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PacTBopuMEIE YITIEBOABI, SBISAACH MPOXYKTaMH (OTOCHHTE3a, MAENO Al KPaTKOBPEMEHHOTO
3amacaHysl DJHEPruM, HUCTOYHHKAMHU YIIepoJa M KOMIIOHEHTaMHM Ml CHHTE3a OJIHro- |
MOJIMCaxXapuIoB, TNPHHAMAIOT Y4YacTHE B KIIOYEBBIX (DU3MOIOTHYECKUX, OWOXMMHYECKHX U
MOJIEKYJIIPHO-TEHETHUECKHX MTPOIIECCcax, 00ECIEYNBAIOIINX POCT, Pa3BUTHE, PA3MHOXKEHHE U 3aIIUTY
OT HeOJarompUsATHBIX OMOTHYECKUX M aOHMOTHYECKHX (DaKTOPOB, CPely KOTOPBIX Ba)KHOE MECTO
3aHHUMAaeT XOJIOAOBOH cTpecc. XoTd IoOanbHas TeMIeparypa 3eMJIM IMOCTEIIEHHO IOBBIIIAETCS,
3aMOpO3KM M CIly4ad II0XOJIOJaHHs CTaHOBATCS OoJiee YacThIMM BO BceM Mupe. B o0030pe
oOcyxJaercs BIMSHHE XOJIOAa Ha BCEX YPOBHSX OpPraHM3allMM PacTEHHs, B pe3yJIbTare KOTOPOTO
NPOSIBIISIFOTCS.  (DYHKIMU PAcTBOPHMBIX YIJIEBOJOB B KAauyeCTBE KPUOMPOTEKTOPOB, OCMOJIMTOB,
AHTHOKCHJIAHTOB U CUTHAIIBHBIX MOJNEKYNI. B X01010BOH aKKIMMaluy paCTeHUI IPUHUMAET y4acTUE
BECh KOMIUIEKC KOMIIOHEHTOB CeTeif, o0ecnednBaromnx MeTaboIu3M pPacTBOPUMBIX YIJIEBOJIOB,
BKIIOYast (pepMEeHTHI, TPAHCHOPTEPHI, TEHBI, TPAHCKPHUINIHOHHBIE (GakTopsl W T.A. MeTomamu
TEeHOMHUKH M TeHHOH MH)XXEHEPHH, TO3BOJIMBIIMMH TPAHC(HOPMHUPOBATH OMPEJCIICHHBIE TE€HbI, ITyTeM
W3MEHEHHMs YTIIEBOJHOTO OOMEHA, TPAHCIIOPTA YIIIEBOIOB W/MIIM MX CHUTHAJIMHTA, OBIIIM JOCTUTHYTHI
OTIpeJieTICHHbIE YCIIeXW B O0JacTH CO3/IaHMs HOBBIX XOJIOJIOYCTOWYMBBIX COPTOB PacTeHWH, 4TO
MOXET CIIY>KMTh Ba)KHOM IPENNOCBUIKOM Ul NOBBILIEHUS YPOXKAMHOCTH CEIbCKOXO3IMCTBEHHBIX

paCTeHI/Iﬁ B 30HaX C HECTAOUIBLHBIMHU TOTOAHBIMHU YCIIOBUAMU.
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B mocnennue aecsTuieTHs 3HAYUTEIHHO
BO3pOCIa YacTOTa HKCTPEMAaJbHBIX MO MOTOJHBIM
YCIIOBUSIM JIET, & COBPEMEHHBIN MEpUO CUATAETCS
NEPUOJOM HEYCTOHUYMBOIO (aHOMAaJIbHOr0) KIMMa-
ta. Kpome TOro0, mosx BIMSIHHEM aHTPOIOTEHHBIX
(baKTOpPOB YCHIMBAETCS HECTAOMIILHOCTD KIIMMAaTa,
KOTOpasi MOXKET MPOSIBIATECS B PE3KHX IMEpernanax
TEMIIepaTyphl B TEYEHHE OTHOCHUTEIIEHO KOPOTKHX
nmpoMexxyTkoB BpemeHnu (McQuigg, 2018). Ecnu B
CTPYKTYpE IUIOMAJEN, MOJBEPTHYTHIX JEUCTBUIO
PasHOOOpPa3HBIX abnoTHUeCKuX (baxTopoB,
HarOOJBINYIO JIOJNO B MUPE 3aHUMAIOT TOYBHI C
nepunutoM sneMentoB mutanus (39%), TOo Ha
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BTOPOM MECTE IO PacrpoCTPAaHEHHOCTH CTPECCOB B
PaCTEeHHUEBOJICTBE HAXOIUTCS BO3/ICHCTBHE HU3KUX
temmeparyp (26%) (World agricultural ..., 2018).

HnTtepec k mpobiiemMe yCTOMYMBOCTH pacTe-
HUH K HHU3KOTEMIIEPATypHOMY CTpeccy, MPexJe
BCETO0, OOYCIJIOBJICH €€ 3HAYNMOCTBIO IS CEIbCKO-
r0 XO03sCTBA, KOTOPOE TEPIHUT OIPOMHBIE YOBITKH
u3-3a 3aMOpo3koB U Mopo3oB  (Hellmers,
Warrington, 2018). Tax, nHa 64% Tteppuropuu cy-
1M PACTEHHUS UCIIBITHIBAIOT TyOUTEIbHOE eHCTBIE
HU3KUX TeMIepaTyp. XOJOJOBOM CTpecc MOXKET
OBITh BBI3BAH TEMIIEpaTypaMH MIMPOKOTO AHara-
3oHa: oT 10-15°C (y pacTeHuil TpomM4ecKux H
CyOTpOIIMYECKUX 30H) J0 OTPHULATEIBHBIX TEMIIe-
patyp. IloMMMO CenbCKOXO3SIMICTBEHHOTO aCIEKTa
npobjeMa X0J0A0yCTOWYMBOCTH HMMEET 3KOJIOTHU-
4eCKOe 3Ha4eHHE, IOCKOJIbKY CIIOCOOHOCTB pacTe-
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HUN aJanTUpPOBaThCS K KOHKPETHBIM YCIIOBUSIM
MEPE3UMOBKH B Pa3HBIX YaCTSX TUIAHETHI — OJIUH U3
(baKTOpOB, OMPENENAIONINX apeaibl paclpocTpa-
HEHUS JUKUX BHJIOB U BO3MOXHOCTh MX HWHTPO-
nykrwm (Chen et al., 2014).

VY KaxIoro BHIA PacTEHHH €CTh CBOM COO-
CTBEHHBIN TEMIEPATYpPHBIA AUANa3oH, B KOTOPOM
OH JEMOHCTPHPYET MaKCHUMaJIbHBIH POCT U pa3BU-
THE W J1000€ OTKIOHEHHE OT 3TOTO Juara3oHa 3a-
TPYAHSET €ro KHU3HEACSITENbHOCTh. XOJIOI0BON
cTpecc BBI3BIBACT psan d(D(PEeKToB Ha KICTOUYHOM
YpOBHE, BKIIIOYasi MOBBIIICHHE BSI3KOCTH MeMOpaH,
3aMe/JIeHre MeTa0oIM3Ma U IPHOCTaHOBKY pacce-
SIHUSI DHEPTUM TPU OXJIAXKICHWUHU, a TaKKe YMEHb-
ImeHne o0beMa MPOTOILIACTa BCIEACTBHE 00pa3o-
BaHMsI BHEKJIETOYHOTI'O JIbJ1A, OTPHULIATEILHBIN Typ-
rop, yBeJIMYCHHE KOHLEHTPALMM KJIETOYHBIX pac-
TBOPOB, MOAABJICHNE META00INUYECKUX HPOLECCOB,
U3MCHCHUA M€M6paHHbIX NOTCHIIMAJI0B, AC3HUHTC-
rpanus MeMOpaHHOTO OHMCIOs MpH JACHCTBHU HU3-
kux temneparyp (Bhandari, 2018). Muorouncien-
HBIC CJIOKHBIC MEXaHU3MbI BCTYNIAIOT B UTPY B OT-
BCT HAa TaKMEC U3MCHCHUSA U MOBPCKIACHUA B pacTe-
HUSIX, BBI3BAHHBIE XOJIOJ0BBIM CTPECCOM.

CoxpaHeHHE KU3HECTIOCOOHOCTU PacTEHUH
MpH  JEUCTBUU  HEONArompusATHBIX  (HaKTOpOB
OKpYy)XaroIed Ccpeasl 00eCIeYrBaeTCs LEIBIM
KOMIUICKCOM QJIalITUBHBIX pPEaKIUi, HarpaBJICH-
HBIX Ha TOJJEpPKaHHEe TOMEOoCTa’a BHYTPEHHEH
cpensl opranu3zma (Pommerrenig et al., 2018;
Sarabia et al., 2018; Fiirtauer et al., 2019). 3auura
pacTeHHil OT IIOCIIEACTBHIA JEUCTBUSA aOMOTHYe-
CKHX CTPECCOPOB — CIIOJKHASI CUCTEMa B3aHMMOCBSI-
3aHHBIX METa0OMYECKUX IPOIECCOB, B KOTOPOM
CYIIECTBEHHYIO POJIb UIPAIOT HECTPYKTYPHBIC yT-
TIeBOJIbI (MOHOCAXapHUAbl U BOJOPACTBOPUMBIE TT0-
mucaxapunel) (Krasavina et al, 2014; Dong,
Beckles, 2019). Hapsiny c¢ ocMmoperymsinued u
sHeproobecrnevYeHneM, OHH MOTYT BBHIONHITh WU
KPHOTIPOTEKTOPHYIO (YHKIIMIO, Wrpas BaKHYIO
poJib B 00€CIIEYCHUU CTPYKTYpPHOUW U (DYHKI[HO-
HaJIbHON CTaOMJIBHOCTH KJIETOK B YCJIOBMSIX IOTE-
pu umu Bozps! (Maiiop Ta iH., 2010), a Takxe npu-
HUMAaTh y4acTHE B MEXaHM3Max BOCIHPHSITUS pac-
TUTEJIBHON KIIETKOM XOJIOJOBOTO BO3JIEWCTBUS U
TPaHCAYKIIMH CHTHAJIA B TEHETHYSCKUH armapar
(Ruan, 2014; John et al., 2016; Markovskaya,
Shibaeva, 2017).

MHOTOYNCIEHHBIMH HCCIIEOBAHNAMHU OBLIO
YCTaHOBJIEHO, YTO IO/ JEHCTBHEM HU3KHX TEMIIe-
patyp B pacTeHHSX HPOUCXOMAAT 3HAYUTEIbHBIE
M3MEHEHUS IPaKTHYECKH Ha BCEX YPOBHAX HX Op-
TaHU3AIH — OT OPTaHW3MEHHOTO JI0 MOJEKYJIsp-
Horo (Tarkowski, Van den Ende, 2015; John et al.,
2016; Konynaes u ap., 2018). Huskoremneparyp-

Has aKKJIUMalusi — 3TO mpouecc (HOPMHUPOBAHUA
CBOIMCTB MOPO30- WJIM XOJOJOYCTOMYHMBOCTH pac-
TEHUH B COOTBETCTBYIOIIMX T'€HOTHILY YCJIOBHSIX,
KOTOPBIH BKIIIOYAET B ceOst H3MEHEHHE roMeocTas3a
B 1IEJIOM M, B YaCTHOCTH, EPEIPOTrpaMMHUPOBaHHIE
yraeBomHoro metabonmmizma (Niagele et al., 2011;
Hoermiller et al., 2017; Markovskaya, Shibaeva,
2017; Leuendorf et al., 2020). Omaum u3 00s13a-
TEJBHBIX YCJIOBHM pa3BUTUS MaKCUMalbHOU MO-
PO30- U XOJOAOYCTOWYHMBOCTHU SIBIISIETCS] HAKOILIE-
HHUE B TKaHSX COOTBETCTBYIOIIMX PAaCTEHHUH J0CTa-
TOYHOTO KOJINYECTBA PACTBOPUMBIX YIJIEBOOB,
BKJIIOYas caxapo3y, CTaXuo3y, COpOUTOII, IJIIOKO3Y,
paddunosy, dpykrozy u mannuton (Mollo et al.,
2011, Krasensky, Jonak, 2012).

B nmanHoM o0030pe mpeAcTaBieHBI COBpE-
MEHHBIE CBEICHHUS O POJIM PACTBOPUMBIX YIJIEBO-
OB B MeTaboyM3Me PAaCTeHUH, pa3BUTHHU HHU3KO-
TEMIIEPATypHOH aKKIMMAallMK U UX y4acTHH B pe-
AKX, KOTOpPbIE HAOMIOAAIOTCS Ha Pa3HBIX YPOB-
HSIX OPTaHU3aLKUN PACTCHUH.

Pacmeopumuie y2neeo0vt pacmenuii

OpHUM W3 MEXaHM3MOB ajanTallid pacTte-
HUI K XOJIOZOBOMY CTpECCY SIBJISCTCS HAKOTUICHHUE
COBMECTHMBIX OCMOITUTOB, CPEAH KOTOPBIX 0cobast
pOJb TPHUHAUIC)KUT PACTBOPHMBIM  YIJIEBOJAAM.
OHJIOTEHHBIC PACTBOPHMEBIC YTIICBOJBI SIBISIOTCS
B2XHEHIIIMMH PETYJSITOPAMH, KOTOPbhIe MPUHHMA-
IOT y4acTHE BO MHOTHX (PU3UOJIOTMYECKHX IPO-
meccax, TakUX Kak pa3Buthe pacteHuil (Ruan,
2012), porocuntes (Fernandez-Marin et al., 2020),
npopactanue cemsiH (Udomdee et al., 2014; Huh et
al., 2016), xnerounas npomudepanus (Lara-Nuiiiez
et al., 2017), userenue (Cho et al., 2018), crape-
aue (Kumar et al., 2019; Li W. et al., 2019), ycTb-
W4Has npoBoAuMOCTh (Antunes et al., 2017; Hei et
al., 2018), a Taxke NpU Pa3IMYHBIX AONMOTUYECKUX
crpeccax (Keunen et al., 2013; Jia et al., 2015;
Tarkowski, Van den Ende, 2015; Sami et al., 2016;
Weiszmann et al., 2018; Tisarum, et al., 2019;
Wang L. et al., 2019; Xalxo et al., 2020).

Jucaxapunel (caxapo3za, Tperangos3a), OJIH-
rocaxapuabl cemeiicta paddunos (RFO, raffinose
family oligosaccharides) u ¢pykransl (BMecTe
UMEHYEMbIe KaK «pPacTBOPUMBIE YTIIEBOJb») SIB-
JSIIOTCA TPEMsI OCHOBHBIMHU TPYIIIIAMH YTJIEBOOB,
KOTOpbIE B OCHOBHOM y4YacTBYIOT B PEaKLHUAX pac-
TEHUH Ha JeHCTBUE CTPECCOPOB.

Caxapo3sa (Suc, sucrose), KOTOpas COCTOUT
W3 MOHOcaxapuioB o-Tioko3sl (Glc, glucose) u -
¢pykroswr (Fru, fructose), sBiseTcs MMPOKO pac-
MPOCTPAaHEHHBIM B MpHpoie AncaxapuaoM. CHHTE3
caxapo3bl MPOUCXOJIUT B ITUTO30JIE€ M HAUWHAETCS C
TpaHCIOpTa JUrHApoKcuarieToHpochara u  3-
¢dochormuneprunoBori kucnotel (3-OI'K) uz xio-
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pomnacroB. Ilocne KoHAeHCAMM JABYX TPHO30-
dochatoB ¢  obOpaszoBanuem  (GpykT030-1,6-
oucdocdara (xkaTamuzupyeTcs anbaoJa30H) IMpo-
UCXOAMUT THUIpoiu3 ¢pykro3o-1,6-6ucdocdara c
obpazoBanueM (GpykTo30-6-hocdara. 3aTem caxa-
po30-6-hocarcrHTaza KaTamM3UPYeT PEAKIUIO
¢bpyxT030-6-hocara ¢ Y ID-rmoko30ii ¢ 06pazo-
BaHHEM TJIIOK030-6-pocdara (G6P, glucose-6-
phosphate). Hakomner, [II0K030-6-
¢dochardocdaraza ormermsier GochaTHyro Tpym-
My, B pe3yJbTaTe caxapo3a CTAHOBHUTCS AOCTYITHOM
JUTSE 9KCTiopTa B pyrue Tkanu (Ruan, 2014).

Caxapo3za sIBIsiIeTCSI OCHOBHBIM TpPaHCIIOPT-
HBIM PacTBOPUMBIM YIJIEBOJOM, [VIABHBIM IIPOAYK-
TOM (pOTOCHHTE3a M OTIPABHOW TOYKOW LTI MeTa-
Oonm3ma yriepoaa B TKaHsax akmentopoB (Lunn,
2016). Cnemyer OTMETHTB, YTO JUCAXAPHI] CaXapo-
3a SBJIETCS] METa0OIMYECKH HEaKTHBHBIM YIJIEBO-
JnoM. YToOBl y4acTBOBaTh B METaOOIMUYECKUX MPO-
eccax, caxaposa THUJIpOJIU3yeTcsl Ha JBE IeKCO3bI
(Hex, hexose). ®epMeHTHas cucTeMa Jerpaaaluu
caxaposbl Y pacTeHHUH BKIIIOYAeT B ce0s caxapo3o-
cunTasy (Sus, Suc synthase, K.®. 2.4.1.13), uro-
mrazmarndeckyro (CIN, cytoplasmic invertase),
Bakyomsipayto (VIN, vacuolar invertase) m amo-
mactayto (CWIN, cell wall invertase) nnBepra3ss
(K.®. 3.2.1.26) (Wan et al., 2018). IIpu 6maronpu-
ATHBIX YCJIOBHSX POCTa PACTCHUSAM MPUXOAUTCS
HacTpauBaTh METabOJIM3M AJIsl TOTO, 4TOOBI: 1) KO-
OpAMHUPOBATh CHHTE3 Caxapo3bl B JIUCTHAIX C (o-
TocuHTeTnueckor Quxcanuein CO,; 2) KOHTpOIHU-
poOBaTh B3aUMOJCHUCTBHE MEXIy C€axapo3oil W
KpaxmasioM, 4ToObl 00ecleunTh JOCTaTOYHBIE pe-
3epBBl yIiiepoja AJisi HOYHOro nepuoja u 3) mo-
CTaBJISATH YIJIEBOJ M3 JOHOPHBIX TKaHEH, oOecrie-
4yiBasg CIOPOC Ha HEro M3 PacTylIMX OPraHoB ak-
nenropa (Lunn, 2016).

Kak ocHOBHOW mpoaykT (oTocHHTE3a U
Onaromapsi ee y4acTHIO B pOCTE, pa3BHTHH, 3alia-
CaHWM YIJIEBOJHOTO ITyJia, Nepenade CHTHAJIOB M
ajlanTalyu K cTpeccaM, caxapo3a CUMTAeTCsl KIIko-
YEeBBIM PAaCTBOPUMBIM YIJIEBOJIOM B YKH3HH pacTe-
Huii (Ruan, 2014).

Omurocaxapuasl  cemeiictBa  paddunos
(RFO) — pad¢punoza (Raf, raffinose), craxmoza
(Sta, stachiose) u Bepbacko3a — MPEICTABISIOT CO-
00l ranmakTo3uUIIbHBIE MPOU3BOAHBIE CaXapo3bl, KO-
TOpBIE MIMPOKO PAaCIPOCTPAaHEHbI B IAPCTBE pacTe-
Huit. Ousnonoruueckre PyHkipu RFO B BBICIINX
pacTeHusx ObUTM JETaTbHO M3y4YEeHBI B MOCIEIHNE
necsatunetus. RFO sBAsSOTCS BayKHBIM XpaHUIH-
HIeM yIJIepojia B Pa3IUYHBIX PACTUTENBHBIX TKa-
HSIX, BKITIOYAs JTUCThA, CTEONH, KITyOHH, PPYKTHI U
cemena (ElSayed et al.,, 2014; Sengupta et al.,
2015; Ivamoto et al., 2017). Kpome Toro, RFO uc-

MOJIL3YIOTCS JUISE (DIIOOMHOTO TPAHCIIOPTa B HEKO-
TOpBIX pacTeHmsx cemeiictB  Cucurbitaceae,
Lamiaceae, Oleaceae, Scrophulariaceae u apyrux
(ElSayed et al., 2014; Sengupta et al., 2015). Tax-
e XOpOIIO yCTaHOBJIeHa BaxkHas poiib RFO B Me-
XaHU3ME 3alUThl OT IOCIEACTBUU JEUCTBHS
ctpeccopoB (Keunen et al., 2013). RFO xapakre-
PU3YIOTCSI KaK OCMOTIPOTEKTOPHl WJIM aHTHUOKCH-
JAHTBl U MOTYT CIY)KHTh CUTHAJIAMHU B OTBET Ha
psAn aOHOTHYECKHX WIH OHOTHYECKHX CTPECCOB
(Sengupta et al., 2015). Y GonpIMHCTBA caxapo3o-
TPAHCJIOIMPYIOIIUX PACTCHUH, TaKUX KaK pHUC
(Oryza sativa) u apabumoricuc (Arabidopsis
thaliana), koTopble He TPAaHCHIOPTHPYIOT, a HAaKaIl-
JmuBaloT Ooibiue kKonudectsa RFO B cBomx Tka-
HSX TIPA HOPMAJbHBIX YCIOBHSAX, HAKOIUICHHUE
RFO u mnaynupoBaHHas 3Kcmpeccusi epMEHTOB
X OMOCHHTE3a, rajlakTuHoJcUHTa3bl (GS) u pad-
¢uHO30cHHTa3HI (RS), ObUM 0OHAPYKEHBI B OTBET
Ha JIeHiCTBHE pa3M4YHbIX aOMOTHYECKUX CTPECCOB,
TaKHX KaK SKCTPeMaJIbHbIC TEMIIEPaTyphl, 3acyXa U
3acomenne  (Saito, Yoshida, 2011; Gangl,
Tenhaken, 2016).

Craxno3a — HEBOCCTAHABIIMBAIOIIMKI TeTpa-
caxapuj, COCTOSIIUN W3 JIByX OCTAaTKOB TajaKTO-
3bl, OJTHOTO [JIFOKO3bI U OJTHOTO (PPYKTO3BI, SBIISICT-
Csl OCHOBHBIM YTJIEBOJIOM, TIEpEMEIIAEMbIM I10 CH-
TOBUAHBIM TpyOkam. Craxumocuntaza (STS) kata-
JTU3UPYET TMOCIEIHUNA dTalm OMOCHMHTE3a CTaXHUO3bI
B JINCTHSX U WIPAET KIIOYEBYIO POJIh B TaK HA3bI-
BaeMOM MEXaHH3ME 3arpy3KH «yJIaBJIWBaHUEM TIO-
mumepay» (Zhang et al., 2020). OOHapyxeHO, YTO
KOHIICHTPAIUS CTaxHO3bl B JIMCThAX YBEJIUUMBA-
Jach OT BEPIIUHBI PACTYIIETO CTEOIsI K OCHOBa-
HUIO pacTeHuil orypma (OT JIHCTBEB akKIienTopa K
JIOHOPY). Y OaxueBbIX pacTeHUil akTUBHOCTH STS
ObLTa HAMHOT'O BBIIIC Yy IUIOJOHOCAIIMX JIUCTHEB
y3J7a, 4YeM B HE TUIOJIOBBIX JIUCTHSIX, YKa3bIBas Ha
TO, YTO COCTOSIHWE TIOJOB MOXKET YCUIUBATH aK-
tuBHOCTH STS nucrheB. Jly u coasr. (Lu et al.,
2017) cooOmuiu, 9TO MOAABJICHHE TeHa CTaXHO030-
cunaTasbl orypma (CsSTS) ¢ momomipio RNAI, uH-
ruOupyromeit  3arpy3ky (¢UiosMmbl, MPUBEIO K
HAKOIUICHUIO KpaxMalla B JIUCThAX U CHIDKEHUIO
XOJIOIOYCTOMYMBOCTH PACTEHHUM. DTO CBUIETEIb-
cTByeT o ToM, uto STS mpuaMMaeT ywyactue B pe-
TYJSIIIAN PACTIPEICIICHUS] aCCUMUIIATOB MEXITY 10~
HOPOM M aKLENTOPOM CTaxHO30TPAHCIOPTUPYIO-
LIUX PaCTECHUM.

®pyKTaHbl — HEBOCCTAHABIHMBAIOIIUE TTOJIH-
caxapH/ibl, TIOJIUMEPhI PPYKTO3bI, CHHTEIUPYIOIIH-
ecsi B BaKyoJIsIX, BCTpedaroTcsi mpuMepHo B 15%
BCEX BHOB MOKPHITOCEMEHHBIX. Cpeau HHUX eCTh
HECKOJIbKO OKOHOMHYECKH BAaXKHBIX PACTCHHUH,
mpuHaIIexKanmx Kk cemeiicream Poaceae, Liliales
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u Asterales, B KOTOpbIX (pyKTaHbl QYHKIIHOHUPY-
10T KaK OCHOBHOI#1 3amac yrieBooB (Pollock et al.,
2017). Takue pacTeHus TaKxke OOHAPYKUBAIOTCSA B
9KOCHCTEMAaX, KOTOPHIE HCIBITBIBAIOT YacThle H3-
MEHEHHsI YCIOBUH OKpykatomiei cpeasl (Silva et
al., 2013). PactutensHble PpyKTaHBI pa3THYAIOTCS
M0 MOJIEKYJISIPHOH CTPYKTYpe M Macce, CTETeHH
NOJMMEpH3allul M THIIAM CBSI3M MEXKAYy QpykK-
TO3WJIBHBIMH OCTaTKaMH. V3BECTHO MATH OCHOB-
HBIX THIOB (DPYKTAHOB: MHYJHH, JIEBAaH, HEOCEPUH
WHYJIMHA, HEOCepUH JieBaHAa U Pa3BETBICHHEBIC
¢pykransl Tumna rpamuaana (Van den Ende, 2013).
CrpykrypHOE pa3sHooOpasue (ppyKTaHOB B OCHOB-
HOM KOHTpOJIUpyeTcss (GpyKTO3WITpaHChepazaMu
(T, FT). Pag OT, yuacTByromnux B OMOCHHTE3E
¢bpykraHa, TakWme Kak caxaposa:caxaposa-l-
¢bpykxrosunrpanchepasza (1-SST), bpyk-
taH:ppykTaH-1-¢ppykrosuwnrpanchepaza (1-FFT),
caxaposa:ppykraH-6-ppykrosmntpanchepaza u
¢bpykran:ppykTaH-6-ppykTo3unTpanchepaza (6G-
FFT), Obutn oxapakTepH30BaHbl Y pa3HBIX BHJOB
pacrennii (Lasseur et al., 2011; Van den Ende,
2013). ®pyxkranoBelie sk3oruaponassl  (FEH)
YUYaCTBYIOT B JIeTpajallii (pyKTaHOB, BBICBOOOXK-
Jasi TepMUHalbHbIE (QPYKTO3WIbHBIE OocTaTKh. FT
u FEHs npuHajnexat Kk ceMeUCTBY INIMKO3UATU-
poJa3 ¥ UMEIOT BBICOKOE CXOACTBO aMHUHOKHCIIOT-
HBIX [TOCJIEIOBATENBHOCTEH.

DyuKyuu pacmeopumsix yz2ie60006 6 pac-
meHnusax

IIpencraBnenne 0 TOM, YTO PAacTBOPHUMBIE
YIJIEBOABI BBIOJHSIOT Pa3HOCTOPOHHUE (YHKLUH
B PACTEHHUSX, UMEET MHOTOYHCIICHHBIE MOITBEP-
xknenus (Krasensky, Jonak, 2012). Ilepecrpoiika
YIJIEBOJHOTO OOMEHA B PACTEHUSIX WHTEPIPETHPY-
eTcs KaK CTpaTerusi MpeojosiCHUs Ype3BblYaiiHbIX
ctpeccoBbix curyarmii (Komymaee u ap., 2018).
Panee ObuT mpe/IokeH psiJl MEXaHU3MOB ISl 00b-
SCHEHHSI POJIM PAaCTBOPHUMBIX YIJIEBOJOB B yCTOM-
YUBOCTH K aOmotmueckomy ctpeccy. K ocmompo-
TEKTOPHBIM MEXaHU3MaM OTHOCSITCS CTaOMITH3aIus
KJIETOYHBIX MEMOpaH ISl YMEHBIICHUS YTEUYKH
BOJIBI, NPEAOTBpAIllEHHEe yMEHbIIEHHI o00bemMa
KJIETOK MyTEM TOBBIIIEHUSI OCMOTHYECKOTO JaBJie-
HUS W CHIDKEHHE TeMIepaTyphl 3aMep3aHus
(Krasensky, Jonak, 2012). HegaBao momyueHHbIe
9KCIIEPUMEHTANIBHBIE JAHHBIE U TEOPETUYECKOE
MOJIEJTMPOBAHHE MTOKA3aJIH, YTO MOJEKYJIbI pacTBO-
PUMBIX YTJIEBOJIOB cl1a00 OTAENAIOTCS OT MOBEPX-
HOCTH O€JIKa M 3aIIUINAI0T 000JI0UKY THApaTaliy
HAaTUBHOTO Oe€lKa, OCOOEHHO TPEIOXpaHssI €ro
BTOPUYHYIO CTPYKTYpY (Ajito et al., 2018).

PanHuM npu3HaKoM CTPECCOBBIX pEakLUi y

pacTeHUll SBISETCS TeHEepalus aKTHBHBIX (HOpM
kucnopoga (ADK). A®K nponmyumpyrorcs B He-

CKOJIBKUX CYOKJIETOYHBIX KOMITAPTMEHTAX, BKIIFO-
4asi XJIOPOIUIACTHI, TIEPOKCUCOMBI 1 MHTOXOHIPHH.
[ToBpexieHre pacTeHUM NpH OXJKIACHUU WIH
3aMOpaXMBaHUU B 3HAUUTEIHHOU CTETIEHU CBSI3aHO
¢ TokcuueckuM neiicteuem ADK. Kak npeanosna-
raercs, HEKOTOpBhIE pACTBOPHMEIE  yTIIEBOIBI
Y4acTBYIOT B 00e3BpexuBaHuK KieTouHbix ADK B
YCIIOBUSIX CTpecca, B YaCTHOCTU U XOJIOJIOBOTO.
VYrieBoapl CIIOCOOHBI WHAKTHBHPOBATH BBICOKO-
TOKCHYHBIN THAPOKCHIBHBIN pamukan (OH-), mo-
CKOJIBKY B KHBOW KJICTKE OTCYTCTBYET 3((EKTUB-
Has (epMEeHTAaTHBHAS CHCTEMa JIMKBUAAINU STON
dbopmer ADOK (Tarkowski, Van den Ende, 2015).
Axuentupyst ADK B pactenusix, GppyKTaHbl urpa-
10T CUTHAIBHYIO POJIb, JOMOJHUTEIHHO YCHIUBAs
OTBETHBIE PEaKIWH Ha CTPECcC, KOTOPHIE MOTYT
WHUIMUPOBATHCS CHEIUPUUSCKUMHU I Suc Cur-
HaJIbHBIMU Iy TSMH.

OHJIOTeHHas JIOCTYIHOCTh PacTBOPUMOIO
yriaeBoaa MOXKET IOANHWTHEIBATH OKHCJIUTEIbLHBIN
neHTo30ocdarneiii myTh (IIDII), uTo MOXKET BBI-
3path redpamuio ADK (Nafees et al., 2019). B
nepBoii peakuuu [1PIT ¢ yuactuem Tiar0K030-6-
¢docharnernaporenas (G6PDH) nomomusieTcs myn
HAJI®H, 3a cdet KOTOpOTo MOIACPKIUBAECTCS BOC-
CTaHOBJIEHHOE COCTOSHHE TIIyTaTHOHA M ackopOa-
Ta, yyactByrommx B fetokcukanmu APK (Kimura
et al., 2020). lo HacTosIIEro BpeMEeHH 3allUTHHIE
3¢ (eKThl PaCTBOPUMBIX YIJIEBOJOB, CBSI3aHHBIC C
OKHCITUTENBHBIM CTPECCOM, PaCCMAaTPUBAINCH KaK
KOCBeHHBIE 3((EKThl WX CHUTHAJIMHIA, KOTOPBIE
WHHUIMUPYIOT TPOJYKIHWIO crielupHUIecKkux cKa-
BenpkepoB ADK (Chen, Yang, 2020).

Y GonbHIMHCTBA pacTeHUH Suc MPOAYIHPY-
ercss B (DOTOCHHTETUYECKH AKTHUBHBIX JIUCTBSIX
(1OHOpBI ACCUMMJISITOB) W TPAHCHOPTUPYETCS IS
NOJ/IEP’)KKH HE(OTOCHHTE3UPYIOIIUX TKaHeH (ak-
HENTOPBl aCCUMHIIIATOB), TAKUX KaK Pa3BUBAIOIIH-
ecsi ceMeHa, Ioasl U KiryoHu. EcTh ABa mytu pas-
Ipy3KH Suc: CHMIIJIACTHBIN M anonnacTHbli. [locne
nepeHoca Ha OousblIMe paccTosHUs Suc HeoOXo-
JUMO 10 (I0dME TIEPEMECTUTBhCS B KJIETKHU-
NPUEMHHKH, TO €CTh IonacTs u3 KomiuiekcoB SE-
CC (SE-CC, sieve element—companion cell)B me-
cTa ee yrwim3anuu/3anacaromme TkaHd (Ruan,
2014). Ilo cuMIIacTHOMY MYTH, KOTOPBI OOBIYHO
MPOXOJUT B KOHYHMKAX MOOETrOB M KOpHEH, Suc
JIBIKETCS BJOJNb TPAaJUCHTa KOHIEHTPAIUH OT
koMIuiekcoB SE-CC HenocpencTBEHHO B OKpyXKa-
foue kiuetkn napeHxumsl (I1IK) uvepes miasmo-
necmbl. [lo amommacTHOMY TyTH Suc BIIEpBBIE BBI-
MMycKaeTcsd Yepe3 IMIa3MaTHYecKyl0 MeMOpaHy co-
cynoB ¢uoambl i SE-CC KOMILJIEKCOB B aro-
TUTACTHOE TPOCTPAHCTBO MEXAY KJIETKaMH, BO3-
MOJKHO, ITOCPEACTBOM MpocToit muddy3uu, oodser-
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CxeMa y4yacTusi PacTBOPHMBIX YIJIEBOJOB B 3alMTHBIX PEAKUHAX PACTUTEILHOH KJIETKH Ha X0JI00BOIi
crpecc. Glc — rimoko3a; Fru — ¢gpykrosa; Hex — rekcosa; Mal — manbro3a; Gal — ranakrosa; Raf — paddunosa; 3-
@®I'K — 3-¢pocdormuueprunonas kuciaora; GAox — okenaasa ruddepemtoBoit kucnotsl; CBF — C-cBsa3biBatomuii da-
ktop; MYB-13 — tpanckpunmonssiii pakrop MYB-13; MY B-75 —rpanckpunuonnsiii pakrop MYB-75

YEeHHOW HEJaBHO OOHApyXEHHBIM CEMEHCTBOM
yaunoptepoB  Suc, SWEET (Abelenda et al.,
2019). Suc moxer 3aTeM TPaHCHOPTHPOBATHCS B
3anacaromue [IK tpancnoprepamu Suc (SUT umu
SUC) (Comtet et al., 2017). Suc Takxke MOXKeT
ObITh IpeoOpazoBaHa BO (PPYKTO3y U IIIFOKO3Y WH-
BepTrazamu kieTodHoi creHku (CWINV) u 3arem
TPaHCHOPTUPOBATHCS B 3alacaiolive  KIETKH
tpancnoprepamu  rekco3el  (HTs)  (Slewinski,
2011). Ceituac cumraercsi, YTO CIIOCOOHOCTH pas-
Tpy3KH (JI0O3MBI UTPAET BKHYIO POJIb B pacmpere-
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neann ¢oroaccumuiaToB (Chen et al., 2017). ¥V
OONBIIMHCTBA (PYKTOBBIX JIEPEBHEB pasrpyska
Suc mpoMCcXoANT MO amoIIacCTHOMY IyTH Ha CTa-
UM CO3PEeBaHMs IJIOAOB, HampuMmep, y rpymu (Li
et al., 2017) u xuBu (Chen et al., 2017), Torna kak
y BHHOTpaja M TOMara pasrpy3ka Suc cMemaercs
OT CUMIUIACTHOT'O K aloIUIaCTHOMY IIYTH.

[lomMrMo yHUBEpCAaTBHOTO «TOIUIMBA JKH3-
HU», PACTBOPUMBIE YIJTIEBOIBI TAKXXE BBHICTYIAIOT B
KAaueCTBE Ba)KHBIX CUTHANOB pa3BUTUA. COOTBET-
CTBEHHO, BCE OMOJIOTMYECKHE CHCTEMBI BbIpaboTa-



BEASBCKAS, PEIOK, 30AOTAPEBA

JIM TOMEOCTAaTUUECKNE MEXAHU3MBI [ pPeryiIupo-
BaHUS WX coiepkanua. Hampumep, ypoBeHb TITtO-
KO3bI (PYHKIIMOHUPYET KaK IPEBHUA W KOHCEepBa-
TUBHBIM PETYJISATOPHBIN CHUTHAJN, KOHTPOIHMPYIO-
AN 3KCMPECCUI0 TEHOB W MEPBUYHBIN U BTOPUY-
HBI METa0OJM3M, a TAaKXKe POCT W Pa3BUTHE pac-
tenuii (Lastdrager et al., 2014).

VY pacTeHuil ecTb TpU IJIABHBIX MOAYIUpYE-
MBIX  IJIIOKO30M  peryiastopa: TeKCOKHHazal
(HEXOKINASE1), npsimotii cercop rimoko3sl (Van
Dingenen et al., 2019); uyBcTBUTENbHAS K DHEPTUH
nporennkuHaza SnRK1  (SnRKI1,  Suc-non-
fermentingl-related protein kinase 1), koropas uH-
rudupyercs PacTBOPUMBIMHU yIJI€BOaMH
(Wurzinger et al., 2018; Crepin, Rolland, 2019); u
TOR kunaza (TOR, TARGET OF RAPAMYCIN),
KOTOpasi aKTHBHPYyeTCs TIoKo30# (Xiong, Sheen,
2015). DT OCHOBHBIE PETYISATOPHl JHEPreTHYe-
CKOr0 OOMEHa BBICOKO KOHCEPBAaTHBHBI, U HUX
MO>HO HalTH BO BCEX TpexX LApPCTBax >KUBOro. B
orBer Ha nedurmrt >Heprun SnRK1 kwHa3a Boc-
CTaHaBJIMBAET HEPreTHYEeCKUH TOMeocTa3 MyTeM
BkmoueHust ATO-mpoaynmpyrommx katabonuue-
CKUX MyTeW (TakuX, KaKk IJIMKOJIN3 M OKHCIICHHUE
JKUPHBIX KUCJIOT) MPH MapauIeIbHOM OTKJIFOUCHUU
OMOCHHTETHYCCKHX 51 IpyTux AT®-
MOTPEONAIOMMX METa0OMUIECKHX U  POCTOBBIX
nporeccoB (Rodriguez et al., 2019).

BinsiHue pacTBOPUMBIX YITIEBOJOB Ha JKC-
MIPECCHI0 TEHOB OINOCPENYETCA C IMOMOIIBIO CIIe-
MUQUUECKUX JUIsI HUX CUTHANBHBIX myTeil (Ruan,
2014). WuaTepecHO, 4TO peaklWu HAa H3MEHEHHE
COJZIEP)KaHUsI PACTBOPUMBIX YIIIEBOJIOB M OKHCIIH-
TEJIBHBIN CTPECC HE TOJBKO B3aMMOCBA3AaHbI, HO U
BIIMSIIOT Ha JIECSITKU T€HOB, KOTOPBIE pearupyroT Ha
neiictBue crpecc-(hakTopoB.

Metabonu3M Suc TECHO CBsI3aH C Mepeaayeit
CHUTHAJIOB PAaCTBOPHMBIMHU YTJIEBOJAaMHU. OJTO JO-
CTHTAeTCsl C TIOMOIIBI0 CHTHAJBHBIX MOJIEKYI, Ta-
kux kak cama Suc, Glc, Fru u tperano3o-6-docdar
(T6P) nnm, BO3MOXKHO, O6I1arogapsi CHTHAIBHOU Po-
7 camoro Metabonmueckoro nporecca (O’Hara et
al., 2013; Ruan, 2014). Caraan pacTBOPHUMOTO yT-
JIeBOAa PEryJlupyeT pa3BUTHE PAaCTCHUH U peak-
IIUIO Ha CTPECC HaNpsIMYIO MM ITOCPEICTBOM B3a-
UMOJICHCTBUSI C JAPYTMMU CUTHAIBHBIMU ITyTSIMHU,
BKIIIOYass TOPMOHO- M PEIOKC-ONOCPE0BaHHEIC
npouneccel (Chen, Yang, 2020). Ha cxeme (pucy-
HOK) TIpe/ICTaBJIeHA CUTHAIBHAs POJIb PaCTBOPU-
MBIX YIJIEBOJIOB M UX Y4YacTHE B PETryJSAIUHU pas-
JUYHBIX pEaKIMid Ha CTpecC Ha KICTOYHOM
YPOBHE.

JuHamMuKa pacTBOPUMBIX YIJIEBOAOB CBS3a-
Ha ¢ MHIYKIWEeH Suc-3aBUCHMBIX I'€HOB. Suc Mo-
KET 3aIlyCKaTh CHHTE3 M HaKOIUIEHHE (PYKTaHOB
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MyTeM aKTHBallMH TPaHCKPHUIILMOHHOTO (akTopa
MYB-13, KoTOpsIii HEMOCPEIACTBEHHO KOHTPOIIH-
PYET SKCHPECCHI0 I'€HOB (DEPMEHTOB, YYacTBYIO-
mMxX B cuHTe3e (pykTana. B perymsamum oTBeToB
Ha XOJIOJIOBOM CTpecc ydacTByeT cemeiictBo CBF-
(C-repeat-binding  factor) TpaHCKPHUIIIHOHHBIX
(akTOpOB, pUHAIeKAIIEE K EHTPAIbHBIM PeTy-
nstopam. CBF-omocpenoBaHHbIe peakndu Ha XO-
JIOJ, SIBJISIFOTCS BBICOKO KOHCEPBATUBHBIMU BO BCEM
napctBe pacrenuii (Chinnusamy et al.,, 2007).
[Ipeamonaraercs, 4TO XOJOA03aBUCHMOE HAKOII-
JICHHE PACTBOPHMBIX YIJIEBOJOB MOJKET, IO Kpai-
HEHl Mepe, 4aCTHUYHO, 3aBHCETh OT TPAHCKPHIILHU-
onHoro kackaga CBF, uro noarsepxxnaercs CBF-
3aBUCHUMBIMH METa0OJIMYECKUMH H3MEHEHHSIMU,
HaOJIroaeMbBIMM BO BPEMSI XOJIOIOBOTO CTpecca.
®akrop CBF1 yuacTByeT Takxe B penpeccuu Ie-
penauu curHanoB rudoepemuHa (GA) (Achard et
al., 2008).

CMSr4eHHuio XOJOJOBOTO CTpecca MOTYT
CIOCOOCTBOBAaTh AHTOLMAHBI, KOTOPBIE WMIOPTHU-
pYIOTCS B BaKyOJM 4epe3 TPaHCIOPTEphbl Kiacca
ABC (Tarkowski, Van den Ende, 2015). Cunres
AQHTOLIMAHOB CTHUMYJUPYETCS TPH AaKTHBALUH
TpaHCKpHUIIIMOHHOTO (akTopa MYB-75 (pucy-
HOK).

Amnanus cexBenupoBanus PHK nokasan, uro
Je(QUIUT BOJBI, BBI3BIBACMBIN Y PACTCHUH KyKYpY-
3bl IO IIBETEHMS, CHW)KAJ B 3aBs35iX YPOBHH JKC-
NPECCMH BCEX BOCBMH HCCIICJOBAaHHBIX TI'€HOB
CWIN, VIN u CIN, a Takxe IreHa I'€KCOKHHAa3bI
(HXK) u Tex, KoTopble OTBEUYaIOT 32 OMOCUHTE3
Kpaxmasa, HO YBEeJIHYMBAJI YPOBHU TPAHCKPHIITOB
- W P-ammia3 Uil paclieluieHds Kpaxmana
(Kakumanu et al., 2012). ABTOpBI IpeOI0KHIIH,
YTO HW3MEHEHHBIH NPOQUIb HKCIPECCUU TI'€HOB
ymenbmmn myn rexcokuHas (Hex, hexokinase) B
3aBsI3H, CHIDKAs METa0O0NINYEeCKYI0 aKTHBHOCTh MU-
TOXOHAPHAILHON TEKCOKHMHA3bl, YTO NPHUBEIO K
OKHCIIUTEIbHOMY HOBPEXICHHIO M, B KOHEYHOM
UTOre, MPOTrPaMMHUPOBAHHONW THOENH KIETOK H
abopry 3epeH. [IporHozupyemoe yBelMYEHUE Ta-
JaKTHHONA U pad(PUHO3ZBI MOKET MO3BOJIHUTH 3TUM
MOJIEKYJIaM JIeHCTBOBAaTh B Ka4eCTBE CKaBECHIDKE-
poB A®K s cMSATYEHHUS OKHCIHTEIBHOTO II0-
Bpexxaenus (Foyer, Shigeoka, 2011). Ha apabu-
Joricuce ObTO TMOKa3aHO, YTO HU3KHHA YPOBEHb
A®K B 3apoaplmieBOM MeNIKe HEOOXOIUM JUIS
pasBUTHsL SHLEKIETKH Tepel OIUIOJOTBOPEHHUEM
(Martin et al., 2013). B ommnume ot 3aBsizeii, 30Ha
MEPUCTEMbI MOJIOJIBIX JIUCTHEB Y PACTCHHU KYKY-
PY3bI, MMOJIBEPTHYTHIX BOJHOM Harpyske, He IOKa-
3aja ymenbiieHust INV; onnako, ObuUIM aKTHBHPO-
BaHbl Tpu reHa INV u Hexotopbie reHsl ADK-
ckaBeHmkepo (Kakumanu et al., 2012). Takue
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pa3IuyYHbIE OTBETHI YKa3blBalOT Ha TO, YTO MOJIO-
Jble JIMCThs OoJiee YCTOMUYUBBI K CTpeccy, YeM 3a-
BSI3H.

TpaHCreHHbIE pacTeHUs TOMaTa, Y KOTOPBIX
obu10 yBenmuueHo coxpepkanue CWINV, mposiBiis-
nu OoJiee BBICOKYIO aKTUBHOCTH T'€KCOKMHA3bl M
(PYKTOKMHA3BI B 3aBS35IX W TOBBIIMIEHUE ypOXKai-
HOCTH 3a CYET IMOJABJICHUS IPOrpaMMHPOBAHHOMN
KJIETOYHON CMEpPTH B CEMEHHHKAX IPHU TEIIOBOM
ctpecce (Liu et al.,, 2016). OctaHOBKa pa3BUTHS
CeMsSH JIMYM TMPU CHWKEHHOM COJEP)KAHHUU
CWINV Ttaxke MOXET OBITH CBsI3aHa C MpOrpaM-
MUPOBaHHOM THOENBI0 KiIeToK (Zhang et al., 2018).

PactBOpuMBIE YTIIEBOABI UTPAIOT KIIFOUYEBYIO
pOJIb B Pa3BUTHU, PEAKIUSIX Ha CTPECC U 3alIUTE
pacTeHnii, B OCHOBHOM, B Ka4eCTBE METa0OJIUTOB
JUTsl 00CCIICUEHHS] POCTa M CHHTE3a OCHOBHBIX CO-
€JIMHCHUI, OCMOJIMTOB, a TAKXXE B KaU€CTBE CHTHA-
JIOB TSI PETYJISAIIUHN SKCIIPECCHU T€HOB.

Yuacmue pacmeopumvix yeneeooos e pe-
AKYUAX HA X0J100

Xo01010BOM CTpece, BKIIOUYAs OXJIAXKICHUE
(0-15°C) u 3amepsanue (< 0°C), sBisieTcsi aOUOTH-
YECKHUM CTPECCOPOM, KOTOPBIH OTPUILIATENIEHO BIIH-
seT Ha POCT M MPOAYKTUBHOCTH pacteHuit (Guo et
al., 2018; Liu et al., 2018). Ilo peaxmu Ha HE3KHE
TEeMIIepaTypbl pacTeHUs] pa3liesieHbl Ha TPHU TPYII-
IBI: YYBCTBHUTENBHBIE K XOJIOJy pacTeHHsl, IOBpe-
*Kpaemble Temneparypamu Hmwke 8°C (Kykypysa,
orypeu, ropox, puc, cos, Tabak W AIp.); XOJOHO-
YCTOWYMBBIE PACTEHHSI, KOTOPBIE MOTYT BBDKHBATh
IpY HU3KHX TeMIIepaTypax, HE COIPOBOKAAEMBIX
oOpa3oBaHueM JibJja (MOPKOBB, KapTodelns, penuc,
U JIp.); MOPO30CTOMKHE — YCTOWYMBBIE K 00pa3o-
BaHUIO JIbIa B MEXKIETOYHOM MPOCTPAHCTBE (KY-
CTapHHUKH, JAepeBbs, o3uMble 31aku) (TpyHOBa,
2007). XonmooBol cTpecc OOBIYHO OTpaHUYHBACT
POCT U pa3BUTHE, a TaK)Ke OKa3bIBAET Ps BO3/EH-
CTBHH Ha PAaCTEHHUS HAa BCEX YPOBHIX UX OpraHu3a-
muu. PacTeHns MMEIOT CBOMCTBO aJanTHPOBATHCS
K OKCTpPEMaJbHBIM TEMIlepaTypaM BCIEACTBHE
(GYHKIIMOHUPOBAHUS CJIO’KHBIX ¢uznonoro-
OMOXMMHUYECKUX M MOJEKYJISIPHO-TEHETUIECKUX
mexanu3moB (Tarkowski, Van den Ende, 2015;
John et al.,, 2016; Bhandari, 2018; Ding et al.,
2019). Cpenu nporeccoB, KOTOPbIE BOBJIEKAIOTCS B
9TH MEXaHU3MBbl, IEPBBIMHU SIBIAIOTCSl BOCIIPHUATHE
HEONTHMAJIBHBIX TEMIIEpaTyp WIH UX (PU3NIECKOTO
NpPOSIBIIEHUST M Tlepeaya CHUrHaja Ha KIETOYHbIE
KOMITOHEHTBI, KOTOpPbIe NPOrpPaMMHPYIOT MHOTO-
CTOpPOHHHE MOAMMUKAIMH TPAHCKPUTIIIHOHHBIX,
NPOTEOMHBIX U METa0OJIMYEeCKUX IyTeH, M3MeHe-
HUsI cocTaBa M (PU3NUECKUX CBOMCTB IIMTOILIA3MBI,
MeMOpaH, KieTouyHoW cTeHkH. [Ipm sTom perymns-
TOPHBIE MEXaHU3MBI, 32JIeHICTBOBAHHBIC B TOJIJIEP-
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JKaHUH TOMEOCTasa, JOJDKHBI COXPaHSATh AaKTHB-
HOCTh W (YHKIIMOHHPOBATH MJISI BOCCTAHOBIICHUS
HOPMAJIbHBIX YPOBHEW METa0OIMTOB W BaKHEMH-
X MeTaboMuecKuX MOTOKOB. B xo1e 3Bononun
MHOTHE BHUABI BBIPA0OTAM KOMIUIEKC MEXaHW3-
MOB, KOTOPBIE TTO3BOJISIIOT MUHHUMH3HPOBATh HETa-
TUBHBIA 3¢ ekt xomomoBoro crpecca. Crocob-
HOCTh aJalTHPOBaThCA K HU3KUM TeMIlepaTypam,
TO €CTh IMOBHIIIATh MOPO30YCTOWYHBOCTH B yCIIO-
BHAAX BIUSHHUA CyOONTHMANBHBIX TEMIIEpaTyp,
NPUCYIIa MHOTHM BUIaM 3UMYIOIIUX PACTCHUH.

Bo Bpems 3akanuBaHus B pacTEHMSX MPOUC-
XOAMUT UENBIA Psii TEHETHUECKUX U (HU3HOJIOTO-
OMOXMMHMUYECKHX IEPECTPOEK, BCIEACTBUE HYETO
YCTOMYMBOCTh PACTEHUN 3HAUUTEIBLHO BO3PACTAECT
W OHH MPHOOPETAIOT CHOCOOHOCTH BBIACPIKUBATH
HU3KUe Temneparypbl. CBOEBPEMEHHBII OTTOK BO-
Ibl U3 MPOTOIUIACTA B MEXKJICTHUKU SIBIACTCS OJ-
HUM U3 MEXaHHM3MOB BBICOKOW MOPO30YCTOWYHBO-
CTH PpAacCTeHMH, MOCKOJBbKY ITO3BOJIIET H30eXaTh
obpazoBanmst npaa BHyTpu kietku (IlmrocHmHa,
Maneimes, 2011; Palta, Weiss, 2018). Onnako
Ype3aMepHOe 00E3BOKHMBAHUE MPOTOIIACTA OMACHO
W3-3a HETaTUBHBIX VIS KHU3HEACATENbHOCTH (HU3HU-
KO-XMMUYECKHX IOCIEeICTBUN: ACHATypauuu Oe-
KOB, 00pa3oBaHMs OCAJIKOB B pacTBOpax, MOBpeE-
JKAeHusT MeMOpaH. Y O3HMMBIX 3J1aKOB MOPO30-
YCTOHYHMBOCTH 0a3upyeTcsl B 3HAUUTEIBHON CTere-
HU Ha BOJIOYJEPKUBAIOIIEH CIIOCOOHOCTH KJIETOK.
CoxpaHeHre BOJBI B He3aMep3lIeM COCTOSHHH B
KJIETKax 3aKaJIeHHBIX PacTE€HHWH JOCTUTAeTCs B pe-
3yJbTaTe U3MEHEHUM OCMOTUYECKOM CUIIBI PACTBO-
POB BCJIE/ICTBUE HAKOIUIEHUS] COBMECTHMBIX HM3-
KOMOJIEKYJIIDHBIX OCMOTHYECKH AaKTHBHBIX Be-
LIECTB — PacTBOPUMBIX YIJIEBOAOB M JIPYIHX CO-
enunenuii (Ishikawa et al., 2016; Bredow, Walker,
2017; Palta, Weiss, 2018). Takum 00pa3om, B Ipo-
Hecce aJanTaluy pacTeHUH K X0JI0Ly 0co00 Baxk-
HYIO POJIb UT'PAIOT PACTBOPUMBIE YTIIEBOBI.

HN3veHeHus1 HA OPraHU3MEHHOM YPOBHe.
ITon neiictBueM Xo0j0/a B IEpPUOJ| BETETAallUU B
pacTEeHUSAX PE3KO TOPMO3UTCS WHTECHCHUBHOCTH
MIPOLIECCOB POCTA U CO3PEBaHUS, LIBETCHUS U 3aBsi-
3BIBAHMSI TUIOZIOB, YTO COIMPOBOXKIACTCS HW3MEHE-
HUSIMH B COIEPKaHUN PACTBOPUMBIX yTIIECBOIOB.

Tak, HaKOIUIEHHE caxapo3bl KaK paHHEH pe-
aKIMM Ha OXJaKJACHHE OOHAPY)KEHO B TKAaHIX
Haberlea rhodopensis, Buna upe3Bbl4aitHO yCTO-
YHUBOTO K BBICHIXAHHIO, & TAKIKE Y YYBCTBUTEIBHO-
ro k crpeccy Arabidopsis thaliana u ycroiiunBoro
Thellungiella halophyla (Benina et al.. 2013). ¥
pacrenmii A. thaliana Heynh. (L.) sxotuna Col-0,
y KOTOPBIX XOJIOJIOBYIO aKKJIMMAIIAIO TPOBOIHIIH
npu 2°C B T€YEHUHU 5 CYTOK, COJAEpKaHHUE TIIFOKO-
3Bl U Caxapo3bl YBEIHMYHIOCH Oojee 4eM BTpoOe, a
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cojepkanue Qpykro3sl — B 18 paz, mpu 3TOM co-
Jepkanue (GpyKTo3sl B aOCONOTHBIX 3HAYSHHSIX
0CTaBAJIOCh CYIIECTBCHHO HIDKE IO CPAaBHEHHIO C
JIpYyruMH  (OpPMaMH  PAaCTBOPUMBIX  YTIJICBOJOB.
CyMMapHOe COJIepKaHUue PACTBOPUMBIX YTIIEBOJIOB
B nucThsax A. thaliana 3a Bpems 3akanuBaHus yBe-
JUYHMBAIOCH B dYeThlpe pa3a (AHTHUNMHA W Jp.,
2015).

[1pu akknuManmu pactenuii parca (Brassica
napus L.) Kk HU3KOH MOJIOKUTEILHON TeMIepaType
(4°C) yxxe Ha BTOpBIE CYTKH HAaYMHAJIOCH HAKOII-
JieHHne caxapo3bl, (PPYKTO3bl U TIIOKO3BL. [Ipruem
KOJINYECTBO MOHOCaXapuaoB pocio OONbIINMH
TeMIIaMH, 4eM caxapossl. IIpu 3ToM copepxkanue
caxapo3bl Ha MAThIE CYTKU NPeObIBAHUS PAaCTEHUH
NpU TOHWKEHHOW TeMIeparype He3HAUUTEeIbHO
CHIDKAJIOCh, @ KOJIMYECTBO MOHOCAXapHIOB IPO-
JIOJDKANIO0 yBenuuuBaThcs. Ha BTOpEIE CyTKHM 3KC-
MIO3HIIMH Ha XOJIOJIE Y PaCTEHHI parica HaOIoaau
YBEJIMYEHHUE COJIEPKaHUS PACTBOPUMBIX YIJIEBO-
JIOB: KOJIMYECTBO Caxapo3bl YBEIMUWIOCH B 8 pa3s,
¢pyxTo3el — B 13. Bonbiie Bcero Bo3pocio Kou-
4YecTBO IUMIOK03bI — B 39 pa3. Ha nsThie cyTKH 3Kc-
MIOHUPOBAHUS PACTEHUM HA XOJIOAE KOJINYECTBO
caxapo3bl HaYMHAJIO TOHW)KATBCSA, & COAEpIKaHUE
MOHOCaXapHJIOB MPOAOIDKANIO BO3PacTaTh: (QpyK-
TO3bI B 37, a INIIOKO3bI B 58 pa3 MO CPaBHEHUIO C
JaHHBIMK Ha Hauano omnslta (bypmucTtposa u np.,
2011).

XoJ0/10Bast aKKJIMMAaNUs NPUBOAMIA K YBe-
JIMYCHUIO COZICPXKAHUS BOJIOPACTBOPHMBIX YIJICBO-
OB B JIHCThAX o3uMoi mmenumsr (Triticum
aestivum L.), npuuem Gosiee MOpPO30YCTONUYHMBBIIA
COPT HaKaruiMBaJl OOJIBIIE YIIIEBOJOB, YeM MEHEe
croiikuii copt (Borovik al., 2019).

B TkaHAX MOYKH BO30OHOBJIECHUS d(eMepo-
una Galanthus nivalis L. Obu1n oTMEYeHBI BBICO-
KHE YPOBHH TJIFOKO3bI U (PPYKTO3BI, HO MaKCHMyM
WX COJIepKaHus IIPUXOJTUIICS Ha MapT, KOTJa pe3Ko
AKTUBU3MPOBAIHCH MPOIECCHl pOCTa, a MOOer Mo/I-
HUMAQJICSI B CPEJJHEM Ha 5 CM Haj MOBEPXHOCTHIO
noussl (KonapatseBa u ap., 2009). B atoT nepuoa
HaOJIOJIEHN B  YIVIEBOJHOM ITyJie  JIUCTHCB
G. nivalis mpucyrcTBOBamM B OOJBIIOM KOJIHYE-
CTBe caxapo3a u paduHo3a.

VY IpeBecHBIX pacTeHHi, B YACTHOCTH, y Ka-
pesbcekoii O0epessl (Betula pendula var. carelica) B
KoHIIe (heBpajisi, KOrja TPAaHCIOPT OTCYTCTBYET U3-
3a OTpHLATENBHBIX TeMIlepaTyp, caxapo3a He 00-
Hapy>KuBajach BOBCE, a y OObIYHOW Oepesbl ee
YpOBEHb TPHOJIMKAJICS K HYJIO; COJIEpKaHne
(GpPYKTO3BI B 3TO BpeMsi OBUIO JIOCTATOYHO BHICO-
kuM (Hosumkas, ['anmubuna, 2011). B mepuos Be-
CEHHETO COKOJIBI)KEHUS caxapo3a, 00pa3yroIasicst
NIPY THIIPOJIN3E 3allaCHBIX COCMHEHUH, YTOObI 10~
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MAacTh B PYCJIO0 KCHJIEMHOTO ITOTOKA, HAITPABIEHHO-
To K MPOOY>KAAFOIINMCS TTOYKaM, POXOAUT HEKO-
TOPBIA OTPE30K MYTH MO KJIETKaM MapeHXWMbl. B
pe3yabpTaTe MOBBIIIAETCS COACP)KaHNE ucaxapuia
BO (hi105Me, 0OCOOEHHO Yy OOBIYHON Oepe3bl OBHC-
JIOW. ABTOPBI OTMETHIIM OY€Hb HH3KYI0 KOHIICH-
TPaIMIO caXxapo3bl B KCHJIIEMHOM COKE, YTO YKa3bl-
BaeT Ha €€ pacmaj] MpPU BBHIXOJE 3a MPEAeIbl CUM-
rmIacra.

HccnenoBanusi, BBIMOJHEHHBIE HA JAEPEBBIX
Oepessl OBUCIION, 0I6XH cepoit (Alnus incana (L.)
Moench) u ocunsl (Populus tremula L.), B kam0u-
aNbHYI0 30HY CTBOJIa KOTOPBHIX BBOJAMIM PACTBOPEI
9K30T€HHOH caxapo3bl, NEMOHCTPUPOBAIM, YTO
Ja)Ke BBICOKHME KOHLEHTpPAlMU SK30T€HHOH caxa-
PO3bI HE OKa3bIBAJM CYIIECTBEHHOTO BIIMSHHS Ha
Moporenes TkaHei oipxu U ocuHbl (Kapennna u
np., 2011). B okTs0pe y Bcex MCCIeT0BaHHBIX I10-
PO MaKCUMaJbHOE COJCpKaHUE PACTBOPUMBIX
YIJICBOJIOB OBLIO 3a(pMKCHPOBAHO B 30HE KaMOUs U
npoBosmeil (I03MbI, UTO CBA3AHO KAaK C OCEBBIM
TPAHCHIOPTOM ACCUMMIISITOB TIO CHTOBUIHBIM TpPYO-
KaM TIpOBOAsALICH (JIOIMBI, TaK U C BBICOKOH at-
Tparupymomnieii cnocoOHOCTEI0 KaMOusi. Y OCHHBI
caxaposa U IJII0K03a MPaKTHYECKH OTCYTCTBOBAJIH,
HO TOSBISUIMCh MWK (pykTo3sl. Haxorienue
(GPYKTO3bI SBISIETCS CBUICTENHCTBOM H3MEHEHHS
METa0OJIMYECKOI0 CTaTyca KIETOK B pe3yibTaTe
BBEJICHHUS JIONOJHUTENIBLHON caxapo3bl. B 1aHHOM
cllydae 4acTh MPOJYKTOB PACIIEIUICHHS CaXxapo3bl
OCTaBaJIaCh HEWCIIOJIb30BaHHOH. Y OJBXH COCTaB
pacTBOPUMBIX YTJIEBOAOB B 30HE MPOBOJSINEH
(103MBI U KaMOHs ObLT OIMHAKOB B KOHTPOJIE U B
9KCHEPUMEHTE: B TKAHIX MPUCYTCTBOBAIN Caxapo-
3a, IOKo3a U (pyKTo3a. YpoBeHb (DPYKTO3BI B
000HX cTy4asix MPEeBOCXOIUII YPOBHH JIBYX JIPYTUX
VIJIEBO/IOB, HO B OKCIIEPUMEHTE dTa pa3HUIla Oblia
Oospiieil. CpaBHEHHE C KOHTPOJIEM MOKAa3aJl0, YTO
BBEJICHUE Caxapo3bl, OUYEBHJIHO, HE BBHI3BAIO Y
OIIbXH CEPbE3HBIX META0OIMYECKUX MEPECTPOEK B
KaMOMalbHOM 30HE, YyTWIM3alUs Aucaxapuia
3[€Ch [IPOXOAMIIa B paMKaxX OOBIYHBIX AJISI JAHHOTO
CJ0s TKaHel ocoOeHHocTel oOMeHa BemecTB. Y
Oepe3bl B MPUKaMOUaIbHOM 30HE MPHUCYTCTBOBAIH
caxaposa, ppyKTo3a U TIII0K03a, IPHUEM COAEpIKa-
HUE caxapo3bl CYIIECTBEHHO Mpeodiasano Haj
YpOBHSMH MOHOcaxapoB. KoHIeHTpaius GpyKTo-
3bl B TKaHSIX 3TOW MOPOJABI HAXOAWIACh IPUMEPHO
B TeX K€ IpeJeNiaxX, YTO y OCHHBI U OIIbXHU, TOTIa
KaK COJIepKaHHe TJFOKO3bI OBUIO BHINIE, YeM Y
JIBYX OCTaJbHBIX MOPOA, TO €CTh OOIIMH Iyl pac-
TBOPUMBIX YTJIEBOJOB B INPHKaMOMAJIbHON 30HE
Oepe3bl ObIT HaMHOTO OOJbINE TIO CPAaBHEHHUIO C
TAKOBBIM Y OCHHBI M OnbxH. HakomieHnue caxapo-
3bl B TKaHJIX CTBOJIA Oepe3bl B YCIOBHSIX JKCIEPHU-
MEHTa YKa3bIBaJIO HA TO, YTO Pe3epB MeTadoiu3a-
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WU JUcaxapujia y 3TOH MOpOABl MCYEpIaH, Io-
3TOMY pacTeHHe BBIHYXKICHO YTHIH3HPOBAThH €¢
M30BITOK Yepe3 MOIKIIOUCHHE TTOMHMO OMOXHMHU-
YECKUX, TAaKKE€ W CTPYKTYPHBIX MEXaHU3MOB,
BKITIOYasl yBelMUeHHe 00beMa 3aracaronieid TKaHu.
D10 BBIpaXkaloch B MU epeHInaniad MaTeprH-
CKHX KJICTOK KCHJIEMBI M (DJIO3MBI B KJIETKH 3aria-
CaloNICH MapeHXMMEBI, YTO BEJIO K HAPYIICHUIO TH-
MUYHOTO JUTSl BUJIa CTPOSHHS TPOBOMSANIMX TKAHEH
(Tapenxuna u ap., 2015).

Oco0cHHO BBICOKHE KOHIICHTPAITUH PACTBO-
PHUMBIX YIJIEBOJOB OOHAPYKEHBI Y IBYX BUAOB aH-
tapkTrdeckux pacreHuii Colobanthus quitensis u
Deschampsia antarctica B X0J010BBIX YCIOBHSX
(Ztniga-Feest et al., 2009). OGee comepxaHue
PacTBOPUMBIX YIJIEBOAOB COCTaBiIsUIO okojio 40%
cyxoi Macchl pactenuil C. quitensis, TOTa Kak y
D. antarctica mpu aHAJOTWYHBIX YCIOBHSAX O3TH
3HAYEHHSI B JIMCThIX HJOCTUTaJu TOJbKO 15% ot
CyXOM Macchl.

Eme onHMM acnekToM NpUMEHEHHUS 3K30-
TeHHBIX PACTBOPUMBIX YTJICBOJOB SBISAETCS KPHO-
KOHCEpBalUsl PAaCTUTEIBHBIX OOBEKTOB C IIEJBIO
coxpaHenus: coBpemenHoro renodonna (Fki et al.,
2013; Mathew et al., 2018; Saeiahagh et al., 2019).
O0paboTka pacTBOPUMBIMH YTIIEBOJIAMHU CTAOWIIH-
3UpPYeT BHYTPHUKJICTOUHBIH OOMEH BEIIECTB, IIO-
CKOJIbKY OHHM KaK OCMOTHKHU IEepeMeIlaroT cBoOO/I-
HYIO BOJAY M3 KIETKH B MEXKKIETOYHOE MPOCTPaH-
CTBO M TaKMM 00pa3oM CTaHOBSTCS HyKJI€aTOpaMH
TbJ1a, IPEJOXPaHsIsl KIIETKY OT pa3pyleHHS.

Hcnons3oBanue TpaHCPOPMHUPOBAHHBIX
pacTeHuil — NPUHLMIUAIBHO Ba)KHBIA MOAXOJ K
W3YYEHUIO (DU3MONOTHYECKUX W MOJEKYJISPHBIX
OCHOB HHU3KOTEMIIEpaTypHOH aJanTaiuu, MO03BO-
JISTIOUIUM MyTeM 3KCIPECCUH IIeJIEBOTO T'eHa, KOIH-
PYIOIIEro COOTBETCTBYIOLINI OENOK, BBIIBUTH €TI0
pons B mporecce (GOPMUPOBAHUS YCTOWYHUBOCTH
pacTeHuil K HU3KUM TemrneparypaM. pu skcnio3u-
MK pactenuit kaprodens (Solanum tuberosum L.)
Ha CBETY P HHU3KOW 3aKaJHMBArOIICH TeMIlepaTy-
pe 5°C mpoucxXoawiIo HAKOIUIEHHE PACTBOPHUMBIX
VIJIEBOJIOB B BereTatWBHBIX opraHax (Deryabin,
Trunova, 2016). Y pactenuii kaprodens, TpaHC-
(OpMHPOBAaHHBIX TEHOM JIPOXIKEBOH HMHBEPTA3bI
(SUC2 Gene of Saccharomyces cerevisiae), nzme-
HSUIOCH pacTpeziefieHHe PacTBOPHUMBIX YTIIEBOJIOB
MEXJly OpraHamu, KOTOpbIE B TOpSAKE BO3pacTa-
HUS MX COJEPKaHUsS Pacojaraivch CIeTyIOIINM
obpazoM: ctebenb, KOPHH, JIUCTHS; MPOUCXOIUIIO
HAKOIUIEHUE caxapo3bl U INIIOKO3bI B JIUCTHAX, YTO
MPUBOAWIO K CYIIECTBEHHOMY TIIOBBIIICHUIO WX
YCTOWYMBOCTH K HU3KUM Temneparypam (Deryabin
et al., 2018). B nmuctesix kaprodens ¢ TpaHchop-
MHUPOBAaHHOW KOHCTPYKIMEW, HECyllel LeneBoi
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reH desA, KoTopblil KonupyeT Al2-aluuTUIIAHY0
necatypasdy 1uaHoOaktepun Synechocystis — sp.
PCC, mpeobnaganu riiroko3a ¥ caxapo3a Ha ¢GoHe
MHUHOPHOTO cojaepkanus Qpykro3sl (Hapaiikuna u
np., 2018). Iloce 6 cyTok 3aKanWBaHUs COAepKa-
HHUE Caxapo3bl B JIUCTHSIX KOHTPOJIBHBIX PacTEHUI
BO3pOCio B 4,5, TNIIOKO3bI — B 2,5, a QPYyKTO3BI —
noutu B 44 pasza. 3a TOT KE MEPUOJ B JUCTHAX
TpaHCcQOPMAHTOB COJEPKAHHUE CaXxapO3bl BO3POCIIO
B 5, TIIIOKO3BI — B 2, a PpyKTO3HI — B 5,8 pasa.

Taxoke YCTaHOBIEHO, YTO HETpaHCHOPMU-
pOBaHHBIE M TPaHCT€HHBIE PACTEHUs parica, KOTo-
peie coaepykat reH puca OsMyb4, naxopsmiuiics
mox KoHTposeM mpomoropa CORI1S5, mo-pazHoMy
pearupoBajid Ha JEHCTBUE HHU3KUX IOJOXKUTEINb-
HeIX Temnepatyp (Bypmuctposa u ap., 2011). Ha
BTOPBIE CYTKH 3KCIO3MLMHU Ha XOJIOJE Y HETpaHC-
(hOpMHUPOBaHHBIX pacTeHWIl parica HabIOaIN To-
BBIIICHUEC COACPKAHHA PACTBOPUMBIX YTIJICBOOOB!:
KOJIMYECTBO Caxapo3bl YBEIMUWIOCH B 8§ pas,
¢pykro3sl B 13, rmroko3sl B 39 pa3. B mpomecce
ajalTainyu K XOJOoA4Y B TPaHCICHHBIX PAaCTCHUAX
KOJINYECTBO Caxapo3bl yBEIMYMBAIOCH He Oolee
4eM B 2, KONMWYeCTBO (PPYKTO3BI — He Oojiee 4eM B
1,5 pa3a, a riroko3bl — B 3 pasza. OTO CBUIETENb-
CTBYCT O TOM, YTO B TPAaHCI'CHHBLIX PACTCHUAX pall-
ca o IeHCTBHEM X0JI0a IPOUCXOANT aKTHBALHS
psina MeTaboNINYecCKUX MYyTeH, OTIMYAIOLIUXCS OT
TPaJUIMOHHBIX MyTe B HETPaHC(HOPMHPOBAHHOM
pactenuu (bypmuctposa u np., 2011).

H3MeHeHUs1 HA KJIE€TOYHOM ypoBHe. Pato-
TaMH MHOTHX aBTOPOB MOKAa3aHO, YTO MO/ BIHSHU-
€M HHU3KUX TEMIIepaTyp B PAaCTCHUSIX MPOUCXOST
MHOTOUHCIICHHBIC CTPYKTYPHbIE U ()YHKI[MOHAIb-
ueie u3meHenus (Kratsch, Wise, 2000; Liitz, 2010;
Komsimosa, 2011; Bilyavska et al., 2019), BaxHoe
MECTO CpeI¥ KOTOPBIX 3aHMUMAIOT W3MCHCHUS B
¢dorocunTeTndeckom anmapare (OCA).

Xnoponnacmei. 1lokazaHo, 4TO B YCIOBHUSAX
HU3KOTEMIIEPAaTypHOrO 3aKajlMBaHHUS B JIUCTHIX
KOHTPOJIBHBIX PAaCTeHUI KapTo(ens MporCcXOaHiIN
aJalTHBHbIE W3MEHEHHS YJIBTPACTPYKTYpPBI XJIO-
pOIIIacTOB: yBeJIHUYEHHe OOIIero 4Ymcia IIacTo-
1700y, Ynciia TUIaKOUIHBIX MeMOpaH, yMeHbIIIe-
HUE IUIOLAJEed Cpe30B XJIOPOIUIACTOB M Kpax-
MaJbHBIX 3€peH, YTO KOPPEIHpPOBAIO C HAKOILIE-
HUEM pacTBOpHMBIX yrieBonoB (Hapaiikuna u ap.,
2018). Onnako y TpaHc)OpPMaHTOB, SKCIPECCHPY-
formx red desA Al2-aruIMmuaIHON JecaTypassl
Synechocystis sp. PCC, 1o cpaBHEHHIO C KOH-
TPOJBHBIMU PACTEHUSIMH B TEPHUOJ 3aKaJMBaHUA
9TH YJIBTPACTPYKTYpHBIE H3MEHEHUS XJOpOoIUIa-
CTOB OBUIM MEHee BBIPAKEHBI, XOTS CKOPOCTh
HaKOIJICHUS! PAacTBOPUMBIX YIJIEBOJIOB OblLIa BBI-
re, YeM B KOHTpoJie. Pe3ynbraTel MopdomeTpuye-
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CKUX HW3MEpEHHH CBHICTEIbCTBYIOT O TOM, 4TO
XJIOPOILIACTHl TPAHC(OPMAHTOB IO Psifly IOKa3a-
TeJeH YIbTPACTPYKTYPhI YKE 10 XOJIOAOBOU IKC-
MO3HULIMN COOTBETCTBOBAIN 3aKaJIEHHBIM PacTCHU-
SM, YTO, BEPOATHO, 00ECIEUMIO UM MOAJEPKAHNE
(YHKIIMOHATBHON aKTHBHOCTH MEMOpaH B MEPHOL
HU3KOTEMIIEpaTypHOTO 3aKaluBaHMs Ha 0oJiee BbI-
cokoM ypoBHe (Hapaiikuna u np., 2018).

PesynbTaTtoM KOHCTUTYTHBHOH SKCHpeccHu
rera SUC2 B pacTeHHSX KapTodens ObUI0 yMEHb-
LIEHUE YHCIa U pa3Mepa CTPYKTYpPHBIX 3JIEMEHTOB
XJIOPOILIACTOB Y TPaHC(POPMAHTOB MO CPaBHEHHIO
¢ WT-pacrenusamu ([epsoun u ap., 2018). Yenu-
YeHHE BHYTPHKJIETOYHOM KOHLEHTpPALMHU PacTBO-
PHUMBIX YTIICBOAOB y 3THX B33-iNvV-pactenuii npu-
BeJI0O K (OPMHUPOBAHMIO KCEPOMOP(HHOH yiIb-
TPAaCTPYKTYpPhl XJIOPOILUIACTOB, OCOOCHHO IPOSB-
JSBILEHCS MPH HU3KOTEMIIEPATypHOM 3aKaluBa-
HHUH, YTO OOecrevyrnBajo TpaHCPOpPMaHTaM IOHU-
JKEHHYI0 4yBCTBHUTEILHOCTh (DOTOCHHTETHYECKOTO
amnmapara K XOJIOIy.

V pacrenwii A. thaliana, npomemmux nepu-
O XOJIOAOBOM ajanTanuy (3aKaduBaHUA), MEM-
OpaHHasi cUcTeMa XJIOPOIJIACTOB OKa3aiach Ooliee
pa3BUTOMN, YEM Yy HE3AKAJIEHHBIX PACTEHUH, O YEM,
B TOM YFHCIIE, CBHJIETEIILCTBYET OTMEUCHHOE YBE-
JMYCHHUE YUCIIa THIAKOUIOB — OCHOBHOTO CTPYK-
TYpHOTO 3JIeMEHTa opraHeuibl (AcTtaxoBa W Jp.,
2014). O4eBHIHO, B YCIOBHSIX ITOHMKEHHOW TE€M-
MepaTyphl BHISIBICHHBIC aJlalTAIIHOHHBIE H3MEHE-
HUsl ObUIM HaIlpaBJIeHbl Ha TojJepxkaHue (HoTo-
CHHTETHYECKOW aKTUBHOCTH, YTO, B CBOIO OUYEPE/Ib,
obecrieunBaeT yBEIHUYEHHE COJEPIKAHUS PACTBO-
PUMBIX YIJIEBOJOB — OJIHOTO U3 KITFOUEBBIX (haKTO-
poB opMHpOBaHUS YCTONUUBOCTH K THIIOTEPMUHU.

HccnenoBanre, mpoBEICHHOE HA PACTEHUSAX
JIByX cOpTOB caxapHoro TpocTHHka GT28 (ycroii-
YUBOTO K X0JI0Ay) U YL6 (4yBCTBHTENBHOTO K XO-
JI0ZTy), KOTOpBIE€ TOABEPrajich BO3AEUCTBUIO XO-
nmonosoro ctpecca (0°C) B Teuenue 2, 4 u 6 qHEH,
BBISIBUJIO W3MEHEHHUSI B CTPYKTYPE XJIOPOILIACTOB
(Li S.L. et al., 2018). Eciu mopdonorust u yinb-
TpacTpyKTypa xyoporuractoB copta GT28 naxo-
JWIIach B HOpPME, TO ITUIACTUABI U3 PACTEHUH copTa
YL6 Obumn cepbe3HO HMOBPEXKAEHBI, B HUX TaKXKe
Ha0JI0JAJIOCh HAKOIIEHHE KpaxMalbHBIX 3€PEeH B
YCIIOBHSIX XOJIOZIOBOTO CTpecca. JTH Pe3yIbTaThl
noKasaiu, 4yTo Ooisiee cTabuibHAs CTPYKTypa XJO-
POIIJIACTOB B YCIIOBHUSX XOJOAOBOTO CTpecca SIBIIs-
€TCsl BAYKHOM OCHOBOM YCTOMYMBBIX K XOJIOZY COP-
TOB caxapHoro TpoctHuka (Li S.L. et al., 2018).

@puraHHbelil BUJ CPEeIU3EMHOMOPCKON pac-
TUTENLHOCTH Teucrium polium (ropusiid ayOpoB-
HHK), Oojee IMOABEPKEH 3UMHEMY CTpeccy, 4eM
JeTHel 3acyxe. 3UMHHE JIUCThS PACTECHHsI MEHbIIIE
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U TOJIIE 1O CPaBHEHMIO C JIETHUMH JIHCTBAMH,
HMEIOT OOJIbLIIE YCTBUI] U )KEJIE3UCTHIX BOJIOCKOB, a
TaKXKe HX XJIOPOIIACTHI KpyImHee, 0oyiee MHOIO-
YHCJICHHBI 1 IMEIOT 00BEMHBIE KpaxMalbHbIE 3ep-
Ha. XJIOPOIUIACTHI JIETHUX JHCTHEB UMEIOT MHOTO
KpyIHbIX MiactornolOyn. dusnonoruueckue mna-
pamerpbl nucta (oTocHHTE3, TpaHCHHpaNus,
YCTBUYHASI MPOBOJAUMOCTH) 3HAUYUTENBHO BBILIEC Y
3UMHHX JHCTheB. KOHLEHTpauuu OCMONPOTEKTO-
POB, TAaKMX KaK pPacTBOPHUMBIC YIJIEBOIBI, TAKXKE
Beille y 3uMHUX JuctbeB (Lianopoulou et al.,
2014).

B kJeTkax JHCTBEB MCCICAOBAHHBIX BHIIOB
pacTeHUH ApKTHKH, AHTApKTUKH W BBICOKOTOP-
HBIX O0JacTel XJIOPOIIacThl 00pa3yloT JITHHHBIE
BBIPOCTBI (CTPOMYJIBI), YBETHUUBAIOIINE KOHTAKT-
HYIO TTOBEPXHOCTh MEXIY COCEIHHUMH KIICTOYHBI-
mu kommaptmentamu (Liitz, 2010; Gielwanowska
et al., 2014; 2015). Takue 0cOOEHHOCTH OpraHesI
YKa3bIBalOT HA TECHOE B3aMMOJCHCTBHE U OYCHBb
MHTCHCUBHbIE OOMEHHBIE MPOLECCHI, KOTOPhIE MO-
T'YT UMETh OOJIBIIIOE 3HAUYEHHE AJISl pOCTa PACTCHUM
B CYpPOBBIX HKOJIOTHUECKHX YCIOBUSX, TPEOYIOMINX
HOJIeP)KaHHs YHEPreTHUECKOTO OaraHca Ha BBICO-
koM ypoBHe (Gielwanowska et al., 2015). O6pa-
[1aeT BHUMaHUe TOT (DaKT, YTO Y YETHIpEX BHJIOB
pacTeHul, mpouspacTarolIuXx B ApKTUKE U AH-
TapKTHKe, OBUIO OOHApYXEHO HAKOIUIEHHE 3HAYH-
TEJIEHOTO KOJIMYECTBA CaXxapo3bl B Pe3yNbTaTe XO-
JIOJIOBBIX 00pabOTOK, KOTOPBIM MOABEPTaIUCh 3TH
pactenus (Pastorczyk et al., 2014). Taxxe Obutn
MOJTyYeHBI CBEJICHHUS, YTO SK30TeHHass oO0paboTka
MPOPOCTKOB apadujorncuca 40 MM caxapo3oii B
TEMHOTE NPUBOAUT K PE3KOMY YBEIHMUYCHHUIO KOJIU-
YecTBa IUIACTHJ, KOTOpbIE 00pa3yloT CTPOMYIIBI
(Barton et al., 2018; Delfosse et al., 2018).

B nurepaType BBICKa3BIBAIOCH HECKOJIBKO
MPEINOJNIOKEHUI OTHOCUTEIBHO (DYHKIMH CTPO-
myn (Newell et al., 2012; Schattat et al., 2012a;
2012b, 2015; Hanson, Hines, 2018). Ot rummoTe3sr
BKJTFOYAOT: 1) yBEIMYECHHE TUTONIAIN TOBEPXHOCTH
IJIACTUAHON OOOJIOYKH IJISI MMIIOPTa W DKCIIOPTa
MOJIEKYJT;, 2) CO3/laHue KaHAJIOB, IO KOTOPBIM MO-
JIEKYJIBI MOTYT TIEPEMEIAThCS U3 TUTACTHIIBI B JIPY-
THe BHYTPUKJIIETOYHBIE YYacTKH; 3) B3aMMOCH-
CTBUE C APYTMMH OpraHeslaMy, TaKUMU KaK MHU-
TOXOHJPHUH, SJIPO W IUIa3MaTHyeckas MeMmOpaHa,
IUIST YMEHBIIIEHUST PAacCTOSHUS IPU OOMEHE MoJIe-
KyJlaMd 1 OMOXMMHYECKUMHU HUHTEpMenuaTamu; 4)
MPOIYKUUSA BE3UKYJ, MPOU3BOAHBIX IUIACTUA, IS
repe/layd CUTHAJIOB O BO3JIEHCTBUM OKpY Karollen
Cpempl WU JUTSI PEIUPKYIISIINN COAEPKUMOTO XJT0-
POILIAcTOB BO BpeMs CTpecca, CO3AaBaeMOro Hel10-
CTaTKOM THUTATENIbHBIX BEIIECTB; 5) pa3MEIICHUE
IJIACTUAHBIX (PEPMEHTOB U COACPKUMOIO IJIACTH/I
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B JIOTIOJIHUTENIBHBIX YaCTSAX KIIETOK JIsi o0Jerde-
HUSI UMIIOPTA M 3KCIIOPTa MOJIEKYIT; 6) B3aUMO/IEH-
CTBHE C DHAOIUIA3MATHYECKUM PETHUKYITYMOM IS
o0OMeHa HEeTOJIIPHBIMU CyOcTpatamu; 7) mepeaada
b6enmkoB 1 ADK, cHrHaMM3MPYIOHNINX O PEIOKC-
cTpecce TUIACTHI; 8) XpaHeHHe UMIIOPTHPOBAHHBIX
OenkoB BHEIIHEH 000704kH; 9) 3asKopeBaHUE
TUTACTU B OMPEACICHHBIX Yy4acTKax KieTku; 10)
BBIOPOC TOKCHYHBIX MOJEKYN, Takux kak ADK,
Yyepe3 CTPOMYIBI B OTACTISIOMINECS OT HUX BE3UKY-
ne1 (Hanson, Hines, 2018). BoibIMHCTBO anbuii-
CKHX W TIOJSIPHBIX TPaB Pa3BUBAIOT CTPOMYIIBI BO
BpeMsI aKTHBHOW (POTOCHHTETHUECCKOM HESITCIHHO-
CTH ¥ HCIIOJIE3YIOT UX JUIS YCHJICHHUS 3HEPreThde-
ckoro oomena (Liitz et al., 2012).

XJ10po1IacTsl HOJISIPHBIX pacreHuit
Cerastium alpinum, Colobanthus quitensis u Silene
involucrata comepskanu OGosbiide 00JACTH, CBO-
oomubie or TwiakouzaoB (Gietwanowska et al.,
2014). JlokanbHble TPOCTPAHCTBA, COACPKAIIHEC
TOJIBKO CTPOMY, OBUTH TaK)Ke OIMCaHBl Y HECKOIb-
KUX BHUJOB QIbIIMACKUX pPAaCTEHUI, B TOM YHCIIE
Geum montanum L., Geum reptans L., Oxyria
digyna (L.) Hill. u Ranunculus glacialis L. (Liitz et
al., 2012).

Mopdonorndeckast IUIACTUYHOCTH XJIOPO-
IUIACTOB MApEHXUMHBIX KJICTOK JIUCTHEB PACTCHHIA
ademeponma Galanthus nivalis, passuBaBmIuXCs B
HPUPOJHBIX YCIIOBUSX, TPOSBISIIACH B M3MEHEHU-
X uX (opMm, BapHaOEIbHOCTH KOJMYECTBEHHBIX
XapaKTepUCTHK MEMOPaHHBIX KOMIIOHEHTOB, 00pa-
30BaHUM CTPOMYJI B HayaJbHbIE NMEPUOMBI BEreTa-
UM TIPH HU3KHUX TIOJIOKHUTEIBHBIX TEMIIepaTypax
(®enrok Ta iH., 2017). B mabopaTopHBIX yCIOBHIX
oOpaboTka 3x3orenHoi 0,1 M caxapo3oii IMCThEB
G. nivalis crmocoOcTBOBaNAa COXPAHEHUIO HHTAKT-
HOCTH TPaH, YBEIMUCHUIO KOJIMYECTBA THIAKOUJIOB
U TUTOLIA/IM TPaH MPU OTPUIATEIILHBIX TEMIIEpaTy-
pax (ot =5 mo —15 °C), mpenoTBpaiiaiga moBpe-
KJICHUE CTPYKTYPbI (POTOCHHTETUUECKOTO arapa-
Ta U obecrneynBaia ero dPQPEeKTHBHOE (QYHKIHO-
HUPOBAaHUE, MOJATBEPIK/Iasi aKTHBHOE y4acTHe ca-
Xapo3bl B CTaOMIM3aLUH CTPYKTYPhI TPaHAIBHOM
cuctembl xJyoporuiactoB 3demeponaa (Fediuk et
al., 2017).

IIpumeHeHne pacTBOPOB caxapo3bl MPH MOI-
TOTOBKE€ M NPOBCACHWHN KPHOKOHCEPBAMN pacCTH-
TENIPHOTO MaTepuajia IMO3BOJIIIO COXPAaHUTh WH-
TaKTHOCTh CTPYKTYpbI xsoporuiactoB Orthosiphon
stamineus Benth. (Koleva et al., 2012) u Actinidia
chinensis L. (Mathew et al., 2018). ¥ Hypericum
humifusum perenepupoBaBIe ToOcCIEe KpHOOOpa-
0OTKH pacTeHud HMMECIIU XJIOPOIIaCThl C YPE3BbI-
YalfHO BBICOKMMH rpaHamu. VX BeIcoTa ObLIa TO-
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4YTHU paBHA MONCPCHHOMY CCUCHHUIO XJIOPOILIACTa
(Koleva et al., 2015).

Mumoxonopuu. CTpyKTypa MUTOXOHJIpHIA B
NapeHXUMHBIX ~KJIETKax JIICTBEB 3deMeponaa
G. nivalis B xo/ie paHHEBECEHHETO Pa3BUTHS Tpe-
TeprieBana u3MeHEeHUst (GopMbl (OKpyriias, yUIu-
HEHHast), KOJMYECTBEHHBIX XapaKTEPUCTUK KPHCT,
SNIEKTPOHHOM IIIOTHOCTH MAaTpHKCa, MEMOpaH H
obomnouek (Demiok, bimsecbka, 2015; Fediuk et al.,
2018). Takum o00Opa3oM, BBISBICHHBIE CTPYKTYp-
Hble ¥ (PYHKIIMOHAIBHBIE XapaKTEPHCTHKH SHEpre-
THUYECKHUX OpraHeiul kietok juctbeB G. nivalis B
THIOTEPMAIBbHUX YCIOBUSX Ha 3Tamax IMpopacra-
HUS ¥ BET€Tallik MOTYT CUUTAThCS MPU3HAKAMH X
aIaNTal[MOHHON CIIOCOOHOCTH K BBDKHBAaHHIO B
MEHSIFOIIUXCS KITMMATHYCCKUX YCIOBHSIX.

Bakyonu. YBenuueHue N0iau CUIBHO BAaKyoO-
JU3UPOBAHHBIX MAPEHXUMHBIX KJIETOK B MPOBOJIS-
e (1od3Me OCHHBI U OJbXH OBLIO OTMEUYEHO TpU
MOBBIILICHUH KOHLIEHTPALUU €axapo3bl U (QPyKToO-
3bl. Bakyonu uMenu OecrBeTHOE MPO3pPAavyHOE CO-
nepxxkumoe (Kapemmna, Hourkas, 2011). Ilo mue-
HHUIO aBTOPOB, YBEJIHUYEHHE Pa3MEpOB BaKyoleH B
MapeHXUMHBIX KIETOK OCHHBI W OJIbXH M OTCYT-
CTBHE Y HUX OKPacKH MOXKET CBHJIETEIHLCTBOBATH O
HaKOIIJICHUH B HUX PACTBOPHMBIX YIJIEBOJIOB; TEM-
Has OKpacka BaKyoJiei Oepe3bl MO3BOJISET MPeIo-
JaraTh HaKOIJICHWE B HUX TAHHMHOBBIX BKJIFOYC-
HUH.

Hopo. JlonactHas dopma sapa HaOm0Oa-
ngace B kierkax Silene involucrata, pacrenus w3
30HBI 3amnoyspbs; cepudeckre 30HBbI, OKPYKEH-
HBbIC OJHOCJIONHOW MeMOpaHOW W 3aIlOJIHCHHBIC
TOMOT'€HHBIM COJEP)KUMBIM C HHU3KOH 3JEKTPOH-
HOW IUIOTHOCTBIO, TIPUCYTCTBOBAJIM B fAIpax
C. quitensis u S. involucrata (Gielwanowska et al.,
2014). CuMMETpUYHO pPAacIOJIOKEHHBIE KpPHUCTal-
JYecKre OeJKOBbIe BKIIOYEHUS! BOJIM3M OT rerte-
POXpOMaTHHA HIIH AJIEKTPOHHO-TIPO3PAaYHBIX 30H B
Aape KIETKH OOHAapYXKEHBI B siipax KIETOK Me30-
¢una y pacrennii C. quitensis, mpouspacrarommx
B CBOEH e€CTECTBEHHOHM cpeae oburaHus (AHTapK-
tuke) u B terumne (Gielwanowska et al., 2014).

C momomipio QIyopeciieHTHOH MHKPOCKO-
MY B LIEHTPAJIbHON 30HE SAPBILIEK KIETOK KOPHEMN
apaOujorncuca B pe3yjbTare BO3JCHCTBUS HU3KOU
temneparypst (0°C, 2 4) 6pU10 0OHapykeHO o0pa-
30BaHue MojocTeil, mumeHHbx Mojexyn PHK. AB-
Topsl mpenmonoxuny, uro MPHK-cBsa3biBaromme
(hakTOpbl MOTYT COOMPATHCS M3 HYKJIEOIUIa3Mbl U
3amacaTtbCs B SIPBIITKOBON TIOJMOCTH, CHIDKAs
TpaHCKpumuio B Hykjieomiasme  (Hayashi,
Matsunaga, 2019).

Lumockenem. YCTaHOBIJIEHO, 4YTO HHU3KHE
TeMIIepaTypbl IPUBOJAT K U3MECHEHUSIM HCXOJIHOM
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OpraHM3allid aKTUHOBBIX (PUIIAMEHTOB B pa3in4-
HBIX THUMAaX KJIETOK TJIaBHOTO KOPHS MPOPOCTKOB
A. thaliana: B KOpHEBBIX BOJIOCKaxX HaOJIIOJAITNCEH
JIUIIb TOYEYHBIC CTPYKTYPHI WK KOPOTKUE ITYUKH
F-akTiHa, B KJIETKAaX 30HBI PACTSHKEHUS BEBISBIICHA
HEYTIOPAJOYEHHOCTh AKTHHOBBIX (DHIIAMEHTOB C
YAaCTUYHOM U MOJIHOM MX JETOJMMEpU3aLUENd B He-
kotopbix kieTkax (Plohovska et al., 2016).

B nHauane nelicTBHsA XOJIOIOBOTO CTpecca Ha
pacTeHHs IBYX COPTOB CaxapHOI'O TPOCTHHKA OBI-
JIO YCTAHOBIIEHO, YTO MHUKPOTPYOOUKH y YCTOWUH-
BOro K xoJyony copra GT28 Obutm Ooee Aemou-
MEpHU30BaHHBIMH, YEM TAKOBBIE Y UyBCTBUTEIHHO-
ro k xonoxy copra YL6 (Li S.L. et al., 2018). Ilpu
JUTUTEIBHOM BO3ACHCTBUM XOJIOJa KOJIHYECTBO
MHUKpPOTpyOOUeK y copta YL6 3aMeTHO yMeHBIIH-
JIOCh, B TO BpeMs Kak (DIIyopecueHINs MUKPOTPY-
6ouek y copra GT28 ycunuBanach, 9T0 yKa3bIBaeT
Ha peopraHu3aliio STUX MUKPOTPYOOUEK.

Cpenu u3ydeHHBIX 15 TeHOB o-TyOynuHA y
COpPTOB SIPOBOM M O03UMOM IIIIEHUIBI [IPU XOJIOJ0-
BOM aKKIMManmuu OBUIM  WACHTU(QHUIIUPOBAHBI
IIECTh TEHOB C MOBBIMICHHBIMUA YPOBHSIMH JKC-
npeccuu, oOHapy>KEHHBIMH Ha Ha4aJbHBIX CTaJIu-
X X0JI00BO# akkiumanuu (Buy et al., 2019). dus
03UMOTr0 copTa ObUTH 0OHAPYKEHEI O0JIee BEICOKHE
YpPOBHH 3Kcripeccuu rena Tuba-2-3 tyOynuna. [o
MHCHHUIO aBTOPOB, BBICOKHE Ha4aJbHBIC 3HAUYCHUSI
YPOBHEH 3KCIPECCHUH T'€HOB MOTYT TaKXe YKa3bl-
BaTh Ha MX BaYXHYIO POJIb B YCTOHYHMBOCTH MHUKPO-
TpyOOUeK TIIEHHIIBI K HU3KUM TeMIlepaTtypam Ha
PaHHUX CTaIUX XOJOAOBOW aKKIMMALMH.

Mouseky/JsipHO-TeHeTHYEeCKHe H3MeHEeHH .
TpaHCKpUNIIMOHHAS PETYJISAHS WrpaeT BaKHYIO
POIb B XOJOAOBOH aKKIIMMAIMH. DTM0Xa TeHOMUKHA
IMpuUBEJIa K OTKPBITHUAM, KaCarOIUMCs MEXaHU3MOB
MeTabonn3Ma pacTBOPUMBIX YIIIEBOJOB M UX CIIO-
COOHOCTH TMOBBIIIATE XOJOJOYCTOHYHBOCTH. He-
JABHHE HCCIICIOBAHUSI, TMOCBSIICHHBIE PEaKIUsIM
MeTabonu3Ma pacTBOPUMBIX YIIIEBOJOB, HX TPaHC-
MOpTa ¥ CHTHAIMHTA MPH CTPECCOBBIX YCIIOBHSIX,
pacuIMpuiiy IpeacTaBieHus 00 X PoiH B XOJIOAO-
ycroitunBocT pactenuit (Yue et al., 2015; Fu et
al., 2016; Barrero-Gil, Salinas, 2018; Park et al.,
2018; Bouchnak et al., 2019; Li Y. et al., 2019;
Trentmann et al., 2020). TpaHnckpUNTOMHBIE JKC-
TNIEPUMCEHTBI BBIABUIIU PsJ] CBA3aHHBIX C paCTBOPHU-
MBIMH YTJIEBOAAMU TEHOB, KOTOpPbHIE MOKa3aJH
TG PepeHIINATBEHYI0 IKCIPECCHIO TIOCIE HU3KO-
TemriepaTypHbix oopabortok (Raju et al., 2018; Pu
etal., 2019; Zhao et al., 2019).

DKCIpeccus TeHOB OOJIBITUHCTBA KITFOUEBBIX
(epMEHTOB M MX aKTMBHOCTH OBLIN W3YYEHBI B UC-
CIEJIOBAHUSX  BIUAHUS  HHU3KOTEMIIEPATYpHOIO
cTpecca, HalpuMep, Ha caxapo30CHHTa3y U UHBEP-
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tasy B metabonusme Suc (Ruan, 2014; Deryabin et
al., 2018), paddunozocunrazy (RS) m ramakru-
HonmcuHTady (GalS) B wmerabommsme  Raf
(Shimosaka, Ozawa, 2015; Han et al., 2020) u Tpe-
rano3o-6-pocdarcunrazy (TPS), urparomryro Bax-
HYIO pOJIb B KOHTPOJIE COOTHOIICHHUS Tperano3o-6-
docpata u Suc (Figueroa, Lunn, 2016; Sakr et al.,
2018; Liu et al., 2019), takxe Ha ctaxuosy (Li et
al., 2017). Bkmag 5TUX T€HOB B XOJOJOYCTONYH-
BOCTb OB IIPOBEPEH HA Pa3HBIX BHIAX PACTCHUI.

PesynpTaThl psina uccienoBaHUil MOKa3amu,
YTO XOJIOJ BBI3BIBACT JETPajalrio Kpaxmania; BO-
BJICUYCHHE TEHOB, KOIUPYIOIIUX OCHOBHBIC (ep-
MEHTBI Ha 3TOM IIyTH, BKJIIOYas IJIIOKaHAa3y
(GWD), B-amumazy (BAM), a takxe reHoB dep-
MEHTOB €r0 HHUCXOJSIIETO IOTOKA, TaKUX Kak
Tparcmoprep  ManbTo3pl  (MEX1,  maltose
transporter) U AUCIPOMTOPIUOHUPYIOMIHA (hepMEeHT
2 (DPE2, disproportionating enzyme 2), cnoco0-
CTBYeT aJlanTallii pacTeHuii k xonony (Zur et al.,
2013; Yue et al., 2015; Zhao et al., 2019; Sun et
al., 2020). Hanpumep, PtrBAM1 6bin upentudu-
mupoBaH kak perynon CBF, kotopsiii ¢yHKIHO-
HUpyeT B ycioBusix xonoma (Peng et al. 2014).
O6napyxeHo, uro (ochopunmmpoBanne Oemnxa
COR 78 mooXUTENBHO KOPPETUPYET C COCTOSIHU-
€M aKKJIMMaIK apaOuIoncuca U CiocOOHOCTBIO K
HAaKOIJICHUIO YIJICBOAOB. YBEIMYEHHE COIeprKa-
Husg COR78 u COR15B sBisiercs 0OBIYHBIM CIIE/-
CTBHEM BO3/ICHCTBHSA XOJO/Aa, KOTOPOE TaKXKe
Ha0JronaI0Cch Y METa0OJIMYECKUX MYTaHTOB C Jie-
¢unmurom pepMeHTOB MeTabOIM3Ma Kpaxmaia Uil
caxapo3ssl (Nagler et al., 2015).

Kpome Toro, TpaHcmopTepsl pacTBOPHMBIX
YTIIeBOJIOB, Takue kak Tpancmoprep Suc (SUT, Suc
Transporter) u tpancnoprepsr SWEET (SWEET,
Sugars Will Eventually be Exported Transporters),
TaKXKe MOTYT H3MEHSATHCS XOJOJOBBIM CTPECCOM
(Li W. et al., 2018; Abelenda et al., 2019; Doidy et
al., 2019; Patzke et al., 2019; Wang et al., 2019;
Yang et al., 2020). Kpome TOro, M3BECTHO, YTO
rekcoknnaza (HXK) u Suc-nHedepmeHTHpyOIIas
1-cBs3annas nporemnkuHaza 1 (SnRK1, Suc-non-
fermentingl-related protein kinase 1) yqacTByroT B
nepeaaye CUrHajla pacTBOPUMOTO YIIIEeBOJd, MO-
OyJIUpys MHOXECTBO pa3HOOOPa3HBIX TI'€HHBIX
TPAHCKPHIITOB U MHTEIPUPYs CyOCTpaThl CTPEcco-
Beix peaknuii (Bello et al.,, 2014; Zhang et al.
2017; Wang et al., 2018; Wang et al., 2019). B
3TOM OTHOLICHWH METabOoJIM3M, TPAHCIOPT U CHT-
HAJIMHT PacTBOPUMBIX YTJIEBOJOB MOTYT y4acTBO-
BaTh B PEAKIUAX PACTCHUH HA XOJO/I.

OO0HapyxeHo, uto dkcrpeccus rena AtSUC9

Obula BBI3BaHA XOJOAOBBIMH CTPECCOBBIMH YCIIO-
Busimu (Jia et al., 2015). Hapymenue AtSUC9 npu-
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BEJIO K YyBCTBHTEJIIBHBIM OTBETaM Ha aOuoTHue-
CKHH CTpecc INpH IPOpPACTAHUH CEMSH H POCTE
MPOPOCTKOB. JlanpHeNIuil aHanu3 mokasai, 4ro y
MyTaHTOB AtSUCY ¢ PEeHOTUIIOM UyBCTBUTEILHOCTH
OKa3ajochk 0osee BBHICOKOE COAepKaHhe Suc B TIO-
Oerax u OoJiee HU3KOE coepKaHue SucC B KOPHIX
M0 CPaBHEHHWIO C TAKOBBIMH Y PACTEHUH AHUKOTO
tuna (WT). K Tomy e ObUIO MOKa3aHO, 4TO dKC-
npeccust reHa AtSUC9 unnynupoBanach, B 4act-
HOCTH, HU3KMMH YPOBHSMH 3K30T€HHOH ¥ 3HIO-
reanoii Suc, u gexenus AtSUC9 mosnusiia Ha dKc-
NPECCUI0 TEHOB, YyBCTBUTEJIBHBIX K HH3KOMY
ypoBHio Suc. AtSUC9 rtakxke moka3zas OYeBHTHBIN
OTBEeT Ha 00pabOTKY HU3KUMH KOHIEHTPALMUSIMH
9K30T€HHOH Suc BO BpeMs MPOpacTaHUsl CEMSH,
pocTa MPOPOCTKOB M paclpenesieHus Suc, a My-
TaHThl AtSUCY enBa Jin BBIPOCIIHM ObI TIPU XOJIOJIO-
BBIX CTpeccax 0e3 BHECEHHMs SK30reHHOU Suc. OTu
pe3ynbTaThl MoKaseIBatoT, 4yro AtSUCY nuaymmpy-
eTcsl, B YaCTHOCTH, HU3KUMHU YPOBHAMH Suc, a HE
orocpeayeT OajaHc pacmpeaeseHus Suc A To-
BBIIIEHUS] XOJIOAOBOM CTPECCOYCTOMYMBOCTU apa-
ouporicuca (Jia et al., 2015).

B skcneprMeHTax ¢ BBeIEHHEM IK30TE€HHBIX
PacTBOPOB PAacTBOPUMBIX YTIIEBOJOB U C KOJbIIE-
BaHMEM CTBOJa Oepe3bl TOBHCIOH IOBBIIICHUE
YPOBHS Caxapo3bl BRI3BAIO POCT aKTHBHOCTH aIlo-
TutacTHOW WHBepTasbl (AmlMHB). Bricokas akTuB-
HOCTh AnMHB Takxe Oblla OOHApy)XeHA B MECTaXx,
rie GpopMupoBanich CTPYKTYpHBIE aHOMAJIMU TKa-
HEHl CTBONIA KapenbCKOH Oepesbl. Y KapenbCKOH
Oepesbl Uy 0OBIUHOM Oepe3bl B 30HAX HaJl MECTOM
BBEJICHUSI DK30T'CHHBIX PAcTBOPOB PACTBOPUMBIX
YTIIE€BOIOB ObIIa BEISBIEHA CBEPXIKCIIPECCHS T€HA
PIN3, komupytomero UYK-rmoko3ocunrasy, 4ro
CBUJICTENILCTBYET 00 MHAKTUBAIIMN ayKCHHA MyTEM
cunte3a MYK-rmoko3sl (Novitskaya et al., 2020).

[MpuHIMIIMATIEHO  HOBBIE  BO3MOXKHOCTH
MPEIOCTABIISIOT T€HHO-WH)XCHEPHBIE TOIXOMABI, B
YaCTHOCTH, WCIIONb30BaHHE B HCCIEIOBAHUIX
TpaHC(OPMHUPOBAHHBIX pACTEHHI, SKCIPECCHPY-
IONIMX TeHbI TeTEPOJIOTHYHBIX OPraHU3MOB, KOTO-
pble KOAMPYIOT (PYHKIHOHAJIBHBIE TOMOJIOTH pac-
TUTENHHBIX OEJKOB C W3BECTHBIMH (DYHKIMSIMHU.
JlaHHBI MOJAXO0Jl MO3BOJISIET BBIIBUTH POJb IPO-
IYKTOB SKCIPECCHH 3TUX T'€HOB B IpOIeccax pocTa
W pa3BUTHUS PACcTEHUH, POPMHUPOBAHUS UMH YCTOM-
4YUBOCTH K cTpecc-pakropam (Jewell et al., 2010).
OKCIepUMEHTHI 10 TpaHc(opMauy reHoMa ObLIH
NPOBENIEHBI, YTOOBI MOHATH POJIb OTIENBHBIX pac-
TBOPUMBIX VIJIEBOJIOB B CTPECCOYCTOHYUBOCTH
CEJIbCKOXO03SIMCTBEHHBIX KYJBTYP K XOJIOIY U JIPY-
UM a0MOTHYeCKHM (hakTopam, KOTOpble B OOIb-
HIMHCTBE CJIy4acB MPOBOJMINCH HA MOJEIBHBIX
pacTeHUsX, TAKUX Kak apaOUIOoINCUC U Tabak, Ine
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ObUT JOCTUTHYT 3HAUUTEIBHBIN YCIEX C TOYKH
3peHUs] YCTOHUMBOCTH KO MHOTHM aOHOTHYECKHUM
cTpeccam.

Hosprit XO0JIOO0-3aBUCHUMBIH TCH,
SikCOR413PM1, O6wu1 BelgeneH wu3 Saussurea
involucrata Kar. et Kir., pactenus, KoTopoe mpo-
U3pacTaeT Ha BBICOKOTOPhE TPU HHU3KHMX TeMIIepa-
Typax Ha ceBepo-3anaae Kuras (Guo et al., 2019).
[lokazaHo, 4TO TpaHCTEHHBIE pacTeHUsi Tabaka,
skcnpeccupyrone SIKCOR413PM1, Osutn Gonee
YCTOMUYMBBIMU K XOJIOAOBOMY cTpeccy, ueM WT
pacTeHmsl.

Ha nuanm pactenuit kaprodens ¢ H3MEHEH-
HBIM YTJICBOJAHBIM META0OJU3MOM, BbI3BAHHBIM
uHTerpanuel B renom resa SUC2, koaupyroiero
aroIUIaCTHYIO WHBEPTa3y Saccharomyces
cerevisiae, ObITa yCTaHOBIICHA TMOBBIIICHHAS KOH-
CTUTYTHBHAS XOJIOJI0YCTOHYMBOCTh TpaHCHOPMaH-
TOB KaK pe3ynbTaT BIHSIHUS HW3MEHCHHOTO COOT-
HOIICHUST SHAOTCHHBIX PACTBOPUMBIX YIJICBOJIOB
noJ JeiicTBueM HMHBepTasbl Apoxokeit (Deryabin,
Trunova, 2016; Deryabin et al., 2018).

Bron u coast. (Byun et al., 2018) uccneno-
BaIM  MOJEKYSIPHBII ~ MEXaHW3M  aJanTaluu
Deschampsia antarctica mocpeacTBoM uaeHTH(H-
Kaluu U XapaKTEPUCTHKHU C-
MOBTOPHOCBs3BIBatomiero dakropa 4 (DaCBF4, C-
repeat binding factor 4), ypoBeHb KOTOpOTO ¥y
D. antarctica 3amMeTHO MOBBIMANCS TPU XOJOI0-
BOM cTpecce. TpaHCTE€HHBIE pAacTeHHs puca
Ubi:DaCBF4 moka3anu TMOBBIMICHHYIO YCTOWYH-
BOCTb K XOJIOJIOBOMY CTpeccy 0e3 3a/lepKKH pocTa
MO CPaBHEHHUIO C PACTCHUSIMH JUKOro Tuma. Pe-
3yJNbTaThl  MO3BOJMJIM  HPEANONIOKHUTb,  4YTO
DaCBF4 y D. antarctica omocpeayer peakiuro
TPAaHCTEHHBIX PACTEHUI puca Ha XOJIOJOBOH
CTpecCc TyTeM pEeTYJSIIUU YPOBHEH OSKCIIPecCHH
Habopa reHoB, YyBCTBUTEJIBHBIX K cTpeccy. Takum
00pa3oM, TpaHCKPUMIIMOHHBIE (PAKTOPBI, KOTOPHIE
PETYIUPYIOT IKCIPECCHUI0 MHOXKECTBA BBIOPAHHBIX
TCHOB-MUILIEHEW, OyAyT MOJIE3HBI JUIl TeHHOW WH-
JKEHEPUH Ul TOBBIIICHHUS XOJOAO0YCTOHYMBOCTH
pacTeHui, B TOM YUCIIE puUca.

3aknouenue

PacTBOpuMBIE YIiIeBOABI, KOTOPHIE SIBISIOT-
Cs OCHOBHBIMH TPOAYKTaMH (OTOCHHTE3a, MOTYT
HCIIOJIB30BAThCSl B KAYECTBE HCTOYHHUKOB YIJIEPOAA
uis OMOCHHTE3a MHOTHX JAPYIHX COEAWHEHHMH,
CUTHAQJIbHBIX TOCPEAHUKOB, OCMOJMUTOB M TpPaHC-
MIOPTHBIX MOJIEKYJI, & TAK)KE KaK JIEN0 Il KpaTKo-
BPEMEHHOT'O XpaHEHMs dHepruu. B pacTeHusx pac-
TBOPUMBIE YIJIEBOJBI CUHTE3UPYIOTCS B JIUCTBAX
BO BpeMs (OTOCHHTE3a W B KOHEYHOM HTOTE€ JO-
CTaBISIIOTCS. B Pa3jIMUHbIE TKaHW TeTePOTPOQHBIX
OpraHoOB, TAKMX KaK KOPHHU, CEMEHA U IUIOJbL, YTO-
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061 o0ecrieunTh UX pocT U pasButue (Ruan, 2014).
HeynuBuTensHO, 4TO TakoW KIETOYHBIN OOMEH
pPacTBOPUMBIX  YIJIEBOJOB  TpeOyeT  HaIMuMs
TPAHCHOPTHBIX OEJNKOB AJISl TOCTYIUICHHS B KIICTKU
WIN BBICBOOOKAEHUS M3 KJIETOK WM CyOKJIeTou-
HBIX KoMrapTMeHToB (Pommerrenig. et al., 2020).

B xone »Bomonmu pacteHus BbIpabOTaIN
pasnuaabie MOpQoIornIecKre, GU3HOIOTHICCKUE
U TEHETHYECKHE aJalTallMOHHBIE MEXaHHU3MBI,
4TOOBI CHPABIATHCS C JICHCTBUEM aO0MOTHYECKHUX
cTpeccopoB. B cTpeccoBBIX YCIIOBUSX pacTeHUs
MU3MEHSIOT CBOM OMOJIOTHUECKHE TPOLECCH Ha
BCEX YPOBHSIX MX OpraHU3aIllH, BKJIIOYAsi MOJIEKY-
JISIPHBINA, KJIETOYHBIA M OpPraHU3MEHHBIA YpPOBEHD.
Ctpeccopbl BEI3BIBAIOT AKCIPECCUIO OOIBIIOTO KO-
JIM4eCTBa YYBCTBUTCIBHBIX K HHUM I'CHOB ITYyTEM
W3MEHEHUS] WX TPaHCKPHUIIHNH, B TO BpeMs Kak
MHOTHE TEHBI, CBSI3aHHBIE C POCTOM M Pa3BUTHEM,
npu 3ToM penpeccupytorest (Maleki, Ghorbanpour,
2018). D10 moMoraer pacTeHUSIM COXPaHATh SHEP-
THIO JI0 TeX TOp, MOKa CTPECCOBOE COCTOSHUE HE
3aKOHYHNTCA.

UToOBI MPOTHBOCTOATH BIUSAHUIO a0MOTHYE-
CKHUX CTPECCOpPOB, PACTEHHS Pa3BUIH CIOXKHEIE
OMOXMMHYECKHE U MOJICKYIISIPHbIE CTpaTeruy,
BKJIIOYAIOIINE W KOMILJIEKC KOMIIOHEHTOB CeTeil,
KOTOpble 00ecredYnBaloT MeTaboJIn3M pacTBOpPU-
MBIX yTJIEBOJIOB, TAKUX KaK (hepPMEHTHI, TPaHCIIOP-
TEpbl, TEHbl, TPAHCKPUIILUOHHBIE  (HaKTOPEI
(Gangola, Ramadoss, 2018). bsuto ony6nukoBano
HEMaJo padoT, OOBACHSIIONUX MEXaHU3MBI, JIeKa-
M€ B OCHOBE ()YHKIIMOHUPOBAHUS TAKHX CHUCTEM,
a Takke ObUTM MPEANPUHATH YCHIUS IS MOy~
UM OTHX CUCTEM C LENBIO0 TOBBIIICHUS YpOKai-
HOCTU CEJIbCKOXO34MCTBEHHBIX PACTEHH B YCIO-
BUSIX BIUSHUS aOnotudeckux crpeccopoB (Herath,
2018).

Pacrenuss B xonme »BOMIOIUH BBIpabOTAIH
CTpaTeruy JjIsi CTPOrOro PEeryJIMpoBaHUs METado-
TU3Ma BO BpeMsl aJanTalud K HW3MEHSIOIIIMCS
YCIIOBUSIM OKpYXKarolien cpensl. Huskas Temmepa-
Typa 3HAYUTEJIbHO OTPAaHUYMBAET PACIPOCTpPaAHE-
HUE, POCT W ypOKAaHWHOCTh MHOTHX BHJIOB pacTe-
Huit. Bo3zeiicTBue Ha pacTEeHUs] HU3KOM, HO HE OT-
pUIIATETLHON TeMITePaTyphl UHAYIIUPYET MYJIbTH-
TEeHHBIC IPOIECCH], HAa3bIBaGMBIE XOJIOAOBOU aK-
KJINMAaIEH, 9TO B KOHEYHOM HTOTC MPUBOIUT K
MOBBIIICHUIO MOPO30YCTOMYUBOCTH. XOJOAOBAas
aKKJIUMAaITUsl BKJIIOYACT TIEPEpOTrpaMMHUPOBAHIE
TPAHCKPHUIITOMA, ITPOTEOMa U METa00JIOMa U BIIHSI-
eT Ha cBs3b M mepenauy curnanos (Hurry, 2017).
PactBOpuMBIE yriaeBOABl UTPAIOT KIIIOUEBYIO POJIb
B OTOM METa0OIMYECKOM TEPETPOTPaMMUPOBAHIHI
(Fiirtauer et al., 2019). YcraHoBjieHO, YTO U3MEHE-
HUS UX YpOBHEH W paclpeleieHus] B pPa3IuvHbIX

OopraHax U TKaHSX BIMSIIOT HA YCTOMYMBOCTH pac-
TeHu# K xonoxy. C mpyrodl CTOPOHBI, paCTBOPH-
MBbI€ YTIIEBOJIBI TAKXKE BIUSIOT Ha APYTHe (PyHKINU
BO BpEMSI Pa3BUTHUS PACTCHUIM.

[JanbHelmue uccinenoBanys, HallpaBIeHHbIE
Ha BBISICHEHHE POJIU Ka)/I0TO PacTBOPHUMOTO yTiie-
BOJIA B PEAKLUAX HA XOJIOI, MOTYT IIPOBOIUTHCS C
HCTIOJIb30BAaHUEM IIEPENOBBIX TEXHOJIOTHUH, BKIIIO-
Yas MOJIy4YeHHE T'eTEePOJIOTHUECKUX TpaHCPOpMaH-
TOB U MYTaHTOB, CIIOCOOHBIX yCHJIMBaTh WM TO-
JaBJIATh NpUCYIIHE UM (QYHKLIUHU y ONPEAETICHHBIX
KOMIIOHCHTOB METa0OJIMUYECKONH CHCTEMBI PacTBO-
PUMBIX YTJIEBOJOB. DTH BBIBOJBI MOTYT oOecrie-
YUTh HOBOE MIOHMMAaHHE MEXAHU3MOB, C IIOMOIIbIO
KOTOPBIX TaKHe KOMIIOHEHTHI IyTel MeTabonm3ma
pacTBOPUMBIX YIVIEBOJIOB pEarupyroT Ha XOJIOJ0-
BOH cTpecc.

B HacTosimiee BpeMsi WACHTH(QHUIUPOBAHEI
MHOTME TOTEHIMAIbHBIE TEHBI, POJIb KOTOPBIX B
YCTOHYHMBOCTH K XOJOAY O CHX IOp HE HCCIENO-
BaHa. Tarke WHpOpPMALUS, MOTYyYCHHAs! C TTOMO-
IIbI0 HOBBIX METOJOB, NEHCTBYIONIMX Ha YpOBHE
TPaHCKPHUIITOMA, MPENOCTABIAECT OYEHb IOJE3HBIC
JIaHHBIE O TeHaX, YYacTBYIOIIMX B aKKJIUMAallUU K
xojogoBoMy crpeccy (Maleki, Ghorbanpour,
2018). Kpome Toro, pe3ynpTaTsl U3ydeHHs MPOTE-
OMa reTepoJOrHYHBIX TPAHC(POPMAHTOB TaKKe Oy-
IyT OYEHb IMOJIE3HBI JUIsI TIOHUMaHHUS MeXaHU3Ma
YCTOMYHMBOCTH K XOJIOAOBOMY cTpeccy. B ocHOB-
HOM JOCTYyIHas MH(pOpMAaLKs O Peaky Ha X0JI0]
Pa3IMYHBIX CHCTEM PAcTEHUH, UMEIOIINX OTHOIIIe-
HHUE K PaCTBOPUMBIM YTJIEBOJAM, BCE €lIe OTPAHH-
4yeHa, 1 B OynyuieMm TpeOyeTcs pacIiupuTh Hcciie-
JIOBaHUSI B 00JIACTH TEHOMHUKH, TPAHCKPUIITOMUKHU
W TMpOTEeOMUKHU. B Onmkaiinime ronsl pas3zieneHue
cnenr(uIecKux i XOJIOAOBOTO CTpecca CHUTHa-
JIBHBIX IyTeH, MHULIIMUPOBAHHBIX CUTHAJIMHIOM pa-
CTBOPUMBIX YTJIEBOJOB, BEPOSITHO, CTAaHET OJHOU
U3 CaMBIX AKTYaJIbHBIX TEM, PACKPBIBAIOIIHX HO-
BbI€ BO3MOYKHOCTH IS TOBBIIIEHUS YCTOWYMBOCTH
CEIIbCKOXO3SICTBEHHBIX KYNbTYp K JEHCTBHUIO
MHOTOUYHNCIIEHHBIX CTPECCOPOB.
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