
migmaBaTics 10 5 % MpoTeoMy pOCIMHHOI KIIITUHT
(Cuevasanata et al, 2015).

INepcynbdinyBaHHs1, MMOBIpHO, € OJHI€IO 3i
CKJIAAOBUX I1HCTPYMEHTapil0 peryslili ekcrpecii
reHiB. Pe3yabrat TpaHCKPUNTOMHOTO aHali3y,
CBiIYaTh Mpo Te, 10 00pobOKa ex3oreHHMM H,S
CIpUYMHSIIA 3HAYHI 3MiHM B eKCIIpecii 0araTbox
reHiB y apabimomncucy. 3okpema, Ipu oOpoOIIi
H,S mocwmoeTbcs excnpecid TeHiB, 1O KOIy-
I0Tb aKTUBOBaHi CTPECOBUMU YMHHUKAMU (hpaKTO-
pu tpaHckpumii (Sen et al, 2012, Aroca et al,
2017). BuBueHHs1 eKcrpecii reHiB poCIuH TOMaTy
mig yac obpodku kopeHiB NaHS moxkazano, 1o
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5349 reHiB Oysl0 aKTUBOBAHO, a 5536 TeHIB MpH-
rHiveHo (Guo et al, 2018). V psini pocimkeHb mo-
Ka3aHo poJib CipKOBOIHIO B MoauQiKallii TiCTOHIB
Ta 3MiHi CTPYKTYpU XpOMATHHY, 10 € CKJIaJ0BOIO
enireHeTHUYHO1 peryisauii (Shivaraj et al, 2020).
IepcynbdinyBaHHsT BBaXKa€ThCST €(PEKTUBHUM CIIO-
co0OM 3axucTy OUIKIB BiJ, OKMCHIOBaJBLHUX I10-
LIKOIXEHb. Y KOMITApTMEHTaX 3 iHTEHCHBHUM
yrBopeHHsIM AMK, HampuKiam, y XJIOpoIuiacTax,
MPUCYTHSI BEIMKa KUIBKICTh Hepcynab@igoBaHMX
oinkiB (Thakur et al, 2021).

Psan mexaHi3MiB cTpec-IIpOTEKTOPHOI il CipKO-
BOAHIO HAa POCJIMHU IIPU TinepTepMii MpoaHaii3o-
BaHO B orJisinoBiit myomikauii Ali i criBaBT. (2021).
WMneTbest Ipo MOCHIICHHS! eKCIIpecii TeHiB KaTaa-
31, acKopOaTIepoKCHUIa3U, IJIyTaTiOHpeAyKTa3u,
okpemux ¢dopm COJl, a TakoX pi3HNX OiNKiB
TEIUIOBOTO 1LOKY YV MPUCYTHOCTI JOHOPIB CipKO-
BOJHIO. B ekcriepuMeHTax i3 pocaMHaMU MOJTYHU-
i ITOKa3aHO IHAYKYBaHHS IIpU OOpOOLl Trigpo-
cynbdigoM HaTpito ekcrpecii reHis HSP 90, HSP
80, HSP 70 ta akBanopuHiB y KopeHsx (Christou
et al, 2014). Takuii epekT CynpoBOIXKYBaBCS ITif-
BUILICHHSIM TEIIOCTIHKOCTI pociauMH. Y poOoTi
Cheng (2017) moka3aHo MiABUILEHHSI aKTUBHOCTI
¢depMeHTIiB ackopOaT-IJIyTaTioOHOBOro LMKIY Ta
IMOM’SIKIIEHHSI OKMCHIOBAJIbHUX MOIIKOMIKEHb POC-
JIMH TOIIOJIi B yMOBax TilepTepMil I BIJIMBOM
JIOHOPIB CipKOBOJHIO.

CurHajibHi e(eKTH CipKOBOJIHIO 32 YMOB TeM-
JIOBOTO Ta IHIIMX CTPECiB peayi3yloTbCs y Tic-
Hili B3aeMOMii 3 IHIIMMU CUTHAJbHUMHM ITOCE-
peaHuKaMmu. 30KpeMa, Kajbliil TpUUEeTHUM SIK 10
PeryJssiii CHHTE3y CipKOBOAHIO, TaK i TpaHCAYKIIil
ioro curHajiiB. BcraHoBieHO, 1110 €K30TeHHMI
KalbLil y KOHLEHTpAaLisIX, 30aHUX ITiABULIYBaTA
TEIUIOCTIMKICTh KJIITUH CYCIEH3iHOI KYJIbTYpU
TIOTIOHY, CHPUYMHSIB 30UJIBIIEHHSI BMICTY CipKO-
BOJHIO, IIOB’sI3aHE 3i 3pPOCTAHHSIM AaKTUBHOCTI
L-uucreinpecynbdrigpasu (Li et al, 2015). ITin-
BUILIEHHS TETJIOCTIMKOCTI KYJIbTYPH KJIITUH TIOTIO-
Hy nieto noHopa H,S NaHS nisemosanocs anra-
roHicTamMy Kaablilo i KaabmoaymiHy (Li et al,
2012). ¥ Toii xxe yac, cTpec-mpoTeKTOpHa Misl A0-
Hopa H,S mocuioBanacs nmpu oZHOYaCHOMY 3a-
CTOCYBaHHI KaJbliieBoro ioHogopy A23187 abo
ek3oreHHoro Ca’'. BImMB CipKOBOZHIO Ha Te-
IUIOCTIMKICTh KJITAH KOJICONITWIIIB IIIIEHUIII Ta
aKTUBHICTh B HUX aHTUOKCUAAHTHUX (PEepMEHTIB
MpakKTUYHO HE NposBIsgBcs Ipu oopodui EI'TA
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Ta iHridiTopoM (pocdorinazun C HEOMIIIMHOM, 11O
Oepe yJyacThb y peryssiilii KajblliEBOrO TOMeOCTa3y
(Kolupaev et al, 2017). IHmMMu cioBaMu, TpsMi
i 3BOPOTHI (pyHKIIIOHAJIbHI 3B’SI3K1 MiX CipKOBO/I-
HEM i KaJbILiEM BaxKJIMBi I (DOpMYBaHHS ajarn-
TUBHUX peaklliii Ha rineprepmito (puc. 1).

MMOBipHO, y 6arathboX BHUIAIKaxX y poJi MO-
CepeIHUKIB y peanidallii CUTHaJbHUX IIPOLIECIB, Y
SIKUX 3aJiTHUI CcipKOBOmeHb, BUCTymaioTh ADK.
3okpeMa, MepoKCUI BOJHIO MOXe OYTH mocepem-
HUKOM Y peaji3alil CUTHaJIbHUX e(pEeKTiB €K30-
TEHHOTO CipKOBOAHIO. Tak, CMpUYMHIOBAaHE JOHO-
POM CipKOBOIHIO Tigpocysb(digoM HaTpilo MigBU-
IIEHHS TeTJIOCTIMKOCTI KIITUH KOJICOIITUJIIB ITIIIE-
HULII, SIKOMY MepeayBajlo TPAaH3UTOPHE MOCUIICHHS
renepaiii ADK, ycyBajgocs mim Ii€l0 aHTHOK-
CUJAHTIB OYTMITIAPOKCUTONYOJY Ta AUMETUJITIO-
ceuoBuHu (Kolupaev et al, 2017). ITpu upomy mno-
Ka3aHo, 110 €K30TeHHUI CipKOBOJIEHb B KJIITMHAX
KOJICONTWIIB TIICHUIII CIPUYMHSIB 3aJIEXKHE BiI
HAJ®DH-okcuaasy yTBOPEHHS CYIEPOKCHUIHOIO
aHiOH-paavKaja i MepoOKCUAY BOAHIO.

CipkoBoaeHb IepeOyBae y ayxKe TiCHIil (yHK-
LiOHaJBHIN B3aemomii 3 okcugoM asory. Cipko-
BOIEHb MOXe Oe3rocepeHbo pearyBatu 3 NO Ta
nepokcuHitpuroM (ONOO™) (Lisjak et al, 2013).
Hacizkom Takoi B3aemMogii Oyne iX B3a€MHa Heli-
Tpajizalisi Ta ocjabJIeHHSI CHUTHaliB, a TaKOxK
nosiBa HOBOI CIOJYKH, HITPO30TioNy, sIKa camMa
MOX€ MaTu CUTHaJIbHi BiacTuBocTi (Whiteman et
al, 2006). Bzaemonia mix H,S i NO moxe Oytu
3yMOBJICHA i HASIBHICTIO Y HMX CITIIBHUX CaMTIiB
3B’g3yBaHH 3 OinkoBuMM MimeHsamu. [lepmr 3a
BCE, OKCHUJ a30Ty 3JaTHUI 3MiHIOBaTU CTaH TioJO-
BUX TPyl LJISIXOM S-HiTpO3yBaHHSI, a CipKOBO-
neHb — tepcyiabdimyBanHs (Hancock, 2019).
[MTpuknagamMu OiNKiB, CTaH SIKMX PETYJIOETHCS Ta-
KMM YMHOM, MOXYTb OyTH acKopOaTIepoKkcuaasa
(Corpas et al, 2019) Ta rmiuepanbaeria-3-docdart-
nerinporeHasa (Aroca et al, 2017).

IIle omHMM MeXaHi3MOM B3aEMOIil MiX CipKO-
BOJHEM i OKCHUIOM a30Ty € iX BIUIMB Ha CUHTE3
onvH omHoro. IToBimoMisieTbed, 10 (i3ionoriuHi
eekTH CipKOBOOHIO MOXYTh OyTH omocepem-
KOBaHi OKCHJOM a30Ty Ta HaBraku (Singh et al,
2015). InaykyBaHHS TigpoCyab(higoM HATpito TerIo-
CTIAKOCTiI TIPOPOCTKIB MIIEHUII CYNPOBOIKYBa-
JIOCSI TPAH3UTOPHUM 30iJbIIEHHSIM BMICTY TTEPOK-
CUIly BOAHIO Ta okcuay azoTy. IIpu upomy cka-
BEH/KEP IEePOKCUAY BOAHIO ITMMETUJITIOCEUOBU-
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Ha T1a iHriditop HAJ®DH-okcupasu imigazon
MOBHICTIO YCYBaJIM BILJIMB CipKOBOJHIO Ha BMICT
NO, a aHTaroHiCTH OKCHIY a30Ty ¢J1ab0 BIUIMBaIN
Ha Bmict H,O, (Karpets et al, 2020). OueBuaHo,
Yy CUTHAJIbHOMY LIJISXY CipKOBOAHIO, 1O iHIYKYE
PO3BUTOK TEMJIOCTIMKOCTi, OKCUJI a30Ty MiCTUTbCS
HIDKYE Bif IIepoKcuumy BoaHIo. B 1miomy X,
CipKOBOJEHb i OKCHJ a30Ty, MMOBIpHO, MOXYTh
IHIYKYyBaTW CHMHTE3 OAHE OMHOI0 1 BIiAMNOBIZHO
pO3TalllOBYBAaTUCh Yy CUTHAJbHUX JIAHIIOTax Yy
pisHiit mocaigoBHOCTi (Corpas et al, 2019).

Tpanckpunuiiini akTopu KOHTPOIIO
aJanTHBHUX pPeaKiliii PoCJMH HA 1il0 rineprepmii

Haiibinbina yBara B KOHTEKCTI aganTalii poc-
JIMH 10 BUCOKUX TeMMepaTyp MPUIIISIETbCS 3Mi-
HaM eKcIIpecil TeHiB i (byHKIIIOHAJbHOTO CTaHy
dakropiB TeruioBoro 1ioky (HSF), gki € aktu-
BaTopamu TpaHckpumuii reHiB HSP (Banti et al,
2010). Excnpecis HSP peryntoeTbess 3 ydacTio
MPOMOTOPHUX eJieMeHTIB TeruioBoro 1oky (HSEs)
(Yadav et al, 2020). HSE maroTh najaiHApoMHY MO-
crigoBHicTE HyKIeoTHniB (5'-AGAANNTTCT-3'),
mo € caiitom 3B’s3yBaHHs i HSF (puc. 2).
3azBuuait y Oinbiiocti BuAiB pocaiuH HSF micTs-
ThCS Y MOHOMEPHii dopmi B nurtornaasmi. Koan
POCAWHU 3a3HAlOTh BIUIMBY IMiIBUILEHOI TeMIle-
parypu, MmoHomep HSF mnepexonuth 3 murorias-
MU B SIIPO i YTBOPIOE TPUMED, 3AaTHUI 3B’SI3yBa-
ticsa 3 HSE Ta pekpyTyBaTu iHIII TpaHCKPMII-
LiliHI KOMITIOHEHTH, 110 CHPUUYUHSE EKCIPECito
HSP (Lee et al, 1995) (puc. 2).

Pizni monekynspHi ¢dopmu HSF koayrorbest
pisHumu reHamu. Hanpuxkinan, y A. thaliana mic-
tiuthesd 21 ren HSF, y pucy — 23, a y TomariB —
He MeHiue 25 reHiB (Kumar, Rai, 2014). HSF
MalOTh MONYJIbHY CTPYKTYpY, 110 Bkiatouae JTHK-
3B’SI3yBJIbHUI JIOMEH, JOMEH oJjliroMepu3alii Ta
C-xiHueBuit akTuBauiiiHuit nomeH (Peteranderl
et al, 1999). 3aranbHa 6a3zoBa cTpyktypa HSF
Ta IXHili KOHCeHCycHMI caidT 3B’s3yBaHHs JTHK
(TOOTO eJleMEeHT TeTJI0BOro 1I0KY) y Pi3HUX OiIKIB
30epiraloTbcsl. AJle Ha OCHOBI Bapialliii y LUX
Tpbox objactsx HSF pociuH po3aiisitoTh Ha Tpu
knacu (A, B i C) (Kumar, Rai, 2014). HaiiGinb-
11 BiIMIHHOCTI TMOJISATalOTh Y BCTaBLi JOJAATKOBUX
aMiHOKMCJIOTHUX 3aJIMIIKIB Y JOMEH OJIirOMepU-
gauii HSF xmacy A Tta knacy C i BiICYyTHICTb
MOTMBIB aKTUBaTopa TpaHckpumlii y C-KiHleBO-
my nomeHi HSF knacy B (Bharti et al, 2004).
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I'pymma HsfA1 BBaXka€Thcsl TOJIOBHUM PETYIISITO-
pPOM peakliii pocauH Ha TeruoBuil crpec (Fragko-
stefanakis et al, 2015). 'eHeTu4Hi JgaHi CBig4aTh,
mo HsfAla i HsfAlb Gepyrb y4yacTb B iHIyKIIil
ekcrpecii psaay reHiB HSP Ha panHiit cranii Brn-
BY TeIJIoBoro crpecy y apabimorncucy (Lohmann
et al, 2004). I'en HsfA2 excripeCcyeTbCsSl BUKIIHOY-
HO 3a YMOB TEIJIOBOIO CTpeCy i BiAIMOBiIHUIA
0inok crae pominytoumM HSF mipu Tpusamomy
ctpecoBomy BiunBi (Fragkostefanakis et al, 2015).
BcranosneHo, o exkcrnpecis HsfA2 Arabidopsis
MiIBUILYE TEIUIOCTINKiCTh MyTaHTIB hsfAla,b,d,e
(Liu, Charng, 2013).

Cnektp pociimkennx reHiB HSF y pocaun
MOCTIAHO PO3LIUPIOEThCS. Tak, MOPiBHSIHO HelaB-
HO OyB KJIOHOBaHMI i oOXxapaKTepu30BaHUI TI'eH
BcHsfAl 3 Brassica campestris (Zhu et al, 2018).
Bioindopmaniiinuii aHami3 mokasaB, 110 BiH Ha-
JIEXXUTh 10 cimelicTBa reHiB HsfA Ta HailOLIbII Tic-
Ho noB’s13aHuil 3 HsfAI iHiuux pociauH. Excrpecis
LILOTO TeHa y B. campestris MaKCUMaJbHO TOCU-
moBanach yepe3 0,5—1 rox micis il TeMIiepaTypu
42 °C. TpaHchopmaliis TIOTIOHY reHoM BcHsfAl
3HAYHO TMiABUIIYBaja TEIJIOCTIMKICTb MHPOPOCT-
KiB, 32 yYMOB TEIUIOBOTO CTpecy Yy HUX MOpiB-
HSIHO 3 JTMKMM TUIIOM BiJ3Hayajacsl BUILIA aKTUB-
HicTh aHTHOKcUAaHTHUX depmeHTiB COJI Ta nep-
OKCMJIa3¥, a TaKOX MiABUILEHUN BMICT pO3YMHHUX
ByrjeBoniB (Zhu et al, 2018). dochaimkeHHsT poui
TaHsfA6f, unena minknacy A6 HSF, B perymsmii
3aXUCHUX TeHIB y Triticum aestivum 3a yMOB TeI-
JIOBOTO CTpecy IoKasajo, L0 Lei TeH KOHCTUTY-
TUBHO €KCIIpEeCyBaBCsl Yy 3€JICHUX OpraHax, aje
yepe3 1,5 rox ekcrnosuiiii 3a Temnepatypu 36 °C
oro ekcmpecis 3poctajia Ha nmopsiaok (Xue et al,
2015). TpaHCreHHi pOCIMHM TILIEHUL 3 HaJeKC-
npecieto TaHsfAGf Binpi3HsIUCS TTiABUILECHOIO TeIl-
JocTilikicTio. BecranoBneHno, mo TaHsfA6f aktn-
By€ eKcripecito Kinbkox TeHiB HSP (TaHSPI6.8,
TaHSP17, TaHSPI17.3 i TaHSP90.1-Al) 3a Bin-
CYTHOCTi CTPECOBOI'O BILIUBY.

Mepexxa HSF y pociimH KOHTpOJIOETBHCS Ha
piBHi TpaHckpumnuii (Kumar, Rai, 2014) pi3Ho-
MaHITHUMM KOMITOHEHTAMU CUTHAJIbHOI Mepexi, y
toMy uyuciti APK. Y pocinH apabigoncucy cCUH-
te3 HSF i psmy 6inkiB TeruroBoro moky (Hspl17.6,
Hspl8.2) inaykyBaBcsl Ai€l0 SIK BHMCOKOI TeMmIle-
paTtypu, TakK i €K30reéHHOTO TEepPOKCHUIY BOIHIO;
BOJHOYAC TaKi e()eKTU yCyBaJUCsI aHTUOKCUIAHT-
HOM ackopbaTtom Ta iHricitopom HAJIDH-oxcu-
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Puc. 2. Inpykuist cuHTe3y OLUIKIB TEIJIOBOIO ILIOKY Y
pociaunHii kiituHi. HSF — dakropu TerioBoro 1mio-
ky; HSE — mpoMoropu (eseMeHTH) TEeIJIOBOTO IHOKY;
HSP — 0inku TemioBOro ILIOKY

nasu  audenineHiogoHiymom (Volkov et al,
2006). [Jobpe BiZOMO TaKOX IIPO Yy4acTb Kallb-
mito B perynsuii excrpecii HSP: moxasano, 1o
TpaHckpunuiiinnii pakrop AtHSFAla € mittenH1o
nii Ca”>*/CaM-3anexHoi nporeinkinasn AtCBK3,
sika akTuBye 1oro (Liu et al, 2008).

VYyacTh iHIIMX TPAHCKPUIILIKHUX daKTopiB
y BIAMNOBiAi pOCAWH Ha [il0 TEMJIOBOIO CTpecy
JoCTigXXeHa 3HauHO MeHIIow Mipoto. Ilpote €
MigcTaBM TPUITYyCKATHU, 1O TaKi BiIoMi TpaHC-
KpUMLilHI (aKkTopy BiAMNOBimi Ha pi3HI abiOTWYHI
crpecu, sk MBF, NAC ta WRKY, 3anmisgni i y
¢opMyBaHHI agaNTUBHUX peakiliii POCAUH Ha
rimeprepMito. Taki pe3ynbTaT OTpUMMaHi 30Kpe-
Ma 1UISIXOM JOCJiIXKEeHHSI BIUIMBY TpaHchopma-
il pOCJMH BiAITOBITHMMM T€HAaMM Ha TETJIOCTI-
Kictb. Hanpuxnan, Hanexcnpecisg rena TaMBFIc
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CIPUYMHSIIA MiABUILIEHHS TEIUIOCTIAKOCTI TpaHC-
(bopMOBaHMX POCIMH pUCY Ha pidHUX (aszax
oHtoreHesy (Qin et al, 2015). TpaHcdopmarlis
apabimonucy reHoM TaNAC2L meHu1i ToCuIo-
BaJla TEIUIOCTIMKICTh POCIUH Ta aKTUBYBajla €KC-
Mpecilo TeHiB, IMOB’I3aHUX 3 TETJIOBUM CTPECOM:
LFEA, AtHsfA3 i RD294 (Guo et al, 2015). TpaHc-
TeHHi JiHil apabimorcucy 3 TEHOM ITIIeHMIII
TaWRKY33 TakoxX TIPOSIBIISUIM ITiABMUILIEHY TEIUIO-
CTIMKICTh, IO CBiIYWTH TIPO 3aTYYECHHSI TpaHC-
kpunuiiitHux ¢aktopiB cimeiictBa WRKY B pe-
TyJSLil0 aganTtalil He Julle A0 TOoCyXu, a W 1o
rimeprepmii (He et al, 2016). BogHowac TpaHCchOp-
Mallisl TIeHuli reHoM apabigornicucy AtWRKY30
Npu3BOAMIA 0 IiABUILIEHHS aKTUBHOCTI aHTU-
okcugaHTHuX ¢epmenTtiB (COJl, kaTtama3u, ac-
KopOaTIepoKcuaa3u) i BMICTY ILYKpiB Ta 3MEH-
1IyBajla OKMCHIOBaJbHiI MOIIKOMXEHHS 3a YMOB
K Tocyxu, Tak i mii Bucokmx temmnepatyp (El-
Esawi et al, 2019).

Knitunni ananTuBHi peakuii pocauH
Ha rineprepMilo Ta iX peryJsiuis

Cunumes HSP. Macose yrBopeHHs1 HSP € Bax-
JIMBOIO XapaKTepUCTUKOIO, TMOB’S3aHOI0 3 HAOYT-
TIM TepMoTosiepaHTHOCTI pociauH (Yadav et al,
2020). Sk mpaBuio, 3a HOPMAaJIbHUX YMOB €KC-
npecig Oinbocti reHiB HSP abo BigkiroueHa
a0o 3HaYHO ocjiabjeHa, aje IIBUIAKO IHAYKYETHCS
BUCOKOTEMIEPATypPHUM IHOKOM. PocIMHU MIIeHU LI
MnouyrHaloTh cuHTe3yBatu HSP, konu TemmnepaTypa
TKaHuH nepeBuinye 32—33 °C (Kumar, Rai, 2014).
Peakuisi cuntesy HSP € tumuacoBoto, 3a3Buyaii
BOHA JOcsrae IiKy yepe3 1—2 rof Iicjsl moyaTtky
BIUIMBY TilepTepMii, 3a0e3meuyroud 3axucT Ha
«rocTpiit» ctamii crpecy (Kumar, Rai, 2014).

bijik1 TermioBOro 1IOKy pOCIMH MOAUISIIOTH Ha
m’are cimeiicte: HSP 100, HSP 90, HSP 70,
HSP 60 ta mam HSP (3 MoJeKyIsIpHOIO Macolo
<40 kHa). binku cimeiictBa HSP 100 Hanexuth
1o cynepcimeiictBa AAA-AT®a3 Ta [il0Th SIK MO-
nekyiasapHi mareponn (Bukau et al, 2006). Bouu
€KCIIPECYIOTbCSl B YMOBax He JIMIIE TerIOBOTO
CTpecy, a i OCMOTMYHOTO, COJbOBOIO, XOJOIO-
BOro ctpeciB i Hii abcuusoBoi kuciotu (Yadav
et al, 2020). binok CIpA (xa3eiHoJiTUYHA MPO-
Tea3za) OyB MeplIMM IpeacTaBHUKOM kiacy HSP
100, BusBIeHUM $SIK KOMHOHeHT ATd-3anexxHoi
npoTeas3u, 31aTHOI peaKTUBYBATHU Pi3Hi OLIKM, IO
arperylThes ITicis cuibHOro crpecy. Poas HSP
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100 y cTiliKOCTi 10 CTpecopiB BUBUEeHA Ha KiJIbKOX
Buaax pociuH: A. thaliana, N. tabacum, Glycine
max, Phaseolus lunatus, Zea mays, T. astivum, Oryza
sativa (Yadav et al, 2020). BoHu 3milicHIOIOTH Jie-
3arperauilo JeHaTypOBaHUX OiJKiB, BUKOPUCTOBY-
oun eHeprito ATO.

binok HSP 90 — monexkynsipHuii 1anepoH, BU-
SIBJICHUI y OakTepili Ta eyKapioTiB, y TOMY YMCIi
pocauH (Yadav et al, 2020). Sk i 6imoxk HSP 100,
U1 CBOro (bYyHKIIIOHYBaHHS BiH Immotpebye AT®D
(Hasanuzzaman et al, 2013). AxTtuBallis eKcripe-
cii reniB HSP 90 BusiBieHa sIK BiAIOBiIb POCINH
Ha il He JIMlIe BUCOKMX TeMIleparyp, a i rimo-
TepMii, mocyxu, Y®-B Ta iHIIMX CTpeCOBUX YMUH-
HukiB (Bae et al, 2003; Swindell et al, 2007;
Ambrosone et al, 2013; Kozeko, 2019). Moneky-
JsipHi popmu HSP 90 nokanizoBaHi B 1urornias-
Mi, Sapi, TIaCTUAAX, MiTOXOHIPisIX Ta €HAOIIa3-
MmatuyHomy petukyaymi (Krishna, Gloor, 2001).
Kpim BnachHe maneponHux ¢gynkuiii, HSP 90 Bi-
Jirpae BaxJIMBY POJib B PEryJjsiii ekcrmpecii re-
HIB CTPECOBOI BiAMNOBiAi, BBaXKalOUYWCh OJHUM i3
PeryJjsiTopiB Iepenadi CUTHAIy TEILIOBOTO CTpecy
no sapa (Hasanuzzaman et al, 2013). Heaktus-
Huit craH d¢akropa TtermioBoro moky HSFI 3a
HOpMaJIbHUX YMOB 3a0e3MeuyeThCsl 3B’sI3yBaH-
HSIM Hloro MoHoMmepiB 3 uurozojbHUMU HSP 90
(y xoornepauii 3 HSP 70). fx yxe 3a3Havaiocs,
32 YMOB CTpecCy MEepeKJIIOYEHHS 1IarnepoHiB Ha
3B’SI3yBaHHSI HEHATUBHMX OiJIKiB MPU3BOAUTH 0
BuBiabHeHHsT HSF1, ix TpuMmepu3aliii, TpaHcriopty
B saapo, 3B’g3yBaHHsa 3 HSE Tta inimiamii TpaHc-
kpunuii pisaux HSP, y Tomy uucnai HSP 90. Bin-
HOBJICHHSI OiJIKOBOrO roMeocTa3y MPU3BOAUTH 10
BuBiIbHEHHST Mojiekyal HSP 90 Tta ix peacouianii
¢ HSFI1. Ilpn 1poMy OCHOBHMM CHUTHAJIOM, IO
perymoe cuHte3 HSP, € HakonmuueHHs neHaTy-
pOBaHUX OLUJIKIB BUILIE ITEBHOI'O ITOPOTOBOIO PiBHS
(Kozeko, 2019). Ockinbku crneuudiuHe iHTiOy-
BaHHs akTuBHOCTI HSP 90 renmaHaminmHom a6o
PagUIIMKOIOM iHAYKYE TPAHCKPUIILiIO He JIvIle
HSP, a i inmmx renis, mo perymoroTtbcst HSF
(Yamada et al, 2007), uuto3onbHi HSP 90 mox-
Ha PO3IJISIIATH Y POJIi PEryJsiTOpiB 3HAYHOI YaCTU-
HU peakuiii Ha ctpec (Kozeko, 2019).

binku cimeiictea HSP 70, ax i HSP 90, nitoth
K MOJICKYJISIpDHi 1allepOHM Maiike B yCiX BUIIB
pociuH i TBapuH. BoHM MicTITh JBa OCHOBHI J0-
MeHn: N-tepMmiHanbHuil toMeH AT®asu i toMeH
3B’3yBaHHs cyocTpaty. ['oloBHMMU (GYHKIISIMUA
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HSP 70 e crabinizaliisi HOBOYTBOpeHUX OiNKiB i
MonepeXKeHHsT HEeNpaBUJIbHOTO (POJAUHTY Ta
arperaiiii, iMIopT OiUJKiB Yy KJIiTMHHI KOMMapT-
MEHTH, 30KpeMa, B MITOXOHIpil Ta €HAOIIa3Ma-
TUYHUI PETUKYIyM. 3a cTpecoBux ymMoB ponb HSP
70 nossirae HacamIiepe y 3aXUCTi CTPYKTYp Saep-
sl i pedoJAMHTY IeHaTypoBaHMX OiKiB (Sung et
al, 2001). OtpumaHi gaHi cBimuaTh MPO MPSIMUIA
3B’ 30K MiX 37aTHiCTIO pocJiiH cuHTe3yBatu HSP
70 i temmnocriiikicTio. IIpn mopiBHSJIBHOMY IOC-
JIIKeHHI  TEIUIOCTIMKOCTI JIBOX BHIIB MaJIbBU
Malva silvestris i M. pulchella 6yno BCTaHOBIIEHO,
10 CTiMKimmii Bug M. silvestris Tiicast 2-TOAWH-
Hoi ekcnosulii 3a +37 °C HakonuyyBaB B 1,3—
1,5 pa3a Ourblly KUIBKICTh iHAYHMOEIHHOI (op-
mu HSP 70 mopiBHSHO 3 MeHII CTilikum M.
pulchella (Kozeko, Rakhmetov, 2016). dna mo-
Kkasy 3axucHol poii HSP 70 y po6ori Cho i
Hong (2006) 6ynm oTpuMaHi TpaHCTEHHI POCIH-
HU TIOTIOHY, $SIKi KOHCTUTYTMBHO €KCIIpecyBaju
nigsuineHi pisHi HSP 70, NtHSP70-1. 11i poc-
JIMHU BUSIBJISUIM CTilKiCTh 10 BOJHOIO CTpecy.
3a yMOB Tporpecyiodoi rmocyxu KijibKictb NtHSP
70-1 y nmMcTKax KopedioBaja 3 IATPUMAaHHSIM
OINTUMAJIbHOTO BMicTy Boau. KoHCTUTYTHMBHA Haf-
ekcripecig rena HSP 70 BcHSP70, tpancdopmo-
BaHOro 3 B. campestris y POCIMHU TIOTIOHY, ITifl-
BUIIyBaJia iX TerulocTilikictb (Wang et al, 2016).
[TizHime edexTy MiABUILEHHS TEIUIO- i Mocy-
XOCTIKOCTi pOCIWH ILIISIXOM IMEPEeHECeHHS T'eHiB
HSP Oynu orpumaHi Ha pociIMHax pi3HUX BUIIB
(Zhu et al, 2018; Yadav et al, 2020).

HSP 60 € AT®-3a1e:KHUM IIAIIEPOHOM, 110
CHIpUsIE MpaBUJIBbHOMY (DOJIIMHIY OULIKIB, SIKi iM-
MOPTYIOTBCS B MITOXOHApii i Xyjoporactu. 3a
CTPECOBUX YMOB BiH IMOMepeaKae HermpaBUIbHE
3ropTaHHs OUIKIB 1 crnpuse pedOJAUHTY TIOJi-
nentunaiB y uux opraHenax (Yadav et al, 2020).
HSP 60 moginsgersca Ha aBi rpymm (I u 1I), mo
MaloTh CTPYKTYPHY CXOXICTb, aje BiIpi3HSIOTb-
ca nociaigoBHoctamu. I'pyma I HSP 60 3yctpi-
YAETHCS Yy MPOKAPIOTIB Ta €HAOCUMOITUYHUX Op-
raHen (MiToxoHapii, xjoporutactu). lLlg rpymna
CKJIAIA€ETBCSI 3 NBOX OKpPEeMUX OIKIB mMimciMeii-
ctBa tmarnepoHiny 60 (Cpn60) i mameponiny 10
(Cpnl0) (xowarnepoHy), 110 (PYHKLIOHYIOTh pa-
30M AT®-3anexxuum yuHom. I'pyma Il mamepo-
HiHiB icHye B 1MTo30Ji apxeil Ta eykapior (Lund,
2001). ¥V pocivH 1i 1IAanepoHiHM JIOKasli30BaHi
nepeBaxxHo y xyoporuiacrax (Yadav et al, 2020).
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Mani 6inku TerioBoro 1oky (15—42 x/la,
sHSP) € paBHiM i BenukuMm cimeiictBoM. BoHu
BUSIBJIEHi y OakTepiii, apxeil Ta eykapior (Waters,
2012). 3a cTpecoBUX YMOB BOHU MpPaLIOIOTh SIK
nepuia JiHig 3axucty. sHSP He MoxyTh pedonmy-
BaTW HEHATUBHIi OiJIKU, aje MOXYTb 3B’SI3yBaTUCS
3 YaCTKOBO JeHATypOBaHMMM OilkaMu, 3amobira-
JOYM iX HEOOOPOTHOMY pO3TOpTaHHIO abo He-
npaBuiibHiK arperauii (Mogk et al, 2003). Ta-
KOX BOHM BUCTYIAIOThb Y POJIi KOLIAMNEPOHIB IS
iHmux Bummx HSP, nacammepen, HSP 70/HSP
100. Ocoo6mmBicTio SHSP € BincyTHICTh ITOTpeOU B
AT® nna 3B’13yBaHHA OUIKiB-CyOCTpaTiB, Npu
LIbOMY BOHM MAalOTb YK€ BHUCOKY CIIOPiAHEHICTh
o JeHarypoBaHuX OUIKiB. KibKicTh MOJIEKYJISIp-
Hux ¢opm sHSP y pi3HMX BUIIB pOCIMH Bapiloe.
Tak, y apabigoncucy ix BusiBieHo 19, y pucy —
23, y Tommom — 36 (Waters et al, 2008). Lli 6ix-
KU JIOKaJIi30BaHi B LIMTOILIa3Mi abo SIapi, a TAaKOX
B XJIOporuiacTax, MIiTOXOHAPisIX Ta €HJOoIUIa3Ma-
TUYHOMY peTukyayMi (Sun et al, 2002). Pocau-
HU cuHTe3yloTh SHSP mim BrumBoMm rinmeprepmii,
OKHCHIOBAJIbBHOTO CTpecy, ITOCYXHU, COJIel TOILO
(Yadav et al, 2020).

Axmusauis anmuokcuoaumnoi cucmemu. SIK yxe
3a3Havyagocs, TEIJIOBUIN CTpeC CIPUYUHSIE TTOCU-
neHHs yrBopeHHST ADK y pizHMX KOMIapTMeHTax
i CTpyKTypax poCIMHHMX KJiTUH. Lleit edpekT BU-
KOHY€E pOJib MPUHAMMHI OTHOTO i3 CUTHAJIB, 1O
BUKJIMKA€E aKTHUBALIil0 3aXMCHUX cUcTeM. BomHo-
Yyac MOPYLICHHST OKVCHIOBAJIbHO-BiTHOBHOI PiBHO-
Baru i MpoLECiB PeAOKC-PETyJIsLil € OJHIE 3 MPU-
YMH YIIKOIKEHHS i 3armOelli KIITUH. 3BaxKaroun
Ha lie, aKTuBallis poOOTU aHTUOKCHUIAHTHOI CHUC-
TeMU PO3IJISIAETbCS SIK OJHA 3 KJIOUOBUX KJli-
TUHHUX peakliii pociuH Ha rineprepmito (Ko-
lupaev et al, 2019). 3a cyyacHUMU YSIBJIGHHSIMU,
AHTUOKCUAAHTAMM BBaXKalOThCSl OYIb-5IKi PEUOBU-
HHU, IO 3aIo0iralTh, 3aTPUMYIOTh a00 YCYBalOTh
OKMCHIOBAJIbHI MOILIKO/XKEHHS MOJIEKYIN-MilIeHi
(Halliwell, Gutteridge, 2015). 3araJibHONPUITHSTOI
Kmacudikaliil aHTMOKCUAAHTIB HeMae. AHTUOKCH-
JJaHTHa cUCTeMa TpeAcTaBleHa (pepMEHTATUBHUMU
Ta HU3bKOMOJIEKYJISIPHUMM aHTUOKcuaaHTaMu. Ce-
pen ¢depMEeHTIB 1Ii€i CUCTeMM BUIUISIOTH KaTa-
JizaTopu, 110 3HemKomkyloTh ADK (CO/l, kaTa-
Jlaza, pi3Hi mepokcuaasu); (GpepMeHTU ACTOKCU-
Kauii JimigiB (iyraTioH S-TpaHcdepasa, TyTaTioH-
MepokKcuaasza Ta iH.) Ta pereHepaTopu aKTHUBHUX
(BigHOBIEHMX) (POPM AHTUOKCHUAAHTIB (MOHOME-
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rigpoackopOaTpeayKrTasa, JeriapoackopoaTpenyKTa-
3a, TJyTaTioHpeaykTasa). OCTaHHiI pa3oM 3 acKop-
0aTIepoKCUIa3010 CKJIaJalTh ackopOaT-riyTaTi-
OHOBHUI 1IMKJI, BOHM KOOPAMHOBAHO PETYJIOIOTh
OKHMCHIOBaJIbHO-BiTHOBHUI cTaTyc KJiTUH (Manna
et al, 2021). Takox y LpOMY Tpolieci 3aisiHi Ie-
POKCUPEIOKCHHHU, 110 3MeHIyoTh B7mict H O, Ta
opraHiuHux rigponepokcuaiB (Dietz, 2011).

HusbkoMoeKyIsipHi aHTUOKCUAAHTU Y POC-
JMHHUX KJITMHAX MOpeIcTaBicHi IIMPOKUM Ha-
0OpOM XiMIYHO Pi3HOPIZHUX CITOJYK. OCHOBHUMU
cepell HUX BBaXaloThCsl acKOpOiHOBa KUCJIOTA Ta
rytation (Das, Roychoudhury, 2014). Ocran-
HiM 4acoM 10 HU3bKOMOJEKYJISIPHUX aHTUOKCU-
JIAHTIB BIiTHOCATH 1 JESIKi CHOJYKU, IJs SIKUX
AHTUOKCHUJIAaHTHA (DYHKIIiI HE € OCHOBHOIO, aje
KOTpi MaloThb BHMpaxkKeHi aHTUOKCHUIAHTHI BJIac-
TUBOCTI 1 HAKOMNWYYIOThCS Yy BiAIMOBiAb Ha il
CTPECOBUX UYMHHUKIB, 30KpeMma, IPOJiH, MoJia-
MiHM Ta po3uuHHi ByriaeBoau (Liang et al, 2013;
Das, Roychoudhury 2014; Kolupaev et al, 2022).

XapakTepuCTUKa OCHOBHHUX aHTUOKCUAAHTIB
JOCUTh JeTalbHO omucaHa B psai orsiaiB (Das,
Roychoudhury, 2014; Kolupaev et al, 2019;
Hasanuzzaman et al, 2020; Garcna-Caparrys et al,
2020). 3Baxkarouu Ha lie, MU 30C€PEeaANMOCH JIUILIEC
Ha MpUKJIaJax KOHKPETHOI y4acTi aHTUOKCHUIAHT-
HOI CMCTeMHM B ajanTallii pOCJIWH 0 TinepTepMii.

KirouoBuM (hbepMEHTOM aHTMOKCHUIAHTHOTO 3a-
xucTy BBaxaeTrbcsd COJl, sska BUKOHYE POJIb MEp-
BuHHOTO py6exky mpotm ADK (Alscher et al,
2002). EnxiMiHyIOUM CYNEepOKCUAHI paauKaiu, Lei
(bepMeHT omnocepeaKOBaHO 3MEHIIYE WMOBIpHIiCTb
YTBOPEHHSI TiIPOKCWIbHUX paauKaliB, CUHIJET-
HOIO KHCHIO, TepoKcHHiTpury Ta iHimmx A®DK,
SIKI Yepe3 BUCOKY peaklliifHy 3MaTHICTb HE MOXYTb
OyTy BupajeHi OikoBuMM Kartanizatopamu. CO/]
MpeacTaBicHa 3HAUYHOI KiJbKIiCTIO MOJIEKYJISIp-
HUX (GOpPM, B aKTUBHUX LIEHTPAX SIKMUX MOXYTh
oytu Taki Metanu gk Cu, Zn, Mn, Fe. HaitGinpi
MOIIMPEHOI0 (GOPMOIO LBOTO (PEPMEHTY Y KITiTHU-
Hax pociuH € Cu/Zn-COI (Mr 30—33 klla),
JIOKaJli3oBaHa B LIMTO30JIi, XJOpOIJIacTax, MiTO-
XOHAPisIX, TMepoKcucoMax Ta amforacTti. MeHIn
nomupeHumu € Mn-COJI ta Fe-CO/I (Alscher et
al, 2002; Gill, Tuteja, 2010).

[MinBuinenns akruBHocTi COJl 3a moMipHOI il
BUCOKMX TeMIIepaTyp 3apeecTpoBaHi Ha OaraTbox
o6’ekrax. Tak, 20-rofMHHWI1 BIUIMB TeMIIEpaTypu
45 °C Ha MOJOIi POCAMHU MIIECHUII CIPUYNHSIB
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minBuineHHs1 akTuBHocTi COJI (Hameed et al,
2012). I1pu BUBYEHHi 2—4-rOAMHHOIO BILJIUBY TEM-
nepatyp 40—45 °C Ha 35-1eHHI pOCIMHUA TIIEHM -
i aKTUBHICTb (DEPMEHTY y KapOCTilKOTo COpTy
BUSIBUJIACSI BUIIOIO, HiX Yy Hecriiikoro (Ramani,
Mandavia, 2015). ITocunenHs excnpecii reHiB Cu/
Zn-COJl i Mn-CO]Jl i akTUBHOCTiI (pepMeHTy 3a
YMOB TEIUIOBOTO CTPECY BiA3HAualocsl Y POCJIMH,
SKi paHillle 3a3Hajyd aKJiMaTU3allifHOTO BILIMBY
nmoMipHo Bucokux Temneparyp (Kumar, Rai, 2014).
Y HpopocCTKiB KYKypyA3u MpU TEIJIOBOMY CTpeci
Ta TOCYCi, a TaKOX IX MOETHAHHI BiA3HAYaIOCS
minBuieHHs1 aktuBHOCTI COJl y nucTkax Ta Ko-
pensax (Hu et al, 2010). I1pumitHo, 1110 1el edekT
yCcyBaBcsl 3a goromoroto iHiridiropie HSP 70, 1o
J03BoJIsIE TpurtyctTutu yyacts HSP 70 y perynio-
BaHHI aKTMBHOCTI aHTMOKCUIAHTHUX (PEpMEHTIB.
OpnHak He SICHO, YM ITOB’I3aHi TaKi e(peKTH 3 oro
LIAMIEPOHHOIO JIi€I0 HAa MosieKyau dhepmeHTy. Poc-
JIMHU TILIEeHULi, TpaHc(hOpPMOBaHI T€HOM TpaH-
ckpunuiitHoro ¢axkropa AtWRKY30 apabigon-
CUCY, BUSIBJISLIM BUILY TETUIOCTIMKIiCTh, PE3UCTEHT-
HICTh 1O OKMCHIOBAJbHOIO CTPECy i MiABMILECHY
aktuBHicTe CO/Jl (El-Esawi et al, 2019).

JIoCUTh TUMOBOIO peaKIli€l0 Ha MOMIpHY Iil0
BUCOKUX TeMIIepaTyp € MiIBUILEHHSI aKTUBHOCTI
(epMeHTIB, 1110 3HEIIKOMKYIOTh TEPOKCUI BOIHIO.
Tak, mokazaHO 3pOCTaHHSI aKTUBHOCTiI Karajas3u
Yy TEIUIOCTIMKUX COPTIB MILEHUII TP TillepTepMil
y ¢akTtopocTtaTHUX ymoBax (Sairam et al, 2000;
Gupta et al, 2013). BogHouac MoBiZOMIISIETbCS i
MPO 3HMXXEHHSI aKTUBHOCTI KaTajla3u y POCIUH
MIIEHULII 32 YMOB CHUJBHOTO TEIIOBOTO CTpecy.
HesBakaroun Ha 1€, y TEIJIOCTIMKMX T€HOTUIIIB
a0COJTIOTHI BEJIMYMHU aKTUBHOCTI (pepMeHTy Oy
BUILIMMU, HiX y HecTiiikux (Hameed et al, 2012).
3a yMOB BIUIMBY TEIJIOBOTO CTpecy B Mepiof IMics
LBITIHHS Y >KapOCTIMKWUX COPTIB IIIEHUII TaKOX
aKTUBHICTh KaTajla3u Oyjia BUIIOIO MOPIBHSIHO 3
MeH1 criiikumu (Gao et al, 2021). ITonidbHa kap-
TUHA Bil3HAY€HA i Y POCAWH MIIEHMII Pi3HUX Te-
HOTHUIIIB, 1O ITiIIaBajucCs Mii TEIJIOBOTO CTPECy
Ha cragii kojociHHg (Igbal et al, 2015). ITinBu-
IIIEHHS aKTWBHOCTI KaTaja3u 3a il TeMreparypu
45 °C moka3aHO y MOJIOAMX POCIUH KyKypyI3Hu
(Yiizbasioglu et al, 2017).

I'eHHO-i1HXXKEHEpHI MaHIIyJIsLii, 110 MiABUIILY-
I0Th aKTMBHICTb KaTaja3u, MO3WTUBHO IMO3Haya-
JIMCS Ha TEIUIOCTIMKOCTI pocauH. Tak, pocauHu
apabigornicucy, TpaHc(hOpMOBaHi TeHaMu KaTajia3u
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opoxoJti (BoCATI1i BoCATZ2), manu B KijbKa pasiB
BUILY aKTUBHICTb (DepMEHTY, HiXK POCIMHU AUKO-
ro TUITY, a BMXKMBaHICTb TpaHC(POPMAHTIB ITiCIIs
MOTEHLIIHO JIETaJIbHOTO TEIUIOBOTO CTPECY TaKOX
Oyzna 3HauHo Builot (Chiang et al, 2014). Pociau-
HU TIIEeHUII, TpaHchOopMOBaHi TeHOM apadizomn-
cucy AtWRKY30, 1mo Xomye TpaHCKPUILIAHMIA
dakTop WRKY30, BUpi3HSIINCS BUILOIO aKTHB-
HICTIO KaTaja3du Ta iHIIUX aHTUOKCUAAHTHUX
¢depMeHTIB 1 BOmHOYAC ITiABUILEHOIO TEIIOCTIiii-
kictio (El-Esawi et al, 2019).

Brutus temniepatypu 42 °C Ha 7-I€HHI pOCIN-
Hu Vigna aconitifolia pi3HUX COPTIB CIPUUYMHSIB
MiABUILIEHHS aKTUBHOCTI T'BasIKOJIIIEPOKCUIA3U, SIKE
BipOTiZHO KOPEIIOBAJIO 3 TEMJIOCTIMKICTIO COPTIiB
(Harsh et al, 2016). IligBuieHHs aKTUBHOCTI TBa-
SIKOJITIEPOKCUIA3U Y BiATNOBiIb Ha TEIUIOBUI CTpec
3aPEECTPOBAHO 1 Y TEIJIOCTIMKMX COPTIB IMILIEHMII],
Xoua Takuil eekT OyB XapaKTepHUM He IJis BCiX
JIOCTiIXKyBaHUX CTilikux reHotuniB (Gupta et al,
2013; Ramani et al, 2015). Takox mMoBigomIIsiE-
ThCI MPO KOMIICHCAIII0 3HWXEHOI aKTUBHOCTI
KaTaja3y MiIBUILECHOK aKTHMBHICTIO I'BasiKOJIMEp-
OKCMJIa3U Yy COPTIB TMILIEHULI 32 YMOB TEIJIOBOIO
crpecy (Hameed et al, 2012). ¥ po6Gori Plieth i
Vollbehr (2012) onucaHo 3B’SI30K MiX TepMOCTa-
OiTBbHICTIO MEPOKCUAA3M 1 KAPOCTINAKICTIO POCIMH.

3MiHa i30(hepMEeHTHOI'O CIIEKTpa acKopOaTIep-
okcuaasy 3adikcoBaHa y BiIIIOBiZb Ha TEIUIOBHIA
cTtpec y crilikoro coprty miueHuui (Kumar, Rai,
2014). XKapocriiikuit copt B. campestris Biapi3-
HSBCSI Bill. HECTIMKOIO ITOCHMJIEHOIO €KCIIPECIEI0
TreHa i BUIIOI0 aKTUBHICTIO aCKOpOAaTHEPOKCUAA3N
(APX1) (Chiang et al, 2015). TpaHcdopmatiist apa-
oimoncucy reHamu APX Bim B. campestris 3MeH-
1IyBajla OKMCHIOBAJIbHI TTOLLIKOIXKEHHSI, CIIPUYU-
HIOBaHi TerioBUM cTpecoM. BomHouac TpaHchop-
Mallisl pOCJIMH TeHaMU TPaHCKPUIILIHHUX (aKTo-
piB, 3adiTHUX B PETYJSILil TeMJIOCTINKOCTI, 3a3BU-
yaii BMKJIMKA€E 1 3pOCTaHHSI aKTMBHOCTI Pi3HMX
dopMm nepokcunas. Tak, TpaHchopMallis MIIEHU-
i TEeHOM TpaHCKpHUILiliHOro akropa apadizomn-
cucy WRKY30 cnpnumHsia migBUIIeHHS aKTWB-
HOCTi OCHOBHUX aHTUOKCHJIAHTHUX (DEpMEHTIB,
ocobamBo ackopbatnepokcuaasu (El-Esawi et al,
2019). Cxoxi eheKTU CIocTepiraaucs i y pocjiuH
TIOTIOHY, TpaHC(OPMOBAHUX T€HOM B. campestris
BcHsfAI i nignaHux terioBoMy ctpecy (Zhu et al,
2018). IlpumitHo, o reH APX1 apabigomncucy
MIiCTUTb (DYHKIIIOHAJIbHUI €JeMEHT TeIJI0BOro
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moky (HSE) y cBoiit 5'-mpoMOTOpHIil HilsHIT
(Hasanuzzaman et al, 2013). Takum uuHom, APX1
nopsiz 3 «<kaHoHiYyHMMK» HSP Hanexuts no OiIKiB,
YTBOPEHHSI SIKUX 0€3IM0CepeIHbO PEeryatoeThCs
¢akropamu TerioBoro 1oky (HSF).

depMeHTH, IPUYETHI 10 PETYJISALIl BMICTY Bifl-
HOBJICHOT'O TJIyTaTiOHY, TaKOX 3aJy4yeHi 0 ajar-
Tauil pocauH Ao TireprepMii. Tak, KapocTikuii
COpPT MIUEHMIIi 3a YyMOB TEIJIOBOIO CTpecCy Bil-
Pi3HSIBCS Bill HECTIAKOIO BUILIOI0 aKTUBHICTIO Ty~
tatioHpeaykTasu (Ramani, Mandavia, 2015). ITo-
Ka3aHMWi 3B’SI30K MiXK €KCIIPECI€I0 TeHIB, 3adiTHIX
B MeTa0oJIi3Mi IVIyTaTioHy, i TETJIOCTIMKICTIO Pi3-
Hux reHoruniB neputo (Wang et al, 2019). Bu-
SIBJICHO MO3UTHMBHMIA 3B’SI30K MiX TeIIOCTiiiKic-
TIO COpPTIB IIUEHMII Ta BMICTOM BiZHOBJIECHOTO
iytationy (Sairam et al, 2000; Dash, Mohanty,
2002). YV pociuH oripka TeIUIOBUI CTpec 3HHU-
xyBaB BMicT GSH, BogHoyac ixHdg 00poOKa
€K30reéHHUM BiJHOBJICHUM IJIYyTaTiOHOM CIIpUsLIa
MiIBUIIEHHIO TEIUIOCTIMKOCTI, cTabinizawii oTo-
CUHTETUYHOIO amapaTy, 3pOCTaHHIO aKTHUBHOCTI
AHTUOKCUIAHTHUX (PEpMEHTIB Ta BMICTY IIPOJIIHY
(Ding et al, 2016). bimpmre TOro, TPU IIHOMY
MOCWJTIOBAJIACSI TPAHCKPUIILISI TeHIiB acKopoaTmep-
OKCMJIa3U, HecTel(iuHO1 epoKCHIa3U Ta IIyTa-
TiOHpeayKTa3u. ¥ TOl Xe dYac, cama IIo co0i
IisT BUCOKOI TeMIlepaTypd IOCHUJIIOBaja TiJIbKHU
ekcrpecito reHa myTatioHpeaykrtasu (Ding et
al, 2016). 3amuiraeTbcsT HE3PO3YMIIUM, UM ITO-
B’g13aHi i epeKTH 3 BIUIMBOM TIJIyTaTiOHY Ha Me-
TabOJII3M 3arajiloM 4u € HacJigKOM ioro e(MeKTiB
K yYaCHUKA KJITUHHOTO CUTHAJiHTY.

Jdo MyabTU(YHKIIOHAIBHUX —TPOTEKTOPHUX
MeTa0oJIiTiB 3 SICKpaBO BUPAXKEHUMU aHTUOKCU-
JaHTHUMM BJIACTUBOCTSIMU HalIeXUTb MpoiiH (Li-
ang et al, 2013). IlokazaHo MiABUILIEHHS BMiCTy
MPOJIiHY Y MOJOAWX POCJIMWH TIICHULI Pi3HUX Te-
HOTHUIIIB y BiAIIOBinpk Ha miro Temmeparypu 35 °C.
I1pn mpoOMy y TEIUIOCTIMKMX COPTIB BMICT IIPOJIiHY
MiIBUILYBaBC MICII cTpecy B 2—2,5 pa3u, a y He-
CTilikux OyB icToTHO MeHiuuMm (Ju, Ma, 2011).
Cxo0Xi 3aKOHOMIpPHOCTI 3MiH BMICTy IIpOJIIHY Ha
IHIIIOMY HaOOpi COPTIB MIIEHUI BUSBJICHI ITiCIIS
KOPOTKOUYACHOTO TMPOrpiBy MPOPOCTKiB 3a TeMIIe-
patypu 42 °C (Gupta et al, 2013). IIpote Ha GiibIIT
Mmi3HiX (azax po3BUTKY 3adikcoBaHi e(PEKTU 3HU-
KEHHSI BMICTY MPOJIiHY B JUCTKAaX MIIEHUL MiCJIs
teruioBoro crpecy (Kumar et al, 2012). ¥V xapo-
CTIiKMX COPTIB cajlaTy y BiAIOBiIb Ha Mil0 Timep-
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TepMii 3pOCTaHHSI BMICTY IIPOJiHY OYyJO OiablI
iCTOTHUM MOpiBHsIHO 3 HecTilikumu (Han et al,
2013). V pi3Hux coptiB pociauH Vigna aconitifolia
BMICT TIPOJIiHY ITiCJSl TEIIOBOTO CTPECy TaKoX
MiABUIIYBAaBC, MPOTE BipOTiTHOI KOpeJ sl MixX
UM e(PEeKTOM 1 TEIUIOCTIMKICTIO COPTIB HE BUSIB-
neHo (Harsh et al, 2016).

I'enetnuHa TpaHchopMallis, 110 CIPUUMHSIE
3pPOCTaHHSI TEIJIOCTIMKOCTI POCIMH, 3a3BUYAil Cy-
MPOBOIKYIOTHCS MOCUJIEHHSIM HAKOIMUYEHHSI TIPO-
JIiHy TpaHCc(OpMaHTaAMU 32 YMOB TEILJIOBOTO CTpeECY.
Tax, nna pocaun Nicotiana benthamiana, TpaHC-
(popMoBaHMX TeHOM OiJika TEIJIOBOTO IIOKY
AsHSP70 3 Agave sisalana, Oyo xapakTepHe OiTbLI
iCTOTHE MiABUILEHHS BMICTY NPOJIiHY MOPIBHSIHO 3
TakuM e(eKToM y 3BuuaiitHuX pocyivH (Batcho et al,
2022). PocnvHu TIOTIOHY, TpaHC(OPMOBaHi TeHOM
Oinka TerioBoro 1oky BcHSP70 3 B. campestris,
BiIpi3HSTUCS TiABUILIEHO TeIUIOCTIMKICTIO 1 Oib-
1AM HaKOITMYEHHSIM ITIPOJIiHY MOPIBHSIHO 3 JiHi-
aMmu aukoro tumy (Wang et al, 2016). Y pociauH
apalimorncucy, TEIUIOCTIMKICTh SIKMX Oyna ITiaBh-
1IeHa TpaHcgopMallielo TeHa TPaAaHCKPUITLIHOIO
akropa WRKY nwenuni (AtWRKY30), Bwmict
MPOJIiHY 3a CTPECOBUX YMOB TaKOX OYB BUILUM,
HixX y pocauH aukoro tumy (EI-Esawi et al, 2019).
BonHouac TpaHcgopMallisi poCIMH COi TEHOM KJTIO-
YyoBOro (PepMEHTY CHUHTE3y IIPOJiHYy IiposiH-5-
KapOokcuiatpeayktasu apabdigorncucy (ArP5CR)
CIIpUYMHSLIA 3pocTaHHs TertocTiikocTi (Igbal et
al, 2019).

Inmni merabosiT, 30KpeMa, PO34YMHHI BYyTJIe-
BOJIM, MMOBIpHO, TaKOX MOXYTb OpaTu yyacTb B
AHTUOKCHUJIAHTHOMY 3aXMCTi MIPU TETIJIOBOMY CTpe-
ci Ta/abo 3ajlydyaTMCs A0 PEryJisilii cTaHy aHTH-
OKCHUJAHTHOI cucTeMMu. Tak, 00OpoOKa pOCIUH
oripka 30 MM T1II0K03010 CIPUYMHSIIA ITiIBU-
IIEHHS IXHBOI TEIUIOCTIMKOCTI Ta 3HMXKXEHHS
Bmicty A®K (Huang et al, 2015). IIpun upomy
Bi3Havayocs1 30iIblIeHHS KiJIbKOCTI TpaHCKPHWII-
TiB Ta migBullIeHHsS akTuBHOCTIi Cu/Zn-CO/I,
Mn-CO/I, karaja3u, IIyTaTiOHpeIyKTa3ud, a Ta-
KoxX BMmicty npomiHy. Lli edextu raoko3um He
MOoB’s13aHi 3 il OCMOTUYHOIO aKTUBHICTIO, OCKIJIbKI
00poOKa pociaMH MeTabOJiYHO HEeaKTUBHUM Ma-
HITOM Vy Takiil e KOHLEHTpalii Mailke He
BILIMBaja Ha 3a3HavyeHi nokasHuku (Huang et al,
2015). TerutocTilikuii cCOpT HYTY 3a YMOB CTpecy
HAKONMN4YyBaB OiIbIIY KiUJIBKICTh IIYKPiB IOPIBHSI-
Ho 3 HecriiikuMm (Yadav et al, 2022). BBaxaeTb-
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cs, IO caxapo3a Moxe 0e3MocepenHbO 3axulla-
TM MeMOpaHM, YTBOPIOIOUM 3B’SI3KM 3 (ocdaTHU-
MU «TOJiBKAaMW» JIiMiJiB, 1O BaXXJIMBO 3a il Ha
pOCIUHU Pi3HUX cTpecoBuX YMHHUKIB (Tarkowski,
Vanden, 2015).

OcTaHHIMM pOKaMHu [0 BaxKJIMBUX OCMOJIITIB
1 peryasaTopiB amallTUBHMX peakliii poCAMH Ha
rineprepMito BimHOCSTh Tperano3y (Xalxo et al,
2020). 3axucHa Jisl Tperajo3u Ha POCIMHHI KITi-
TUHU 32 CTPECOBUX YMOB, Y TOMY YHMCJIi TinepTepMii,
Moxe OyTu 3yMOBJI€Ha II 3HATHICTIO 3B’sI3yBaTu
rizpokcuibHi pamukanu (Yatsyshyn et al, 2017).
Bimomo Takox mpo 3HaTHICTh Tperaao3u IIoIie-
pemxatu TeroBy iHakTubalilo CO/l in vitro, 1110,
K TIPUITYCKAIOTh, MOXE CIPUSITA 3aXHCTy pPOC-
JIMHHUX KJITUH Bill BiJIbHOpaAMKAJIbHUX YIIKO[I-
KEeHb TOpsii 3 MPSIMOI0 aHTUMOKCUIATHOMO [i€l0
uworo ByraeBomy (Yatsyshyn et al, 2017). ¥V psmi
JIOCJTII)KeHb BCTAHOBJIEHO 30iIbIIEHHSI BMICTY Tpe-
rajo3d B OpraHax pPOCJMH Yy BiAINOBiIb Ha AilO
abiotnuHux crpecopiB (Xalxo et al, 2020). Tak,
HelloAaBHO OyJio MOKa3aHO 3HAYHE IMiIBUILEHHS
BMICTy Tperajo3u y cTebsax i KopeHsix Rosa
chinensis Ta aKTUBallil0 €KCIIpecii BOCbMU TeHiB
Tperano30-6-¢docharciHTa3u 3a YMOB TillepTep-
mii (Wei et al, 2022).

ITokazaHo, 1110 00poOKa pOCAMH MIUEHUL Tpe-
rayro3oro migsuiryBaia aktuBHicTh DC 11 ta BMicT
ofHoro i3 3axucHux OinkiB (D1) npu TeroBomy
crpeci. 3a 00pOOKM €K30reHHOIO TPETaN03010 3MEH-
LIIyBaJIMCsl CIIPUYMHIOBAHI TiMepTePMi€l0 OKMCHIO-
BaJIbHi ITOLUKOMXEHHSI POCIWUH, 3pOCTaM BMICT
BiTHOBJIEHOT'O ackopbaTy, aKTMBHICTb Ta €KCIIpe-
cisl reHiB aHTMOKcHAaHTHUX ¢epmeHTiB (Luo et
al, 2018), a oTpMMaHHS TPaHCTEHHUX POCIUH 3
NPIKIKOBUMHM T€HAMU CUHTE3Yy Tperajo3u IpH-
3BOAUTH [0 IIABUILEHHS IX IHOCYXOCTiMKOCTi
Kvasko et al, 2019; 2020). 3a monoMorow cekBe-
HyBaHHs1 PHK Ta meToniB MeTabosoMikKu Mmoka-
3aHO, 110 TOIepeaHs: 00podbKa pOCAUH MILIEHMLI
TPErajo30i0 3a YMOB TEILJIOBOTO CTPECY MOCUJIIO-
BaJla aKTUBHICTh LIUKJY TPUKAPOOHOBUX KHUCJIOT,
BIUIMBaJia Ha IyPUMHOBUN MeTaboJ1i3M, HAKOIM-
YyeHHs (heHIJIMPOIIaHOIIIB Ta €KCIIPECito reHiB, 110
KOHTPOJII010TH iX O6iocuHTe3 (Luo et al, 2022).

Ilidcymku i nepcnekmueu. 3a OCTaHHE JECSITU-
JIITTSI TOCSITHYTO 3HAYHOIO TPOrpecy y po3yMiHHi
KJTITUHHUX i MOJIEKYJISIPHO-T€HETUUHUX MeXaHi3-
MiB ajarnTallii poCJIMH IO TirepTepMii, IIpoTe Mu-
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TaHHS MpPO CIPUUHATTS POCAUHOIO Mii BMCOKMX
TeMIiepaTyp Joci 0araTo B YOMY 3aJIMIIAETHLCS Bil-
KpuTUM. OCKiJIbKM BIUIMB TeMIlepaTypu Ha poc-
JIMHHI KJIITUHU HEe OOMEXYyeTbcsl (PizMuHUMU Oa-
p’epaMu, BBaXXa€TbCS, 110 CIPUUHSATTS BUCOKMX
TeMrepaTryp BiIOyBaeTbCcsl 3a IOMOMOTOI MHO-
JKMHHUX CEHCOpiB, B POJIi SIKUX BMCTYMNAlOTh SIK
MaKpOMOJIEKYJIM, TaK i MeMOpaHHi CTPYKTYypH.
KiirouoBUM MexaHi3MOM TepMOpeLeliiii BBaXKae-
ThesT IrOiAM3alIisl KIITUHHUX MeMOpaH. OTpuma-
HO JIOKa3u IMPUYMHHO-HACIIIKOBOIO 3B’SI3KY MixX
MM e(peKTOM i BiIKpUBAHHSM II€BHUX KaJlblli€-
Bux KaHaiiB, Hacamnepen CNGC (Li et al, 2018).

BHecok iHIIMX MeXaHi3MiB TepMOpELEILii poc-
JIMH 3aJIMILIAETHCS MaloAOCiKeHUM. Yepe3 1mBuj-
KM PO3BUTOK IIOMiil, TMOB’SI3aHUX 3 IIeperadeio
CHTHaJIy BUCOKMX TEMITepaTyp A0 f1pa, i 3aTy4eH-
HSI 0 LbOTO TIpoliecy OaraTbOX KOMIIOHEHTIB
CUTHAJIbHOT MEPEeXi POCIMHHUX KJIITUH MOKU 1110
BaXKO CKJIACTU YSIBJIGHHS TPO MOCIiIOBHICTh
B3aEMO/Iii ITOCEPEIHMKIB Y JIAHLIOTax Iepeaadi CUr-
HaJiB rineprepMii. HaGip mocepeaHukiB, 3aaisiHUX
B Iepejadi CUTHaJiB TEIJIOBOIO CTpecy, IMOCTiii-
HO po3luproeThesa. Ha gaHuii yac miaTBepakeHO
yuyacte ADPK y dopmyBaHHI peakiiiii pociuH Ha
teruioBuil crpec. Ilpu 1bOMy HesicHOO 3anu-
LIAETHCST MMOBIPHICTh B3aEMO/ii CUTHAJIB, SIKi BU-
HUKAIOTh 3a paxyHOK TepMoMoaudikamii Mem-
OpaH XJIOPOILJIACTIB i MITOXOHAPiA, IO MICTITh
€JIEKTPOH-TPAHCIIOPTHI JIAHIIOTM, Ta CHUTHAJIB,
10 (hOPMYIOThCSI BHACHIAOK IMiABMILECHHS aKTUB-
Hocti HAJI®H-okcupasu it iHmmx A®K-rene-
pyouux ¢pepMeHTIB.

Ha paHuit yac BaXKJIMBUMU Y4aCHUKAMU TIPO-
ecy (hopMyBaHHS TEILIOCTIMKOCTI POCIMH BBaXKa-
I0TbC 1 KIo4YoBi razorpancmitepu — NO i HS.
Ili nocepennuku peryawowTsh IITM 06inkiB, mpo-
Te NMUTaHHd GyHKUioHaIbHOI B3aemonii NO i H,S
MiX co06010, a TakoxX 3 ADK (30kpemMa, Ha piBHi
BIUIMBY Ha CIiJIbHI MillleHi) B KOHTEKCTi mepeaayi
CUTHAJIiB BUCOKOI TeMIIepaTypu MoTpedye MaiidoyT-
HixX pociimkeHb. LlinkoM #MOBipHO, 11O MIPOLIECH
IITM 06inkiB BaXJIMBI He JIMIIEe IJI TNepeaadi
CUTHaJiB, a i misl (popMyBaHHS 3aXMCHUX peak-
Oiii K TaKWUX, OCKIIBKM MIIIEHIMHU U TaKUX
Moaudikalliii MOXyTb OyTM aHTMOKCUIAHTHi ep-
MEHTU i CTPYKTYpHi Oinku. BaxiauBum deHome-
HOM, 10 CYIPOBOJXKYE ajarTallilo POCIUH 0
rineprepMii, € Moaudikalisi IMTOCKENETY 3a J0-
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nmomororo NO, mpoTe MOJIEKYJSIpHi MeXaHi3Mu
IIbOTO SIBUIIA BiTOMi TAJIEKO HE MOBHICTIO.

3a oCTaHHE JECSITUIIITTSI BCTAHOBJICHI KJIIOUYOBI
TpaHckpunuiitii ¢axkropu (HSF, MBF, NAC,
WRKY Ta iH), mig KoHTposieM SIKMX IepeOyBa-
I0Thb TE€HU, IO 3abe3MeuyyrTh OCHOBHi 3aXHCHi
peaxiii pocanH. OnHak Ha0ip KOHKPETHUX T'eHIB,
KOHTPOJIbOBAaHUX AAHUMM (pakTopaMu (3a BUHSIT-
koM, BinacHe, HSF), Bimomuii He moBHicTio. Ta-
KOX MajJo BMBYEHI ONOCEPEIKOBAaHI MEXaHi3MU
BIUIMBY LIMX (haKTOPiB HA 3aXMCHi MPOLECHU, Xoua
I HaKOMUYYIOThCS JaHi MpO MOCUJEHY poOoTy
KJIIOUOBUX CTPEC-TIPOTEKTOPHUX CUCTEM Yy POC-
JIMH, 10 HajgekcnpecyioTs TeHu TA MBF, NAC,
WRKY (Zaikina et al, 2022).

PocnuHu pearyioTh Ha Jil0 BUCOKUX TeMIIE-
paTyp LUIMM KOMILUIEKCOM aIallTUBHUX MPOILIECIB.
Cepen HUX HaWOUIBII BUBYEHUMU € cuHTe3 HSP,
aKTUBAIliSl AHTUOKCUIAAHTHOI CHMCTEMH, ICTOTHI
3MiHU MeTaboJ0My (HAKOMUUYEHHSI HU3bKOMOJIE-
KYJSIDPHUX TIPOTEKTOPiB, 30KpeMa, MpOJiHy, LYyK-
piB, Y TOMY YMCJIi Tperajio3u, a TaKox BTOPUHHUX
MeTaboJ1iTiB). s AeaKux i3 LUX CIOJYyK Xapak-
TepHi HEe TUIBKM MPOTEKTOPHI, a M pPeryasiTopHi
eekT — 3aJlydeHHSI 10 CUTHAJIbHUX IIPOLIECIB,
MPOTe BUBYCHHS TaKUX (DYHKIIi CTPECOBUX MeTa-
00J1iTiB MepedyBa€e MOKH 110 Ha MOYATKOBOMY €Tarli.

IIpuMmiTHO, 110 TIOHIi, TTOB’sI3aHi 3 TEepeIadeio
CUTHaJIy BHUCOKOI TeMIepaTypu, MOXYThb iHIYKY-
BaTUCS 30BCIM KOPOTKOYACHUM (Bill KiJIbKOX Ce-
KYHJI) BIUIMBOM Ha POCJIMHU TaKUX TeMIIepaTyp
(Aleksandrov, Kislyuk, 1994). Ilpu npomy cur-
HaJbHI mpouecu i (popMyBaHHS aJalTUBHOI Bifd-
MOBiAi MOXYTh BimOyBaTHUCS BXE ITiCIS TIPUITU-
HeHHs nii Bucokux Temnepatyp (Kolupaev et al,
2013; Karpets et al, 2015¢). [TutaHHs npo Te, uu
iCHYIOTh BIAMiHHOCTI y CHPUHAHSTTI POCIMHAMU
KOPOTKOYACHOTO (CeKyHIU, XBUJIMHMU) i JOBIOTPU-
Bajioro (TOAWHU, ITHi) BIUIMBY TilepTepMii, MOKU
1O JOCTiIXKEHO 30BCiM HemocTtaTHbo. IIpote He
BUKJINKAE CYMHIBIB iCHYBaHHSI €(PE€KTy PO3BUTKY
TeIUIOCTIKOCTI (3arapTyBaHHsSI) TIiCJAsl MPUIU-
HEHHS il Ha pOCJIMHM BUCOKOI TeMmItepaTypu. Ta-
KUM YMHOM, aKTyaJIbHUM 3aJIMILIAETHCSI i BUBUEH-
HSI CUTHaJILHUX NPOLIECIB, SIKi BiZOYBalOTHCS BXKE
MicJIsI IPUITMHEHHS Aii Ha POCIMHU €KCTpeMallb-
HUX TeMIepaTyp.

€ mifgcTaBu CIIOAiBaTUCS, 110 TOEIHAHHS Me-
TOJIB KJIITUHHOI 0ioiorii, MOJIEKYJIIpHOI 0ioJIorii,
OioxiMii, a TaKOX TeHOMiKM Ta MeTabOJIOMIKM SIK

84

CMCTEMHUX CKJIaJOBMX Cy4yacHOI (PyHKIIiIOHAJIbHOI
Oiosorii poCiaWH, ITO3BOJMUTH Y HaWOMMXK4i pPOKHU
CKJIACTU OIiNbII ILiJTiCHY KapTUHY IIPO TMOCJiZ0B-
HICTh TIOJii, LIO BiZOYBAIOTHCS Yy POCIUH IIpU
«3yCTpivi» 3 BUcOoKMMHU TeMmepaTtypamu. Lli ¢pyHma-
MEHTaJIbHi 3HaHHSI MATUMYTb i TIpsIMe MPaKTUYHE
3aCTOCYBaHHSI, OCKiJIbKU JO3BOJISITh MEPEeUTU Bilg
EeMITIpUYHUX O OLIbII OOIPYHTOBAHMX i CHCTEM-
HMX MiAXOMiB Yy IOILIYKY O3HAK CTiIMKOCTi pOCINH
IJ11 TTOTped CceJIeKIIii.

Jlompumannsa emuyunux nopm. BinnoBigHICTh €TUY-
HUM cTaHaaptaMm. Llg cTaTTd He MIiCTUTh Oyab-
SIKMX IOCHiIKEHb 3 BUKOPUCTAHHSIM JIIONEH i TBa-
PUH SIK 00’€KTIB.

Kongpaixm inmepecie. ABTOpHU 3asIBISIIOTH PO Bif-
CYTHICTb KOH(JIIKTY iHTepeCiB.

Dinancysannsa. Podbota BUKOHYBajach 3a IIporpa-
Moo HaykoBux mociimkeHb HAAH «®opmyBaH-
HSl Ta BUKOPUCTaHHs OaHKY T€HETUYHUX pecyp-
CiB pociIuH», 3aBIaHHs «Po3po0jeHHsT Ta ONTH-
Mi3allisi METOMOJOTIYHUX MiAXOAiB A0 ideHTUI-
Kalii reHo(oHAY O3MMHUX 3EPHOBUX KYJbTYp 3a
piBHEM agalTUBHOCTI A0 a0iOTMYHUX YMHHUKIB B
OHTOTreHe3i», HoMep aepxkpeectpatii 0121U100564).

CELLULAR MECHANISMS
FOR THE FORMATION OF PLANT ADAPTIVE
RESPONSES TO HIGH TEMPERATURES

Yu.E. Kolupaev, T.O. Yastreb, N.I. Ryabchun,
A.l Yemets, A.P. Dmitriev, Ya.B. Blume

Yur’ev Plant Production Institute, National Academy
of Agrarian Sciences of Ukraine, Heroiv Kharkova str.,
142, Kharkiv, 61060, Ukraine

State Biotechnological University

Alcheskikh str., 44, Kharkiv, 61002, Ukraine

Institute of Food Biotechnology and Genomics,
National Academy of Sciences of Ukraine,
Osypovskoho str., 2a, Kyiv, 04123, Ukraine

Institute of Cell Biology and Genetic Engineering,
National Academy of Sciences of Ukraine, Akademika
Zabolotnogo str., 148, Kyiv, 03143 Ukraine

E-mail: plant_biology@ukr.net, dmitriev.ap@gmail.com

Extreme temperatures are among the most dangerous
environmental factors, the impact of which on plants
has been increasing significantly in last few decades.
The review analyses the latest information about the
perception mechanisms of hyperthermia signal by plant
cells. The emphasis is placed on the role of membrane
fluidization, changes in calcium channels, and increased
generation of reactive oxygen species in the perception
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of heat stress signal. The significance of gasotransmitters
(NO and H,S) and their interaction with other me-
diators in the transduction of hyperthermia signal into
the genetic apparatus is discussed separately. The role
of key transcription factors (HSF, MBF, NAC, and
WRKY) in formation of plant adaptive responses to
high temperatures is analysed. The present-day concepts
on the mechanisms of activation and functioning
of main stress-protective systems that provide plant
resistance to hyperthermia (synthesis of heat shock
proteins, antioxidant and osmoprotective systems) are
summarized. Examples of genetic improvement of plants
heat resistance by transformation of genes involved in
the control of these systems are presented.
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