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B 0630pe paccMOTpeHbI KOJUTMTaTUBHBIEC 3((hEKTh BHICOKOKOHIIEHTPUPOBAaHHBIX pACTBOPOB caxapoB P
NeiCTBUM OTPULIATEIbHBIX TEMITepaTyp Ha MOPO30CTOMKME pacTeHUs, CBSI3aHHbIC C IMPeAOTBpallleHeM
006e3BOXMBAHUS KIIETOK, 00pa30BaHMEM MEXKIIETOUYHOTO JIbla, CHUKEHUEM TOYKU 3aMep3aHus IPOTO-
IUIacTa U HelTpanu3aluueil Tokcuyeckux BeiiecTB. OOCyXkaaeTcss pojib caxapoB P JeMCTBUU TUIIOTEP-
MWU Ha paCcTEeHUSI, CBSI3aHHAS CO CTAOMIM3alInel CTPYKTYPhl MeMOpaH, MOJIEKYJI JIMITUIOB 1 OEJTKOB, He-
TpayiM3alyeil akTUBHBIX (DOPM KMCJIOPOa, a TAaKXKe MX y4aCTUEeM B CUTHAJIMHIEC U MeTabOJIMYECKUX MPO-
lieccax B KaueCTBE MCTOYHMKA SHEPTUHU U TIPEAIIeCTBEeHHUKOB CUHTE3a IPYTUX COSMMHEHU M -IIPOTEKTOPOB.
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HAKOIUVTEHME CAXAPOB — OJHA
N3 CTPATEI'MHY BbIDKWBAHWS PACTEHWUUA
TP AEMCTBUU TUITIOTEPMUN

TemriepaTypa SIBASIETCS OOTHUM U3 BEOYIIUX KO-
JIOTHIECKMX (PaKTOPOB, BIMSIONINX Ha BCE CTOPOHBI
JKU3HEAESITEIbHOCTH PACTEHUI U OTIpeaSISIIOIINX UX
reorpauyeckoe pacHpoCTpaHEeHUE U TMPOAYKTUB-
HocTtb (Levitt, 1980; Nievola ef al., 2017). Ha 3emne
CE30HHOMY CHIKEeHMIO TeMnepaTypbl Huke 0°C nom-
Bepraercst ~64% tepputopun (Zrobek-Sokolnik, 2012),
13 HUX 26% TpUXOAUTCS Ha CEJIbCKOXO3SIICTBEHHBIS
yronpsi (Nievola et al., 2017). PacTeHust BOCTIpMMYUBBI
K TeMIIepaTypPHBIM MeperagaM OKpyKarollei cpebl Ha
NpPOTSIKEHUU BCeil CBOeil XXU3HU: OT MpOopacTaHus
CeMsIH 10 uX co3peBaHUs. OTCYyTCTBUE BO3MOXHOCTHU
nepeMelneHust (MUrpalyun), a TaKKe MeXaHU3MOB
PEeTyJISILAY TEILUIOBOTO PEXXUMAa BHIHYKIAeT PACTCHUS
aJanTUPOBAThCS K TeperanaM TeMIiepaTypbl ocpe/ -
CTBOM MepenporpaMMUpPOBAaHUSI CBOETO TPAHCKPHUII-
TOoMa, IIpoTeoMa 1 Metaboaoma (Sakina et al., 2019).

B Hacrosiiiee BpeMsi BCe BBICIINE PACTEHUS IO
YCTOMYMBOCTHY K HU3KUM TeMIieparypaM (TUTIOTePMIN )
nensiT Ha Tpu rpymasl (TpyHosa, 2007; Kumar et al.,
2018):

1) TermonroouBeie (chilling-sensitive plants), ko-
TOpBIE CIIOCOOHBI aIaNTUPOBATHCSI K OrPaHUYCHHOMY
IUara3oHy IEeMCTBUsI ITOHMXKEHHBIX TeMIIEpaTyp,
IIPY 3TOM OOJIBIIMHCTBO U3 HUX MOBPEXIAIOTCS TIPU
temnepatype Huxke 15°C. K pacteHusiM a3Toii TpyIi-
MBI TIpUHAAJIeXaT TPOMUIECKUEe U CyOTpOITMYeCKue
CEJIbCKOXO3SIMCTBEHHBIE KYIbTYPHI, TaK1e KaK Ipe-
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ypxa, KyKypy3a, orypell, Ipoco, p1c, Cosl, XJIOMJaT-
HUK ¥ IIp.;

2) xonmomocTtoriikue (chilling-resistant plants), ko-
TOpBIE CITIOCOOHBI BBIAECPKUBATh JTIOObIE HU3KUE TEM-
IepaTyphl, HE COIPOBOXAAIOILINECS TKAHEBBIM JIBIO-
obpazoBanueM. K 3Toit rpyIie oTHOCAT KapTodenb,
MOPKOBb, PEIbKY, IIITITMHAT U JIp.;

3) mopo3socroiikue (frost-resistant plants) — pac-
TEHUSI CEBEPHBIX IIUPOT — OOJIBIIMHCTBO J1€PEBbEB U
KyCTapHUKOB, a TaKXe TPaBIHUCTbIE O3UMbIE KYJIb-
Typbl (MIIIEHUIA, POXb, SYMEHb U Op.). PacTteHus
9TOi1 IPYIIbI CMIOCOOHBI BBIXKMBATh PU OTPULIATEb-
HBIX TEMIIEpaTypax, COMPOBOXIAIOIINXCS 0Opa3oBa-
HUEeM MEXKJIETOUHOTO JIbAa.

[Ipouiecc HU3KOTEMIIEpAaTypHOII aganTauuu (3a-
KaIMBaHUS) WIM XOJIONOBOI akkiaumauuu (cold
hardening/cold acclimation) OpouUCXOaUT MpPU SKCHO-
UMM PACTEHUI B YCIIOBUSIX HU3KMX HEIIOBPEXKIAIO-
KX (3aKaJIMBaIOIIMX) TEMIIEPATYP, UTO OOECIIeUNBAET
WM 3alIUTY IIPX BO3MOXKHOM ITOCJICAYIONIEM ACCTBUN
OoJjiee HM3KMX IIOBpEXIAlOIMX TemIiieparyp. Ilpu
5TOM HUM3KME 3aKaJIMBAIOIIVE TEMIIEPATYPhl BCELIA
JIOJDKHBI TIPEIIECTBOBATh MOBPEXKAAIOIINM, 1 TOJIBKO
B 3TOM CJTy4ae MOXHO CYILIECTBEHHO ITOBBICUTD XOJI0I0-
WIA MOpO30CToiiKocTh pacteHuit (TpyHosa, 2007).
BaxxHo, 4TO CBOICTBaA X0J1040- U MOPO30CTOMKOCTU
pacTeHuii pa3BUBAIOTCSI TOJLKO B IIPOLIECCE HU3KO-
TeMIIEPaTypPHOIO 3aKaJluWBaHUS, KOTOPOE MNEPUOIU-
YeCKM IPOMCXOAUT B TEUEHME BCETO OHTOreHe3a pac-
TEHUI1 U OCYILIECTBIISIETCS B IIpeaeiaX HOPMbI peak-
ouu. OgHako caMO NpUOOpEeTeHHOE CBOWCTBO HE
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COXpaHSIeTCs MPU ITOCASAYIONIEM MOBBIIIEHUN TeM-
reparypsl. Y X0JI0I0CTOUKUX 1 MOPO30CTOMKUX pac-
TEHUI1 HacJIeAyeTCs JIMIIb FTeHeTUYEeCKM ACTCPMUHN -
pPOBaHHBIN YPOBEHb YCTOMYMBOCTH K THUIIOTEPMUM,
KOTOPBIi pean3yeTcs NCKIIOUUTEIHHO B IIPOLIECCE X
HU3KOTEMIIEPaTypHOTO 3aKaJMBaHUsI B OJIarorpusT-
HBIX IUISI faHHOTO reHoTHIIa ycioBusix (TpyHona, 2007).
I1pouiecc HU3KOTEMITEpaTYpHOTO 3aKaJIMBaHUSI 00Opa-
THM, Y TIpA BO3BpaTe PAaCTCHUII B ONTHUMAaJIbHbIC IJISI
pocTa TeMIlepaTypHBIe YCIOBUS IIPOMCXOAUT UX pa3-
sakanuBaHue (deacclimation) (Hidekazu ez al., 1996).
B cBs13u ¢ 3TUM, B JICTHUI IIEPUOJ PACTCHUS YaCTO HE
MOTYT IIPOTUBOCTOSTH BHE3AaITHOMY OE€HCTBUIO HU3-
KMX [OBPEXIAIOIINX TeMIepaTyp.

I1pu nepenoce pacTeHuii ¢ ONTUMAJILHOM Ha HU3-
KYI0 3aKaJIMBAIOIIYI0 TEMITepaTypy B UX KJIETKaX MPO-
HUCXOIST INTyOOKIMEe U3MEHEHUSI B META0OIM3ME, B TOM
YHClIe, BO3pPACTAaeT COACpXKaHUE BBICOKOMOJICKYJISIP-
HbIX BOJIOPACTBOPHMBIX OEJIKOB, JUMUIOB U HEKOTO-
PBIX OJIMTOCAXapUI0B, HO OCOOEHHO 3aMETHO HU3KO-
MOJIEKYJISPHBIX caxapoB. Hanmpumep, y MoaeabHOTO
J1s1 (pU3MOJIOTOB M OMOXUMUKOB pacteHust Arabidopsis
thaliana (a3xotun Columbia) HaKoOIJIeHUE Caxapo3bl,
IIIIOKO3bI U (OPYKTO3bI CTAHOBUJIOCH 3aMETHBIM YK€
rocje 1—4 4 ux npeOGbIBaHUS B YCIOBUSIX HU3KUX MO~
JIOXUTeIbHBIX TeMiiepaTyp (Wanner, Junttila, 1999;
Kaplan ef al., 2007). ConepxaHne HU3KOMOJEKYIISIP-
HBIX CaxapoB IMOJIOKUTEIbLHO KOPPEIUpPYeT C YPOBHEM
pa3BUBAaEMOM XOJIOO0- M MOPO30CTOMKOCTH PACTEHUIA
(TpynoBa, 1979). Eciu B yCI0BHSIX TUIIOTEPMUU Y
TEIUIOJNIOOMBBIX pPACTEHU HAKOIUJIEHUE CcaxapoB
MPOUCXOAUT B OCHOBHOM B pe3y/bTaTe T'MAPOIU3a
KpaxMmaJIbHBIX 3epeH (Amakunze, byanze, 2000), Toy
XOJIOMOCTOMKMX — ellle M 3a cueT Ipoliecca GoTo-
cunte3a (Wanner, Junttila, 1999; AcraxoBa u map.,
2014), Torma KaKk y MOPO3OCTOMKMX TPaBSIHUCTBIX
pacTeHUit — MpeuMyIllIecTBEHHO OJjlarogaps Mmpolec-
cy ¢dorocunteda (TpyHoBa, 1979), a y ApeBeCHbIX —
TUOPOJIN3a Pa3]IMYHBIX OJIMTO- W TOJMCAaXapuaoB
(Kacnepcka-ITamau, 1983).

Hamu mpencraBieHa Tabiauiia ¢ JaHHBIMM IO
CYMMapHOMY COAEPKaHUIO B JIMCThSX CaMbIX pac-
IPOCTPAHEHHBIX HU3KOMOJIEKYJISIDHBIX PacTBOPU-
MBIX YTJI€BOJOB — CaXapo3bl, IITIOKO3bI U (PPYKTO3BI —
Y Pa3IUYHBIX IO YCTOMUYMBOCTU K TUTTOTEPMUM TPYMII
pacTeHuii, KOHCTUTYTUBHO U B ITOCJIEACIICTBUM XO-
JIomoBoM skcno3uliy. M3 maHHBIX TaOMMIIbI BUIHO,
YTO YCTOMYMBBIE K HU3KUM MOJIOKUTETbHBIM TeMIIepa-
TypaM BUIBI, IIpUHAJIEKAIIME K TPYIIIIEe XOJIOOOCTOM-
KHMX pacTeHMI1, B HOpMe coaep:kar B 2—4 pa3a OoJIbIlIe
caxapoB, YeM MpeACTaBUTEIN TEIIOMIOOUBBIX pacTe-
HUi1, KOTOpBIE, B CBOIO 04epeb, coaepxarT B 15—18 pa3
MEHBIIIe cCaxapoB, IO CPABHEHUIO C MOPO30CTOMKM -
MU pacTeHUsIMU. [pymra XoJIoaoCTORKUX pacTeHUit
3aHMMAaeT MPOMEXYTOUHOE ITOJIOKEHME IO YPOBHIO
HakoruieHusl caxapoB. CorlacHO NpUBEACHHBIM B
TabJvlie JaHHBIM, HU3KOTEMIIepaTypHOe 3aKaanuBa-
HHe BCeX TPYNIl pacTeHUI CONMPOBOXIACTCS ITOBBI-
IIeHNEM B UX JIUCThIX caxapoB. IIpu aToMm mo abco-
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JIIOTHOMY TTOKa3aTeNio Yy IIPEACTaBUTENCH TPYNIIBI
TEIUIOJIOOMBBIX pacTeHUId CyMMapHOE€ COAEpKaHUe
caxapoB B HECKOJIBKO pa3 MEHbIlIe, YeM Y MOPO30-
CTOMKMX U XOJIOOJOCTOMKUX BUIOB, a Y XOJOOOCTOM-
K1X paCTEHUI MEHbILIE, YEM Y MOPO30CTOMKUX.

HaxkoruieHue caxapoB — 3TO HE TOJIbKO OfHA U3
CTpaTeTuii BEDKMBAHMS BCeX TPYIIl pacTCHUI IIpu
JIeJICTBUM TUIIOTEPMUM, HO 1 HecIleupuiecKas co-
cTraBjsiiomiasi ux crpeccoBoro orBera (TpyHoBa,
2007). PazHble acrieKThI poJiv caxapoB B (popMUpOBa-
HMU ITOBBIILIEHHON YCTOMYMBOCTU PACTEHUM K ab1O-
TUYECKNM CcTpecc-(pakTopaM MoaApoOHO U3JIOKEHBI B
0030pax nocnenHux Jet (Krasavina et al., 2014; Sami
et al., 2016; Gangola, Ramadoss., 2018; Fiirtauer ef al.,
2019). OnHako B HUX HE aKIIECHTPUPOBAHO BHUMAaHUE
Ha KOJUITUTraTUBHBIC 3(h(EKTHI BEICOKOKOHIIEHTPUPO-
BaHHBIX PaCTBOPOB CaxapoB, XapaKTepHEIE, IIPEUMY-
1LIECTBEHHO, [IJIsI TPYIIIIEI MOPO30CTOMKUX PACTEHUIA,
MOJABEPKEHHBIX BO3JAEHUCTBUIO OTPULIATEIBHBIX TEM-
nepatyp. HamoMHuM, 4TO KOJUIMTaTUBHBIMU Ha3bI-
BaloT (pU3MUECKHEe CBOMCTBA PacTBOPOB, KOTOPHIE
OIPEAesIOTCS TOJIbKO YMCJIOM YacTUIL PaCTBOPEH-
HOTO BellecTBa (KOHIEHTpaleil) U He 3aBUCST OT UX
XMMMYECKOM IIPUPOabI, MacChl ¥ padMepoB (ITyukos,
2017). K KoJTMraTUBHBIM CBOMCTBaM, B YACTHOCTH,
OTHOCSIT IIOHIZKEHME TEMIIEPaTyphl 3aMep3aHUsI pac-
TBOpa, IO CPAaBHEHUIO C YMCTHIM PACTBOPUTEIIEM U
ocMoTHYecKoe JaBjieHue. B maHHoi1 paboTe 0600111e-
HBI CBEIEHMS O POJIM HU3KOMOJIEKYJISIPHEIX caxapoB
(mpeuMyIIeCTBEHHO, CaXapo3bl, IJIIOKO3bI U (PPpyKTO-
3bl) U KOJUIMUTAaTUBHBIX 3((dEKTaX BHICOKOKOHIIEH-
TPUPOBAHHEIX PACTBOPOB CaXxapoB y PacTeHUU MHpU
TUIIOTEPMUM.

POJIb HU3KOMOJIEKYJIAIPHBIX CAXAPOB
Y PACTEHUMU I1PU TUITOTEPMHUN

Caxapa KaK MICTOYHUKH HEPruu u yriepoaa. B pac-
TEHUSIX CaMbIM PaclpOCTpaHEHHBIM YTJIEBOAOM SIB-
Jsercs nucaxapun caxaposa (C,H,,0,), MoaeKyJibl
KOTOPOI comepzkaT octaTk D-rmoko3sr 1 D-dpyk-
TO3bl, COCNUHEHHbIC KOBAJICHTHOM (IJIMKO3UOAHOIN)
ces3bio (Levitt, 1980; Bohnert, Sheveleva, 1998). 13-
BECTHO, YTO OCHOBHOM CMHTE3 caxapo3bl MPOUCXO-
JIUT B LIUTO30JIe KJIETOK Me30duia, Kyaa TpaHCIop-
TUPYIOTCS TPHUO3bI, 00pa3yrolImrecs B XJIOPOIIacTax B
npoiiecce PoTocruHTe3a. B IMTO3051€ MOJIEKYIIBI ca-
Xapo3bl Ilepepacripeie/IsIFoTCs, HAKaIlJIMBaIOTCS B Ba-
KYyOJIU, UCTIOJB3YIOTCS IS CUHTE3a CJIOXKHBIX yTJie-
BOJIOB WJIA TMAPOJU3YIOTCS Ha IIIOKO3Y U (DPYKTO3Y
(Ruan, 2014). Caxapo3sa cuMTaercsl NIaBHOM TpaHC-
MOPTHOM (OpMOIT aCCUMWISATOB, B BHUIE KOTOPOM
BOCCTaHOBJIEHHBII YIJI€POJ Y SHEPTUSI TPAHCIIOPTH-
PYIOTCSI IO pacTeHUI0. [JTaBHBIN MOTOK caxapo3bl ITO-
CTyIaeT U3 (POTOCUHTEIUPYIOLIMX KIETOK (IIOHOP) B
pycio gambHero tpaHcmoprta ((pao3My) CHUMILIACT-
HBIM 1/WJIU allOTUIAaCTHBIM ITyTeM M Jajiee B 3aracato-
IIMe OpraHbl (aKlernop), a TakKxKe OpraHbl, KOTOpbIe
HE CIIOCOOHBI CaMOCTOSITEJIbHO €€ CUHTE3MPOBATh.
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[IpenMmyimecTBO caxapo3bl, KaK TPAaHCHOPTHOM (op-
MBI, 3aKJTIOYAETCS B TOM, UTO OHA SIBJISISTCSI XUMUYECKH
WHEPTHBLIM COSINHEHNUEM, B KOTOPOM aHOMEPHBIE aTo-
MBI yIJIepoaa CBsI3aHbI ApyT ¢ npyrom. biaromaps atomy
MOJIEKYJIa caxapo3bl 3aLlUIIEHA OT aTaKW OKUCITUTENb-
HBIX WJIA TUAPOIMTUYECKUX (PEpPMEHTOB B IIPOLIECCE e
IepeHoca U3 OMHOM YacTW pacTeHmii B Apyryio (Jle-
HuHIKep, 1985). Mosekyse caxapo3bl, YTOObI ObITh
KCIIOJIb30BAaHHOI B OOMEHHEBIX IIpoIeccaXx, IIpeaBapy-
TeJIbHO HEOOXOIMMO PaCIICIIUTHCS Ha IIPOCTHIE yIIe-
BOJIbI — IJTIOKO3Y U (DpyKTO3Y, HAIIPUMED, C TIOMOILBIO
unBeprasbl (B-dpykrodypaHosunaza, KO 3.2.1.26).
Monexkyabpl HU3KOMOJIEKYJISIPHBIX CaxapoB OoraThl
9HEpPrueii, B CBI31 C Y€M OHU SIBJISTIOTCS OCHOBHBIMU
cyOcTpataMM I KJIETOYHOIO AbIXaHUST UM CHHTE3a
CTPECCOBBIX OCJIKOB M JIMITMIOB, IIPOTEKAIOIINX B IIPO-
ecce HU3KoTeMmIieparypHoro 3akaimBaHusl (Rolland
et al., 2002). OCHOBHbIMU cyOCTpaTaMu JJisl peopra-
HM3aIuu 1 GOPMUPOBAHUS YCTOMUMBOM K TUIIOTEP-
MUU CTPYKTYPhI KJIETOK BBICTYITAIOT META0OIUYECKH
aKTUBHBIE caxapa — (pykro3a u nmokosa (Komyna-
eB, TpyHoBa, 1992).

Crabwmsanusi caxapamMd CTPYKTYpbl MeMOpaH,
0eskoB M MIUAOB. TeMItepaTypa (pa3oBoro repexona
1 XXUIKOCTHBIE CBOIICTBA OMOJIOTMYECKIX MeMOpaH,
HapsIy ¢ ApyruMU (pakTopaMu, 3aBUCSIT TAKXKE OT CO-
IepXXaHMsI CaxapoB B OKpYXalollleM MX pacTBOpe
(Quinn, 1989). B MomeabHBIX 3KCIIEPUMEHTAX TTOKa3a-
HO, YTO caxapa B YCJIOBUSIX TUIIOTEPMUU CTAOWIN3UPY-
IOT CTPYKTYpY M TeKydecTb MeMOpaH KieTokK (Crowe
etal., 1984, 1987; Sum et al., 2003), 3a cyeT B3aMO-
JIEHCTBUS C BXOISAIIMMHU B UX COCTaB JIUIIMIAMU U
oenkamm (Anchordoguy et al., 1987; Kamata, Uemura,
2004). Bo3MOXHBIN MEXaHU3M 3aLLUTHOTO ACHCTBUS
caxapoB 3aK/II04aeTcsi B 00pa30BaHUM MHOIOYMC-
JIEHHBIX BOJOPOIHBIX CBSI3€ii MEXIy aTOMaMH BOOIO-
pola B TMAPOKCWIBHBIX IPYIINax MOJIEKYJ caXapoB U
KHMCJIOPOOHEIMU aToMaMu (pocdaToB B cOCTaBE MO-
Jnekyn dochoaunmooB MeMmopan (Strauss, Hauser,
1986; Crowe, Crowe, 1988; Sum et al., 2003), 61aro-
Japs 4eMy COXpaHSETCS KMAKO-KPHUCTAJUIMYECKOE
COCTOSIHHE JUMHUAOB Iia3MaieMMbl. CIIOCOOHOCTh
caxapoB 3aMellaTb MOJIEKYJbl BOIIbI, 0Opa30BbLIBasI
JIOIOJIHUTENIbHbIE TUAPOGOOHbIE CBSI3U, OOecHeun-
BaeT HE TOJIbKO CTA0MIM3alINIO KJIETOYHBIX MeMOpaH
B LIEJIOM, HO TaKe 3alllUTy OEJIKOBBIX KOMILIEKCOB
TuiakouaoB oT paspyuieHus: (Caffery et al., 1988).
Caxapa, Mo cpaBHEHUIO C OeIKaMH, UTPAIOT OOIb-
IIYIO POJIb B 3allIUTE LUTOTJIa3Mbl KJIETOK IpU Jeii-
ctBuu runorepmuu (Gusta et al., 2004).

HeiiTpaim3anus caxapamMu aKTUBHbIX (hOpM KHCJI0-
pona (APK). [Tpu onTUMabHBIX JJIS1 pOCTa TEMIepaTy-
pax B KJIETKaX pacTeHUI ITOIePKUBAETCs OaaHC MEX-
Iy ckopocthio reHepaunu APK m mx yruavszanuyein
Garogapsl HAJIMYMIO CHELMAIM3UPOBAHHON CUCTEMbI
AHTUOKCUIAHTHOM 3allIUThI, COCTOSIIIEN U3 aHTUOKCH-
JIAHTHBIX (DEPMEHTOB (CYyMEePOKCUIAMCMYTa3a, KaTajia-
3a, IIepOKCUAAa3a U Ap.) 1 HU3KOMOJIEKYJISIPHBIX COEIM -
HEHMII-aHTUOKCUIAHTOB (aCKOpPOMHOBASI KUCJIOTA,
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BOCCTaBHOBJICHHBIN INIyTaTUOH, (DJIABOHOUIBI 1 JIP.).
Ilpu peiicTBMU TUHOTEPMUU BTOT OajaHC MOXKET
OBITh HapyIIIEH 1U3-3a PE3KOIro BO3pacTaHUS B KJICTKE
conepxanust ADK, B pe3ysibTaTe KOTOPOTO Pa3BUBa-
€TCsl OKUCJIMTEIbHBIN CTpecC, MPUBOISAIINMN K HE00-
paTUMBIM ITOBPEXICHUSIM HanboJiee BasKHBIX OMOIIO-
JIMMEPOB — HYKJIECMHOBBIX KHCJIOT, OEJIKOB U JIMITUIOB.
YcTaHOBIIEHO, UTO JJIS1 XOJIOTOCTOMKIX M MOPO30CTOM-
KUX pacTeHUid IIPOTUBOACHCTBUE OKUCIUTEILHOMY
CTpeccy, BBI3BAHHOMY TMIIOTEPMHUEIi, B 3HAUUTEIIHHOMN
Mepe CBSI3aHO C JIESITEIbHOCThIO HU3KOMOJIEKYJISIPHBIX
AHTMOKCUIAHTOB Ha (pOHE CTAOMIM3alNU aKTUBHO-
CTH aHTHUOKCHUIAHTHBHIX (DEPMEHTOB, TOTAAa KaK IS
TEIUIOJIOOMBBIX pacTeHMiT, HAOOOPOT, B OCHOBHOM C
MOBBLIIIEHHON aKTMBHOCTBIO AHTHMOKCUIAHTHBIX
¢depmenToB (Hurry et al., 1995). Kpome Toro, mpouc-
XOIUT ObICTpasi MHAKTUBALIMS KOHCTUTYTMBHOIO ITyJia
AHTUOKCUIAHTHBIX (PepPMEHTOB CBOOOTHBIMM paayKa-
JIaMU ¥ IO3TOMY TpeOyeTCsl 3HAaUMTEILHOE BpeMsI, He-
obxomyuMmoe IsI MHAYKIMMU WX cuHTe3a. B cBsA3U ¢
STUM, B 3TUX YCJIOBUSIX Ooiee 3 (OEeKTUBHON, YeM
¢epMeHTaTUBHASI, CTAHOBUTHCS 3aIIUTa C TIOMOIIIBIO
HU3KOMOJIEKYJISIPHBIX aHTMOKCUIAHTOB, Ubsl M30bI-
TOYHOCTh M OTHOCHUTEJIbHAsI cBOOOJAa MUTpallii B
KJIETOYHOI ¥ TKAHEBOI Cpejie BHICTYNAIOT HA Iepe/-
Huii maH (Kenus u np., 1993).

B HacTos111€€ BpeMsT HU3KOMOJIEKYJISIpPHBIE caxapa
paccMaTpMBalOTCSI KaK MOJTHOIIPaBHBIE KOMITOHEHThI
HedepMEeHTaTUBHOM CUCTEeMbl aHTUOKCUIAHTHOM 3a-
IIUTHI pacTuTeIbHOM Ki1eTKu (Peshev, Van den Ende,
2013; Soares, 2019). CnocoOHOCT, MOHOCAXapuIOB 3a
CYEeT OKMCJICHUSI KApOOHMILHOI I'PYIIIThl BOCCTAHABIIM -
BaTh TaKWe CUJIbHBIE OKHUCIMTENN, KaK (DeppUILIMAHUT,
nepokcu Bogopona wim nonsl Cu?*, u3BecTHa JaBHO
(Jlennnmxep, 1985). YcTtaHOBIEeHO, UTO caxapa B3au-
MoaeicTByIOoT ¢ ADK Kak HaIIpsIMyIO, TaK M OIIOCpe-
JIOBAaHHO, YCUJIMBAsI SKCIIPECCUIO T€HOB, KOTUPYIOLINX
HU3KOMOJICKYJISIpHBIE aHTHMOKCUAAHTHI (Sami et al.,
2016). HanboJsree BepOSATHBI peakIINN paguKaTbHBIX
ADK ¢ MonexyiamMu O-TTIOKO3BI ¢ 00pa3oBaHUEM
HECTOMKUX MEPOKCU-COCAUHEHUN U MOCIEAYIOLINM
X pacHagoM 0 CTaOMJIbHBIX U JIETKO METabO0IN31-
pyembix C;-hparMeHTOB, a Takxke oOOpa3zoBaHUEM
UKJINYEeCKUX JaKToHOB (CuHbkeBUY M 1p., 2009). B
MOJIEJIbHBIX 3KCIIEPUMEHTAX in Vitro TI0OKa3aHa CIIO-
COOHOCTh CcaxapoB, TaKMX KaK INIIOKO3BI, CaXapO3bl,
GpyKTO3HI, padPUHO3BEI 1 MAaHHUTA TIEPEXBATHIBATh
TUAPOKCUJIBHBIN pagnKal M TAKUM 00pa3oM MpeaoT-
BpalllaTh BEI3bIBAEMEBIEC M ITOBPEXICHUST OMOMOJIEKYIT
(ABeppsHOB, JlanmukoBa, 1989; Smirnoff, Cumbes,
1989; Bohnert, Sheveleva 1998; Bogdanovié et al.,
2008; Peshev, Van den Ende 2013; Matros ef al., 2015).
ITo cmocoGHOCTH in Vitro TIepexXBaThIBaTh TUIPOKCUITH-
HBII paguKa caxapa pacrioiaraloTcsl B CIeAyIOIIEeM MOo-
psiiKe: MajbTo3a > caxapo3a > (PpyKTo3a > INIIoKo3a >
> copour (Morelli ef al., 2003). BunHo, yTo nucaxa-
PUIbI IBISIOTCS 00Jiee aKTUBHBIMU MepeXBaTYMKa-
mu ADK, yem MmoHocaxapa. Cpeay MOHOCaxapuaoB
dpyKTO3a OKa3ajach B IBa pa3a dosee 3(pheKTUBHA B
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poim mnepexBaTunka A®MK, uyem nmoko3a (Bog-
danovié et al., 2008). ABTOpBI IT0OKa3aJIM, YTO HE TOIb-
KO (bpyKTO3a, HO U ee (hochopuinupoBaHHbIe (hOPMBI
SBJISIIOTCS BaXXHBIMU aHTUOKUCIUTENSIMU — Tiepe-
xBaTynkamMu ADPK. YuuteiBas oTCyTCTBUE B KJIE€TKaX
pacTeHUit aHTUOKCUIAHTHBIX (DEPMEHTOB, HEUTpa-
JIM3YIOIIUX TUAPOKCUIIBHBIN paiuKajl, pojib caxapos,
Kak nepexBatdukoB 3Toii ADPK, Bospactaer (Bog-
danovi¢ et al., 2008; Matros ef al., 2015). Hamm uc-
clieoBaHus in vitro ¢ TpaHChOPMUPOBAHHBIMU pac-
TEHUSIMU KapTodeisi, 3KCIPEeCCUpyoIUMU TeH UH-
BepTa3bl APOXKe amorjaacTHON JioKajlu3aluu,
ImoKa3ajnu, 4To Haanaue 2% caxapossl B MC-cpene
CHMXKAaeT UHTEHCUBHOCTb MEPEKUCHOTO OKUCJIEHUS
JIMITUAOB B JTUCThsIX (lepssouH u np., 2011). Hakan-
JIuBaeMble B HOpMeE (3a CUET IKCITPECCUU BCTPOEHHOTO
reHa WHBEPTa3bl APOXKei) U MpU HU3KOTEeMIlepa-
TypHOM 3akainuBaHuu (5°C, 3 cyT) caxapa cTabuin-
3MPOBAIU CTPYKTYPHO-(DYHKIIMOHATIBHOE COCTOSTHUE
KJIETOYHBIX MEMOpaH, CHMKaIM UHTEHCUBHOCTD MPO-
1IECCOB CBOOOIHOPAINKATILHOTO OKUCIEHUS, TTIPOTeKa-
formx ¢ ygacteM A@K, 1 MOBBIIIATN XOJIOTOYCTOM-
YBOCTh pacTeHuit Kaprodens (depsoun u ap., 2007;
2016). HuzkoMoJteKyJIsIpHbIM aHTUOKCHIAHTAM TP -
cyllla HeJIMHEeHast 3aBUCUMOCTb MEXKTY X BHYTPUKJIE-
TOYHON KOHIIEHTpAIINE 1 CTEIIeHbI0O MHIMONPOBaHMS
CcBOOOIHOpaArKaIbHbIX MpoueccoB (Kenust u ap.,
1993), uTo ObLIO TTOKA3aHO M B HAIIMX SKCIEPUMEH -
Tax C pacCTeHUSIMU KapTodeis, IKCIPECCUPYIOLIMMHA
reH MHBepTasbl npoxckeit (depsaoun u ap., 2011). ¥
pacTeHUl, WCIBITBIBAIOIIMX CaXapHOe ToJioJaHue,
HaOmogaI0Ch HakoIuieHue B TKaHsax ADK, Torma Kak
MOBBIIIIEHUE BHYTPUKIIETOUHOM KOHILIEHTpAILIMM ca-
XapoB CIIOCOOCTBOBaJIO ux HeliTpanu3auuu (Bolouri-
Moghaddam et al., 2010). O6paboTKa pacTeHMIi pac-
TBOPOM IJIFOKO3bI MPUBOAMJIA K MEHBIIIEMY HAKOTLIE-
HUIO B nX TKaHAX ADK, B 4aCTHOCTH, CUHTJIETHOTO
Kuciaopona u mnepokcuma Bogopoga (Ramel er al.,
2009). Takum o6pa3om, yoeauTesIbHO IToKa3aHa Cro-
COOHOCTB caxapoB HelTpann3oBbeiBaTh ADK, BBICTY-
rnasi B poJii HU3KOMOJIEKYJISIPHBIX aHTUOKCUAAHTOB.

Ponb caxapoB B BOCIPUSTAM M TPAHCAYKIIMMA BHELIHE-
ro curiaja. M3BecTHo, 4TO B HOpME U 1O I€iICTBUEM
CTPECCOPOB PA3IMUHON MPUPOIBI (B TOM YUCIIe, HU3-
KOTeMIIepaTypHOIO CTpeccopa), caxapa B MUJUIMMO-
JISIPHBIX KOHIEHTPALUSIX KOHTPOJUPYIOT OHTOI€HE3
pacTeHuii MOCPEACTBOM aKTUBALIMMI,/PEITPECCUU TEHOB,
peryaupylonmx Ttakue Mop¢podu3noIoTuYecKue U
GUOXMMUYECKHE TTPOLECCHI, KAaK, KIIETOUHBINA IIUKII,
POCT, OpraHoOreHe3, IIpopacTaHKe TbUIbLEI, [IBETEHUE,
dopMupoBaHUE IUIOAOB, CTapeHUE, (OTOCUHTE3,
GUOCUHTE3 MeTaboIUTOB (OEKOB, JUMUIOB, Opra-
Huueckux kuciaoT u ap.) (Koch, 1996; Gupta, Kaur,
2005; Rosa et al., 2009; Ruan, 2012; Li, Sheen, 2016;
Sami et al., 2016; Mapxkosckas, IlluGaesa, 2017;
Ciereszko, 2018; Ahmad, 2019). Kpome TOro, KOHIIEH-
Tpalysl W IIyJl caxapoB CJIy>KaT CUTHaJaMM IS DKC-
MPECCUU TEHOB YIJIEBOMHOTO METAa0OoIM3Ma, B YACTHO-
CTU, KOIMPYIOIINX HMHBEPTa3y U Caxapo30CHHTa3y
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(D-dpykrozo-2-mmoko3ui-TpaHcdepasa, KD 2.4.1.13).
IIpenmnosaraercs ydyacTye MHBEPTa3 B PELICIILIMM Ca-
xapHoro curHaia (Ruan, 2014; Wan et al., 2018), uto
yKa3bIBaeT Ha HaIM4ME HECKOJBKMX ITyTeil IUISI €ro
BoCIpusITUs U TpaHcayKunn. [Toka3zaHo, YTO BEICOKasI
aKTUBHOCTb MHBEPTa3bl KJIETOUHBIX CTEHOK 3a1ep-
xwnBajia ABK-nHnynmpyemoe ctapeHue JUCThEeB TO-
MaTa, YTO CBUIETEIBbCTBYET O CUTHAJIBbHOI (DYHKIINU
MPOIYKTOB ACATEILHOCTU (hepMeHTa — TJIIOKO3bl U
dpykro3sl (Jin et al., 2009). CurnanpHass (yHKIMS
caxapoB Obula yOeOUTEIbHO IT0Ka3aHa IIPU MCHOJIb-
30BaHUM PaCTeHUI C HOKAYTOM I'e€HOB, KOIUPYIOIINX
UTOILIa3MaTu4ecKyo mHBepTasy (Rossouw ef al.,
2010). CurnanpHast (pyHKIIMSI CaXapoB MPOSIBISICTCS
Ha pa3HbIX YPOBHSIX OpraHM3alluyd PaCcTUTEIHLHOTO
OopraHm3Ma: Ha YPOBHE KJI€TKU — IPU B3aUMOOTHO-
IIEHUM MEXIy OpraHeJUIaMU W IOCPEICTBOM PETyJIsi-
uu TpaHckpuniuu (Yamaguchi-Shinozaki, Shinozaki,
2006); Ha ypOBHE 1IEJIOT0 OpraHu3Ma — MeXIY GoTo-
CUHTE3UPYIOIINMH (IOHOP) M 3amacaloluuMu (ak-
uenrtop) TkaHsamu (Baier ef al., 2004).

YcTaHOBJIEHO, YTO B Tepeaadye BHEITHUX CUTHAIOB
YUYaCTBYIOT T'€KCO3bl, TMOCTyMNAlolIKe U3 arnorviacta B
LIMTO30JIb C TOMOIIIbIO CcaXaprepeHOCSIIMX OelKOB
(STPs) (Sherson et al., 2003; Ruan, 2012). LleHTpanb-
HBIMU KOMITOHCHTaMU BHYTPUKJIETOUYHOM CUTHAJIBHOI
CHUCTEMBI TeKCO3 SIBJISTIOTCS TekcoknHaza (KD 2.7.1.1;
HXK) (Jang et al., 1997; Moore et al., 2003) u ppyk-
toknHasza (K® 2.7.1.4) (Rolland et al., 2006). SBas-
SICh MEPBBIM (DEPMEHTOM B KaTabOJU3ME TIIOKO3bI,
HXK paccmaTpuBaeTcsi Kak ee CEHCOpP, MUHTETPUPYIO-
Ui cyOCcTpaTHbBIE M TOPMOHAJIbHBIE CUTHAJBI JJIs
ylpaBJIEHUS DKCIIpeccueii reHOB U pOCTOM pacTeHU
B YCJIOBUSIX AEUCTBUS aOMOTUYECKUX CTpecc-(haKTo-
poB, B ToM uucie, runotepmun (Jang et al., 1997,
Moore et al., 2003). HXK obGnamaeT HU3KOI1 CIiel-
(UYHOCTHIO B OTHOIIEHWU MOHOCAXapUIHOTO CyO-
cTpara, B CBSI3U C YeM CIOCOOHA KaTaJlu3upoBaTh pe-
akuio pocHopuIMpoBaHUSI HE TONBKO D-TIIIOKO3HI,
HO Takxke D-(pyKTo3nl, D-MaHHO3bI 1 D-TII0KO3a-
MmuHa. Yuactue HXK B BocTipusiTMu 1 TpaHCIOyKIIUU
[JIIOKO3HOTO CUTHajIa ObUIO UCCIEOBAHO KaK C MpU-
MeHeHrneM nHruouropos HXK, Tak 1 Ha TpaHCIreH-
HBIX pacTeHUsIX, IKCIpeccupytomux A. thaliana hex-
okinasel (AtHXKI), n pacTeHUusiX, B KOTOPBIX 3TOT
ITeH MMeJI aHTUCMBICIOBYI0 opmeHTauumo (Gibson,
2005). B Hacrosiee BpeMst AtHXK 1 siBisiercst Hau-
0oJiee M3y4YeHHbIM BHYTPUKJIETOUHBIM PELIENITOPOM
caxapoB. HXKSs nokan3oBaHbl B inTo30J¢ (Jang ef al.,
1997; Moore et al., 2003; Rolland et al., 2006), a Tak-
XK€ CBsI3aHbI ¢ MeMOpaHaMM XJIOPOILIACTOB, MUTO-
xoHnpuii u saapa (Jang et al., 1997; Gupta, Kaur, 2005;
Hanson, Smeekens 2009). YcTraHOBJIEHO, YTO JIOKa-
Ju3oBaHHasd B mMuToxoHapusx HXK ocymecTtsisieT
KOHTPOJIb MIPOTPpaMMHUPOBAHHO KJIETOYHOI CMEPTU
(Kimetal., 2006). Aneprnag HXK, B cirydae yBenunue-
HUSI BHYTPUKJIETOYHON KOHUEHTpPALMU TIJIOKO3bI,
MOChLIAET CUTHAJI MOJIaBJAEHUS MPO1ecCOB (DOTOCHH-
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te3a (Valluru, Van den Ende, 2011), pocTa u pa3BuTHsI
pactenus (Bolouri-Moghaddam ez al., 2010).

Y pacteHuit uMeeTcsl TpU ITyTH TIepeIadu III0KO3-
HOTO cUTHaja: 1) reKCOKMHa3-3aBUCUMBIIA, ¢ (pocdo-
pUIVMPOBaHUEM CaxapoB; 2) IJIMKOJIN3-3aBUCUMBIIA
U, 3) TeKCOKMHa3-He3aBUCUMBIN, 0e3 ¢dochopuin-
poBaHus caxapoB (Rolland ef al., 2006; Rosa ef al.,
2009; Hausler et al., 2014). B xadyecTBe TOTIOJTHUTEIb-
HOTO CeHCopa, B 00X0/ TeKCOKMHA3-3aBUCUMOTO My~
TH, KOIJIa TUIPOJIN3 CaXapo3bl MIPOUCXOMUT 3a CUYET
paboThl caxapO30CUHTA3bI, AeHCTBYET (DPYKTOKMHA3A
(Pego, Smeekens, 2000). OnHaKo He TOJBKO FeKCO3bI,
HO U caxapo3sa SIBJISIETCSI CUTHAJIbHON MOJEKyJoit
(Koch, 2004; Gupta, Kaur, 2005; Wind et al., 2010),
MPU 3TOM KJIETKU PACTEeHUM MMEIOT HEe3aBUCHMBbIE
CeHCopbI J1s1 rekco3 u caxapodbl (Rosa et al., 2009).
INpenrmonararoT, 4TO B KAaYeCTBE CEHCOPOB Caxapo3bl,
a TakKXKe PEeryJsiTOPOB €€ BHEKJIETOUHOM KOHLICHTpa-
LM, BEICTYIAIOT CaXapO30CHUHTAa3a, KaJIbIIUEBhIE Ka-
Hanbel 1 STPs (Lalonde ef al., 1999; Li, Sheen, 2016).
M cTOYHMKOM CUTHAJIA CITY>KUT TPAHCIIOPTUPOBKA ca-
Xapo3bl 40 aKLENTOPHBIX KJIETOK U IMOCICIYIONINIA ee
runpomu3 (Koch, 2004; Rolland ez al., 2006). Cnenyer
Y4eCTb, UTO CaXapHbIi CUTHAJIMHT U3MEHSIET CTpeC-
COBBIIi OTBET PACTEHNUS BO B3aUMOJIEUCTBIHU C APYTUMU
CUTHAJIBHBIMU ITyTSIMH, B TOM YKCJI€, TOPMOHAIBHBIM
(Ruan 2014; Ciereszko, 2018). MmeHHO caxapa 1 TOpMO-
Hbl OCYHIECTBISIIOT “manbHuii” curHagvHr (Rolland
etal., 2006; Ljung et al., 2015). CnemnoBaTellbHO,
BJIMSISI HA DKCITPECCUIO TeHOB, caxapa U30upaTebHO
YCWIMBAIOT JIMOO OCJIA0JISIIOT MyTU OMOCHUHTE3a KIIoUe-
BBIX META00IUTOB (OEJIKM, JIUIIMABI 1 AP.), 9YTO OKA3bI-
BaeT HEMOCPEACTBEHHOE BIIMSIHUE Ha Ipolecc (hopMU-
pOBaHUS YCTOMYNBOCTH PACTEHUI K TUTIOTEPMUH.

KOJIJIMTATUBHBIE DO®EKTLI
BbICOKOKOHIUEHTPUPOBAHHBIX
PACTBOPOB CAXAPOB Y MOPO30CTOMKUX
PACTEHUU TTPU TMUTIOTEPMUU

KosnuratuBHble (CYIIECTBEHHO 3aBMUCSIIME OT
KOHIIEHTpallM1 paCTBOPEHHOTO BelllecTBa) 3 MEKThHI
pPacTBOPOB caxapoB HauboJiee BbIPaXKEHbI y TPYIbI
MOPO30CTOMKUX pacTeHUM IIpU ACHUCTBUU OTpUlIA-
TEJIbHBIX TEMIIEPATYP, U B MEHBIIIEN MEPE Y XOJIOIO-
CTOMKMX pacTeHUI MpHU IepeoxIakaIeHnU (CoXpaHe-
HUE BOJBI B HEKPUCTAIUTUYECKOU (DOpME) B YCIIOBUSIX
3aMOpO3Ka.

BriepBrie mipenitoyioxkeHue 0 IpOTEKTOPHOM poJIn
BBICOKOKOHIICHTPHUPOBAHHBIX PACTBOPOB caxapoB B
o0pa3oBaHUM JibAa B KJIETKaX pacTeHUIl BhICKA3aHO
HalmM cooTedyecTBeHHUKOM H.A. MakcuUMOBBIM B
1912 r. (Maximow, 1912). ITo3nHee ObLJIO ycTaHOBJIE-
HO, UTO B YCJIOBUSIX TUIIOTEPMUU 3aIIUTHBIM 3P PeK-
TOM 00J1a1aI0T TOJIBKO T€ pacTBOPMMBIE caxapa, KO-
TOpBIE CITOCOOHBI BCTYITaTh B META0OIN3M KJISTKUA U
HaKariuBaTbCs B HUX B 00blIMX KojandecTBax (Ty-
MaHoB, 1979; TpyHoBa, 1979). Mopo3ocroiikue pac-
TEHUS IPU HU3KOTEeMITEpaTypHOM 3aKaJMBaHWW Ha-
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KariiBaloT B OOJIBIIIOM KOJIMYECTBE pa3IMYHbIC He-
TOKCUYHBIE OCMOTHUYECKM aKTHUBHbIE BelllECTBA
(mpeuMylIIeCTBEHHO, HU3KOMOJIEKYJISIDHBIE caxapa),
00J1ajalIIe CTPeCC-NMPOTEKTOPHBIM  JIeCTBUEM
(Levitt, 1980; Kamata, Uemura, 2004; Ouellet, 2007;
Rosa et al., 2009; Jha, Sharma, 2019; Kolupaev ef al.,
2020). ITo3mHeii oceHbro caxapo3a 1 (ppyKTo3a SIBIISIIOT -
Cs OCHOBHBIMHM CaxapaMM B Y3JlaX KYIICHUSI O3UMOIA
mueHunbl (Halford eral., 2011; Zeng et al., 2011). Ko-
JIMYECTBO PACTBOPUMBIX CaXapoOB Y O3UMBIX 3J1aKOB
npocturaet 50—60% oT MacChl CyXOro BEIIECTBa KIIETOK
(TpyHoBa, 1979; Nawaz et al., 2019). I1pu runorepmuu
HEKOTOPBIE 3JIaKM HAKaIUIMBAIOT OJMrocaxapum pad-
¢GUHO3Y, OMHAKO IO aOCOJIIOTHOMY COIEpXKaHUIO OHAa
CYLIECTBEHHO YCTYIIAET OPYIUM HU3KOMOJIEKYJISP-
HbIM caxapaM (Kamata, Uemura, 2004; Nagele et al.,
2011). CornacHo psioy UcclieqoBaHUI, BKJIaJ CaXapoB
padGUHO3HOTO psiaa B GOPMUPOBAHMU YCTONYUBOCTU
pacTeHUM K TUITOTEPMUM MPU3HAH HE CYIIECTBEH-
HbIM (Zuther et al., 2004; Knaupp et al., 2011).

B ecTecTBEeHHBIX YCIOBUSX IIPU OTPHULIATEIIBHBIX
TeMIIepaTypaxy MOPO30CTOMKIX paCTeHUI yBeIMIMBa -
eTCcsI IIPOHUILIAEMOCTh MEMOPaH 11 CBOOOTHOTO BBIXO-
Jla BOIBI, CITOCOOHOM K KpUCTAJUIM3aLMU, U IIPOMCX0-
JINT €€ OTTOK B MEXKJIETHUKU MO CIIeIUAIM3UPOBaH-
HbIM BOAHBIM KaHajgaM — akBaropuHam (Gandola,
Ramadoss, 2018). D10 HE0OXO0AMMO 11 IIPEIOTBpallle-
HYs (POPMUPOBAHMSI KPHCTAIUIOB JIbAA BHYTPU KJIETOK
(BHYTPUKJIETOYHOE JIbA0OOpa30BaHUE JIETAILHO ISt
BCeX TpyImI pacteHuit). Kpucramiel apga cHavana
00pa3yroTcsa B MEXKIIETHHUKAX, TaK KaK BHYTPHUKIIC-
TOUYHAsI BoAa MMeeT 0oJiee HU3KYIO TeMIIEpaTypy 3a-
MEp3aHUS B CBSI3U C BEICOKOI KOHIIEHTPAIUE 0CMO-
TUYECKM aKTUBHBIX BellecTB. JIsT pacTeHHM Hpu
temreparype Himxke 0°C xapakTepHa reTeporeHHas
HykJeanusi (o6pa3oBaHUe KPUCTAUIMYECKUX 3apo-
IOBIIIei, WX LEeHTPOB KpUCTAIU3alUM), KOTOpas
IIPOMCXOIUT 00513aTeIbHO IIPU HAJTMYMK B aIloIjIacTe
HYKJIEaTOPOB JIbJa, B OCHOBHOM, callpO(pUTHBIX OaK-
tepuit (TpynoBa, 2007). YBenrmumnBamoIluecs B pas-
Mepax KpUCTaJIbl JIba HE TOJbKO OKa3bIBAIOT MEXa-
HUYECKOE ASHCTBHUE HA CTPYKTYPY KJIETOK, HO TaK3Ke
IIPOJOJIKAIOT OTTSTUBATh M3 HUX CBOOOTHYIO BOLY,
IIpU 3TOM M3MEHSETCS BHYTPUKJIETOYHBIA OCMOTH-
YeCKMIi TTOTeHI[Ua U pa3BUBaeTCs 00e3BOXUBaHUE
(merunmparanust). Hambonee cribHOe 00€3BOXMBaHUE
KJIETOK JTOCTUTAETCS Y CaMbIX MOPO3OCTOMKMX Aepe-
BbEB, TAKMX KaK Oepe3a U 1Ba, Y KOTOphIX npu —60°C
coxpaHsieTcst 7.6—8.9% Heszamep3slieil BOAbI, TOrAa
KaK O3MMBbI€ 3J1aK1 BbIAEPKUBAIOT Jullb 50% mnore-
p1o Boawl (Kpacasues, 1972). CnemoBaTesibHO, OISl
JIPEBECHBIX pacTeHMid Oojiee 3(p(OEKTUBHLEIM MeXa-
HU3MOM MOPO30CTOMKOCTU SIBJISIETCSI CBOEBPEMEH-
HBI OTTOK CBOOOIHOI BOABI M3 IIPOTOILIACTA B MEX-
KJIIETHUKM C MOCJEIyIOIIUM pPa3BUTHUEM CHJIHLHOTIO
00e3BOXMBaHUSI KJIEeTOK. 1T 3MMyrommx TpaBsi-
HUCTHBIX 3JIAKOB MOPO30CTOMKOCTh 0a3upyeTcs B
3HAYUTEJILHOM CTEIIEHM Ha BOIOYIEPKMBAIOLICH
cniocobHoctu kiaetok (TpyHosa, 2007). M3BecTHO,
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Ta6mma 1. CymMmMapHoOe coepkaH1e caxapo3bl, IIOKO3bI U (PPYKTO3bI B JTUCThSIX PA3TMYHBIX IO YCTOMIMBOCTH K THITO-
TEPMUU TPYIIN pacTeHU i, B HOpME U MOoc/ie TUMIOTEPMUM

CyMmapHoe
Bun YcnoBus onbiTa colepKaHue UctouHnuk
caxapoB
TennonoOuBbIE pacTeHUS
Orypeu (Cucumis sativus L., 20°C 12* Kinmos u ap., 2002
copt KoHKypeHT) 6°C, 3 cyt 26%*
Towmar (Licopersicon esculentum Mill., 20°C 14*
copT CUOUPCKMIT CKOPOCTIEbIA) 6°C, 3 cyr 82%*
Ta6axk (Nicotiana tabacum L., 23°C 12.3%* IlomoB u op., 2013
coproTun Samsun) 8°C, 6 cyT 17.8%*
Bunorpan (Vitis vinifera L., 24°C 26.0%* Rooy et al., 2017
copt Flame seedless) 4°C, 44 32.8%*
Puc (Oryza sativa L., copt INIAP12) 30/27°C 12.3** Morsy et al., 2007
(1eHb/HOYB) 17.7%*
13/10°C
(1eHb/HOYB)
4 cyt
TpoctHuk (Arundo donax L.) 22°C 34 Pompeiano et al., 2015
10°C, 7 cyT 7QHHE
Xo0JIOOOCTOMKME PACTEHUS
Pesyiika Tannst (Arabidopsis thaliana L., 22°C 30.6* Ristic, Ashworyh, 1993
skotun Col-0) 4°C, 5cyr 148.6*
Kaprodens (Solanum tuberosum L., 22°C 59% JlaHHBIE aBTOPOB
copt Je3upe) 5°C, 3 cyT 115* (Heomy0J1.)
Kanycra (Brassica oleraceae L., 20/15°C 3.4%* Sasaki et al., 2001
copT Banchurisou) (IeHb/HOYD) 16.6**
5°C, 10 cyt
Tennyuruenna (Thellungiella salsuginea 20/18°C 13.5%%* Leeetal., 2012
(Pall.) O.E.Schulz, sxotun Tuva (neHb/HOYb) 95.0%**
4°C, 14 cyt
Irmnar (Spinacia oleraceae L., 25°C 3.9 Guy et al., 1992
copt Winter Bloomsdale) 5°C, 14 cyT 63.3%%*
Mopo3ocToiikue pacTeHUs
IMmenwia osumas (Triticum aestivum L., 20°C 180* Konymaes u op., 2015
copt JIrorecuenc 329) 2°C, 7 cyT 320*
Poxb o3umast (Secale cereale L., 20°C 230*
coprt ITamsate Xymoepko) 2°C, 7 cyT 330*
Slumenn o3umsblit (Hordeum vulgare L., 20°C 170*
copt XKepap) 2°C, 7 cyT 240*
Tpurtukane o3umsiii ( Triticale, 20—22°C 29%* Kolupaev et al., 2020
copt Papurer) 2—4°C, 6 cyT 42%%*
[Mienuua osumas ( Triticum aestivum L., 21°C 23k Kamata, Uemura, 2004
copt Norstar) 3°C, 4 nen, 167***

IMpumeuanue. * — Mr/r cyxoit Macchl, ** — Mr/T CbIpOil Macchl, *** — MKMOJIb/T ChIPOiIl MacCHhlI.
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YTO OJ1aromapsi CBoeit XUMUIECKOU CTPYKType (T1aB-
HbIM 00paszoM, HaJIWYUIO TUAPOKCWIBHBIX TPYIIM)
MOJIEKYJIbl HU3KOMOJIEKYJISIPHBIX CaxapoOB CBSI3bIBAIOT
BOIOPOTHBIMHU CBSI3SIMHA MOJICKYJTBI BOIBI, TEM CaMBIM,
YacTh BHYTPUKJIETOUYHOI BOIBI COXPAHSIETCST B KOJIIIO-
WIHO-CBsI3aHHOU (hopMme. Bona, Bxomsiiasi B cocTaB
THIPATHBIX 000JIOYEeK MOJIEKYIT CaXapoB, HE 3aMep3acT
1 He TPaHCITIOPTUPYETCS, OCTaBasICh B KieTKe. CBsi3aH-
Hasl BoJla He MOKET Y4aCTBOBATh B XUMITIECKUX PEaKII-
SIX, TPAHCITOPTUPOBATHCS TT0 PaCTeHUIO, HO Giaromapst
eif CHMKaeTcs Touka 3aMep3aHus pacTBopa. Tak, 3a
CYET BBICOKHUX BOIOYIEPKUBAIOIINX CBOMCTB MOJIC-
KYJI CaxapoB B MEPUCTEMATHIECKIX KIIETKAX XBOWHBIX
pacTeHUii B 3MMHUIA TIeproa 00eCIieuMBaeTCsl HaTnune
He3amep3arolieil (MmepeoxIaxkIeHHON) KUAKoN dasbl
(rmoutn o —40°C) B BUIE BEICOKOKOHLIEHTPUPOBAHHO-
ro BHYTPUKJIETOUHOTO pacTBopa (AnaynuHoBa, 2011). B
sTHBape B LIMTOILIa3Me MepUCTeMaTUIeCKUX KJIETOK MO~
yek e cubupckoii (Picea obovata L.) koH1IeHTpaLys
BOJIOPACTBOPUMBIX caxapoB cocTasiisia 17%, a 'y coc-
HBI OOBIKHOBeHHOM (Pinus sylvestris L.) — 21% ort cy-
X0l Macchl TKaHu (AnaynuHoBa u ap., 2010). Takum
00pa3oM, BBICOKOKOHIIEHTPUPOBAHHBIE PaCTBOPHI
caxapoB ITOMOTAlOT MOPO30CTOMKHM pacTCHHSIM B
3UMHHI TIepron M30eXaThb BHYTPUKIIETOUYHBIX ITO-
BpPEXIEHUI (meHaTypalusli O€JIKOB, pa3pylleHue
CTPYKTYpbI TUIa3MaJleMMbl U OpraHesul W Ap.), Bbl-
3BaHHBIX 00€3BOXXMBAHUEM W BHEKJIICTOUHBIM JIBIO-
o0pa3oBaHMEM.

OcMOTHYeCKOE TaBJICHHE SIBJISIETCS. BAXKHBIM KOJI-
JIUTaTUBHBIM CBOWCTBOM H€ TOJILKO PacTE€HMii, HO
Bcex XuBbIX cucteM (Koctiok, 2016). Yem BbIle
KOHIIEHTpAalMs BEILIECTB B PaCTBOPE, TEM BBIIIIE OC-
MoTH4YecKoe gasiieHue. I1pnu pa3Butum o0e3BOXKIBa -
HUSI KOHLEHTpallUM PacTBOPEHHBIX BEIIECTB (Mpe-
MMYILIECTBEHHO, HEOPTaHNYECKNX MOHOB) B KJIETKaX
MHOT'OKPAaTHO BO3PACTalOT, 1 OHM HAYMHAIOT OKA3bIBATh
TOKCHUYECKOe JeiicTBUEe. B 3THX YyCIOBUSIX BBICOKHE
KOHILICHTpallM HU3KOMOJIEKYJISIDHBIX caxapa Heli-
TPaAJIM3YIOT TOKCUYHBIE BEIIECTBA ITyTeM UX pa3daBJie-
Hus1. [1py BBICOKMX KOHIIEHTPALIMSIX caxapa HETOKCHUY-
HBI, ITOCKOJIbKY HE CITOCOOHBI HaMpsIMYIO B3aMOJICii-
CTBOBaTh C MaKpOMOJICKYJIaMU, TIPA 3TOM OHM MOTYT
BBICTYNATh B POJIM OMOTEHHBIX KOJUIMTAaTUBHBIX aH-
ndpusos (Ilyukos, 2017). Caxapa MOBBIIIAIOT OC-
MOTHUYECKUI IIOTeHLIMA KJIETKH, TEM CAMbIM CHIDKAIOT
TeMrepaTypy 3aMep3aHMsl pacTBOpa, MpU KOTOPOI
MPpOUCXOOUT HyKJTearust ibaa (Reyes-Diaz ef al., 2006).
Taxkum oO6pa3oM, pacTBOPHI CaxapoB 3aIIUIIAIOT TKAaH!
MOPO30CTOMKMX PACTEHUI OT aAre3ur ¢ KpUuctajiamMu
JIbIa, a G1arogapsi CBOMM KOJUIUTaTUBHBIM CBOMCTBAM
KOHTPOJIUPYIOT JIbI000pa30oBaHKUeE B KJIETKaX U MPeao-
XPaHSIIOT UX OT YpEe3MEPHOTO 00E3BOXKMBAHUSI.

%k ok ok

HuskoMoJeKynsipHbie caxapa (IIperuMyIIeCTBEHHO,
¢dpyKTO3a, IIII0K03a 1 caxapo3a) OTpaxaloT YPOBEHb
MeTabOINMYECKON aKTUBHOCTU PACTUTEIBHOM KIIEeT-
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KM, a B YCJIIOBHUSIX TUIIOTEPMUM BBIMOJIHSIOT ITOJIM-
GYHKIMOHAIBHYIO pOJjib. Pojib caxapoB B MOBBIILICHUA
YCTOMYMBOCTM pACTeHUII K TUIIOTEPMUM CBSI3aHa,
MPEXIE BCETO, C UX CIIOCOOHOCTBIO CTAOMIM3UPOBATh
CTPYKTYPY MEMOpaH, MOJICKYJI JIUTTUIOB U OEJIKOB, Heli-
tpamm3oBaTh ADK, ydacTBOBaTh B CUTHAJIMHIE I METa-
0OIMYECKIX IPOIIECCaX B KAUeCTBE MCTOYHNKA SHEPIUH
U TIPENIIeCTBEHHUKOB CHUHTE3a IPYIMX COSIUHEHUIA.
BHyTprkiieTouyHasi KOHLIEHTpALKSI CaXapoB BIUSET Ha
DKCIIPECCUIO TE€HOB, 3aAciiCTBOBAHHBIX B YCWICHUU
WIN OCIA0JIeHUM IIyTH OMOCHHTE3a OMOIIOJIMMEPOB,
YTO OTpaxkaeTcsi Ha (hOPMUPOBAHUM YCTOMYMBOCTU
pacTeHuii K runorepmun. OgHAKO IIsI YCTOMYMBOCTU
MOPO30CTOMKHMX PACTEHUM K OTPULATEIbHBIM TEMIIE-
paTypaM OOHUM U3 BaxXHEHIINX (haKTOPOB SIBJISICTCS
BBICOKOE COAEPKAHME B MX TKAHSIX PACTBOPUMBIX Ca-
xapoB. KoymmratuBHasie 3(p@deKThl BRICOKOHIICHTPU-
POBaHHBIX PACTBOPOB CaXapOB CBSI3aHbI C HOBHLIILICHEM
BOJIOYIEPXKMBAIOIIEH CITOCOOHOCTH KJIETOK, IIPEHOT-
BpallleHeM MX 00e3BOXMBaHUE IIPU BHEKJIETOYHOM
JIbIOOOpPa30BaHNM, CHIDKCHUEM BEJIMYMHBI BOTHOTO
MOTEeHILIMAJIa 1 TeMIIEpaTypbl 3aMep3aHMs IIPOTOILIA-
CTa, HelTpanm3anueii TOKCMYHBIX BellecTs. VIMeHHO
BBICOKOE COACpXKaHME CaxapoB KaK 0, U OCOOEHHO
MOCJIe HU3KOTeMIIEpaTypPHOTO 3aKaJIMBaHMSI, SIBJISICT-
Csl XapaKTEepHBIM IPU3HAKOM TPYIIIbl MOPO30CTOM-
KUX pacteHuii (cM. Tab. 1). M1, Hao6opoT, 6ojee HU3-
KO€ COlIepKaHMEe CaxapoB Y XOJIOMOCTOMKMX pacTe-
HUI1, a TeM OoJiee y TeTIOTIOOUBEIX, SIBJISICTCS] OTHOM
M3 BaXHEUINNUX MPUYUH TEHETUUYECKON HEYCTOWYMU-
BOCTH K 00pa3yoIIMMCS B HUX KpUCTaJljlax JIbaa.
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Colligative Effects of Solutions of Low-Molecular Sugars and Their Role
in Plants at Hypothermia

A. N. Deryabin:# and T. I. Trunova!'

!Timiryazev Institute of Plant Physiology RAS, Botanicheskaya str., 35, Moscow, 126276 Russia
#e-mail: anderyabin@mail.ru

The review discusses the colligative effects of high sugar level at negative temperatures are typical only to
frost-resistant plants and are associated with preventing cells from dehydration and formation of intercellular
ice, decreasing the protoplast freezing point, and neutralizing toxic substances. The ability of plant sugars to
manifest a protective effect, namely to stabilize the membrane structure, lipid and protein molecules, to neutralize
reactive oxygen species, to participate in signaling and metabolic processes as an energy source and precursors for
the synthesis of other protector compounds under the conditions of hypothermia are also discussed.

Keywords: sugars, low temperature, reactive oxygen species, signaling, plants
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