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MpoBefeH 0630p Ny6MKaLMiA O FeHETUYECKMX MeXaHV3MaXx, NeXaliMx B OCHOBE XOJIOf0YCTONYMBOCTU Yas U
OpYrvx BMAOB BbICWIMX pacTeHui. XOnoAoBoW CTpece, BKovaowmi oxnaxgeHve (0...+15 °C) n 3amopo3ku
(< 0 °C), HapywaeT MeTabonn3M B KNETKax M TKaHAX U UHIMOMPYET pocT pacTteHuid. MokasaHo, YTo B nocneq-
HMe AecATUNEeTUA AOCTUrHYT GONbLUOI NPOrpecc B MOHUMaHUM FeHETUYECKMX MEXaHM3MOB OTBETa pacTeHui
Ha XONI0A0BOW CTpecE, Obinm OTKPbITbI Ktouesble reHbl — ICE (inducer of CBF expression), CBF (C-repeat-binding
factor), COR (cold-regulated genes) — 1 nx curHanbHble MyTW. YCTaHOBNEHO, UTO HaKOMIeHUe TpaHcKpunTos CBF
NPONCXOANT yxe Yepes 15 MVH nocsie Hayana Bo3feNCTBMA HU3KUX TemnepaTtyp, +4 °C, OHW UrpatoT BaxKHeN-
LUYI0 POSib B XONIOA0BOW akKIMMaT/3aLum YarHoro pacteHuns. OgHako cywiectByeT u CBF-He3aBUCUMMBbIN NyTb,
BK/IOYAIOLWMIA Pa3fINYHbIE TeHbl Y TPAHCKPUMLUMOHHbIE GaKTopbl, Takne Kak HSFC1, ZAT12, CZF1, PLD (docdo-
nunasa D), WRKY, HD-Zip, CsLEA, LOX, NAC, HSP, KoTopble WWPOKO pacnpoCTpaHeHbl y pacTEHUI 1 BOBJIEYEHbI
B 6a30Bble MeXaHU3Mbl YCTONYMBOCTY Yas K xosnoay ¥ 3amopo3kam. OBHapy»eHO NOBbILEHHOe HaKomnaeHne
TpaHckpunTtos reHos CSDHN1, CsDHN2 n CsDHN3 'y ycTOMUMBbIX reHOTUMOB Yas B CPaBHEHMM C HEYCTONYMBbBIMM
copTamu B nepuog 3amopo3koB. OnpepeneHa BaxHaA ponb MUKPOPHK B MexaHM3max oTBeTa Ha oxnaxkaeHue
1 3aMOPO3KM Y Yas. [eHeTMYeCKNiA OTBET pacTeHWI Ha OXNaXKAeHWe U 3aMOPO3KM He OMHAKOB, 1 SKCNpeccua
reHOB OTBETa HOCUT reHOTUN-cneunduyeckunin xapaktep. MNpriBefeHHble pe3ynbTaThl UCCEA0BAHNIN NOAYEPKU-
BalOT HEOOXOAUMOCTb JarbHENLLEro N3yyYeHnsa MeXaHM3MOB, MOCPEACTBOM KOTOPbIX Pa3fiuHble FeHbl perynu-
PYIOT YCTONUYMBOCTD Yas K XONIOLOBOMY CTPECCY, ANA BbIABIEHWA reHETUYECKNX MapKePOB YCTONUYNBOCTM.
KntoueBble cnoBa: Camellia sinensis; MOPO30YCTONYMBOCTb; PerynatopHble reHbl; CBF; TpaHCKPUMNUMOHHbIe
daKTOpbl; reHeTUYeCKNe MapKepbl; cenekuums.

Ana yutuposauusa: CamapuHaJ1.C., Maniokosa J1.C., Bacanua M.B., Eppemos A.M., ManapoBckas B./., Jlowkapé-
Ba C.B., TyoB M.T.TeHeTuueckne MmexaHn3mbl akknmmaTm3auum YanHoro pacteHnsa (Camellia sinensis (L.) Kuntze) k
XONI0[0BOMY CTpeccy. BaBUNOBCKMIA XKypHan reHeTnku 1 cenekumm. 2019;23(8):958-963. DOI 10.18699/VJ19.572

Genes underlying cold acclimation
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The article reviews the latest studies showing the diversity of genetic mechanisms and gene families underlying
the increased cold and frost tolerance of tea and other plant species. It has been shown that cell responses to
chilling (0...+15 °C) and freezing (< 0 °C) are not the same and gene expression under cold stress is genotype-
specific. In recent decades, progress has been made in understanding the genetic mechanisms underlying the
cold response of plants — ICET (inducer of CBF expression 1), CBF (C-repeat-binding factor), COR (cold-regulated
genes) pathways and signaling have been discovered. The ICE, CBF and DHN gene groups play a key role in the
cold acclimation of the tea plant. The accumulation of CBF transcripts occurs after 15 min of chilling induction,
and longer cold stress leads to accumulation of CBF transcripts. It is shown that the transcripts of the CsDHN1,
CsDHN2 and CsDHN3 genes accumulate at a higher level in resistant genotypes of tea in comparison with sus-
ceptible cultivars during freezing. CBF-independent pathways include genes involved in metabolism and tran-
scription factors such as HSFC1, ZAT12, CZF1, PLD (phospholipase D), WRKY, HD-Zip, CsLEA, LOX, NAC, HSP, which
are widely distributed in plants and are involved in the basic mechanisms of tea resistance to cold and frost. The
most recent studies show an important role of miRNA in the mechanisms of response to chilling and freezing
in tea. The data obtained on different plant species may correlate with the mechanisms of frost tolerance of tea
and are the basis for future studies of the signaling pathways of response to cold in the tea plant. The results of
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the research emphasize the need to further explore the ways in which various genes regulate the tolerance of
tea to cold stress to find the molecular markers of frost tolerance.
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BBepeHune

Yaiinoe pacrenue (Camellia sinensis (L.) Kuntze) cimyxur
CBIPBEM JUIS TIOTYYEHHUS OAHOTO M3 Hambolee pacmpocTpa-
HEHHBIX B MUPE O€3aIKOTOJILHBIX HAITUTKOB. Apeait BO3/IEIbI-
BaHMS ATON MHOTOJIETHEH JIpeBECHOM CyOTPOITMYECKON KYIlb-
TYPbI PACHPOCTPAHUIICS OT TPOITMUYECKUX JI0 YMEPEHHBIX KITH-
MaTUYECKHIX PerHoHOB 3emin. B Oojee ceBepHBIX MHUpPOTax
9TO pacTeHHE MOABEPraeTCs BO3AEHCTBUIO XOJI0I0BOIO CTPEC-
ca B TEpPHOJ| 3UMHUX 3aMOPO3KOB M BECEHHUX PE3KHX I10-
HIDKCHNH TeMIepaTrypbl, KOTOPBIE COBMAJAIOT C MEPHOIOM
BEreTaliy 1 NepBbIM ypokaeM (Vyas, Kumar, 2005; Yue et
al., 2015). XonmomoBo# cTpecc, BKIIOYAIOIMNN OXJTaKICHUE
(0...+15 °C) u 3amopo3ku (< 0 °C), HapymIaeT KICTOUHBIN
MeTabO0JIN3M, BBI3BIBASI CHIDKEHHE CKOPOCTH ITOTJIOIICHUS
MUTATEIIbHBIX BEIIECCTB, CKOPOCTH (POTOCHHTE3a; HHIMOMPOBA-
HUE POCTa paCTEHUI; CHUKEHHE YPOXKasl U KaueCTBa YaliHOTO
JUCTA, YTO MPHUBOAUT K CYIIECTBEHHBIM SKOHOMUYECKUM
norepsim (Zheng et al., 2015). I1pu xonomoBoM crpecce 3a-
IycKaeTcst psizt GU3U0IOTO-OMOXUMHIECKUX M MOJICKYIISIPHBIX
3alIUTHBIX MEXaHU3MOB, MPEMSATCTBYIOMINX MMOBPEKACHUIO
TKaHEeH U KJIETOK pacTeHUM.

[ToirHOE MOHMMAaHME PTUX MEXAHU3MOB IS JTFOOO0I CEJTBCKO-
XO3SIHCTBEHHOH KYJIBTYPBI SIBJISICTCS KITFOYOM K CO3IaHHIO HO-
BBIX N'€HOTHUIIOB C IIOBBILIEHHON YCTOMUMBOCTBIO. 1loaTOMY
MIPOBOJSTCSI MHOTOUNCIICHHBIE MCCIIEIOBAHNS B 3TOH 00-
JIacTH, a B MOCJICHAE IOkl O1arojapsi TaKUM METOJaM, Kak
RNAseq, HaKOIUIeH OY€Hb IICHHBIH MaTepHall, KacatouIHics
TEHETHYECKUX MEXaHN3MOB YCTOWINBOCTH Yast. OJJHAKO MHO-
THE BOIIPOCHI €IIle HE BBISICHEHBI, B YaCTHOCTH PA3IMUMS Me-
XaHU3MOB YCTOHYMBOCTH MEXKIy '€HOTHIIaMU, crienupuka
MEXaHHU3MOB OTBETA Ha OXJIAK/ICHHE U 3aMOPO3KH, a TAK¥Ke
MOCTTPaHCISIMOHHEIE TIporiecchl y yast (Zheng et al., 2015).

Mopo3zoycToiiunBble copTa 4as, Kak MpaBUIIO, UMEIOT B
OCHOBE CBOEH YCTOMYUBOCTH Pa3INIHbIC MOp(oIorHIecKne
1 (pU3HOI0r0-0MOXMMHUYECKHE MEXaHU3MBI, 00ECIICYHBAIOIINE
YCTOWYMBOCTh K HEOJIAronpusTHBIM a0MOTHYECKHM (haKkTo-
pam. Hekotopsie copra o0mamaroT 6oiee BRICOKOH KOHIICH-
Tpamyeldl OCMOJIMTOB B IIUTOIUIA3ME B IEPUOJ 3aMOPO3KOB,
JPyTHe XapaKkTepHU3yTCsl 0COOBIMU TPUCIIOCOONICHUIMH Ha
MOP(]OIOrHIECcKOM yPOBHE, @ 4aCTh COPTOB BKIIIOYACT MEXa-
HU3MBI a/IalTalliy Ha (pU3HoIorndeckoM yposHe. [Tpn atom
€CTh COpTa, KOTOPBIE MOTYT COUETATh B ce0e cpa3y HECKOJIBKO
MEXaHU3MOB, 00ECIICUNBAIOIINX MX MOBBIIICHHYIO yCTOWYH-
BocTh (Dr. Janaki Mohotti, personal communication). B psine
HCCIIeIOBaHMH OBIIO MOKA3aHO, YTO SKCIPECCUS TCHOB Yas
IIPU XOJIOZIOBOM OTBETE W MEXAHM3MBl YCTOMYMBOCTH Kade-
CTBEHHO OTJIMYAIOTCS Y HEYCTOHUYMBBIX U YCTOHYMBBIX COPTOB,
T. €. HOCST reHoTuI-crieruduueckuii xapakrep (Pennycooke
et al., 2008; Eriksson, Webb, 2011). Ipyrue ucciemnoBarenu
MPUXOAT K 3aKIIFOYCHUIO, YTO Yy HEYCTOHYMBBIX COPTOB IIPH
XOJIOJJOBOM CTpecCe HHIYIUPYIOTCS T€ JK€ IMPOLECCHl, 4TO U

Yy MOPO30YCTOHYMBBIX, HO 3HAUUTEIBHO MeuicHHee (Zhang
et al., 2011). OnHako B paboTrax 1mo GpyHKIIOHAIEHON T€HO-
MHKE 4asi 0OBIYHO MCIIOIB3YIOT TOJIBKO 1B TEHOTHIIA, OJIUH
YCTOWUYUBBIA U OAMH HEYCTOMYUBBIN, U UX TPAHCKPUIITOM
CPaBHUBAIOT B YCIIOBHAX XOJOI0BOIO CTPECCA, HO TAKOM MOJ-
XOJI HE 14T B MOJIHOW MepE BBISBUTH Pa3IHUUs MEXaHHU3MOB
YCTOMYMBOCTH y Pa3HBIX COPTOB.

B nacrosmeii crarbe OblIa ITOCTaBIIEHA IETD — 0000IIUTE
pe3yabTaThl UCCAEJOBAHUI M'EHETUYECKUX MEXaHHU3MOB
YCTOMUMBOCTH 4asi U APYTHX JIPEBECHBIX KYJIbTYp K HU3KO-
TEMIIepaTypHOMY CTpecCy JIsl TOHUMaHUS TIIaBHBIX (aKkTo-
POB, JIEXKAIIMX B OCHOBE ATOI0 LIEHHOIO MPU3HAKA.

leHeTUYeCcKne mexaHn3mbl YCTOI‘/‘I'-II/IBOCTI/I
pacTeHunin Yas K XONoJ40BOMY CTpeccy

B nocnennue gecatuiieTus: JOCTUTHYT OOJIBIION ITporpece B
MOHMMaHHWU TeHETHYECKUX MEXaHN3MOB, 00y CIIaBIUBAIOIINX
OTBET PACTEHUH Ha XOJIO0BOH cTpecc. BhIABIEHB OCHOBHBIC
renbl-peryisatopbl otBera: COR (cold-responsive), KIN (cold-
induced), LTI (low temperature induced) u RD (responsive to
dehydration). ITpogyKThl 3THX T'€HOB MOXHO KJIacCHU(HIIHU-
poBarh Ha J[Be TPYNIILL: TepBas Britouaer Oenku LEA (late
embryogenesis abundant proteins), HSP (heat shock proteins),
aHTU(PU3-0€IIKH, OCITKU TPAHCIIOPTA JIUITH/IOB, IETUIPUHBI 1
OCMOPETYJISTOPHI (caxapa, CBOOOIHBIE CTepoibl, padduHo3a,
TTFOKO3H/IBI, MIPOJIMH, IIIMLUH O€TalnH); BTOPasi — pa3IndHbIe
TPAHCKPUIIMOHHBIE (DAaKTOPBI, PETYIUPYIONINE TIepeiady
CUTHAJIOB U JKCIIPECCHIO TeHOB oTBeTa Ha xoyion (Megha et
al., 2018). CewmeiictBo reroB /CE (inducer of CBF expres-
sion) — CBF (C-repeat-binding factor), COR (cold-regulated
genes) — BIEPBbIE U3YUUIIM HAa MOJEJIBHOM TPAaBSIHUCTOM
pactrenun Arabidopsis thaliana (Thomashow, 1999), a 3a-
TEM €ro POJIb B OTBETE Ha Pa3IMUHbIC BUJIBI CTpecca (XOJIox,
MOpO3, 3aCyXa M T. JI.) OblIa MOATBEPIKICHA Y PsiJia IPEBECHBIX
kynsTyp (Kitashiba et al., 2004; El Kayal et al., 2006), B Tom
yucne u'y gast (Wang et al., 2012).

VY yaliHOrO pacTeHus: ONpe/ieIEHO HECKOJIBKO KIIFOUEBBIX
TeHOB, YYacTBYIOIINX B MpOIeccax aJanTalud K HU3KO-
temneparypaomy crtpeccy: CsICEl (FE861156), CsCBF1
(EU563238), CsCBF2 (KC702795) (Wang et al., 2012; Yuan
et al., 2013). Ilpu cpaBHEHHH OTBETHBIX PEAKINN KOHTPACT-
HBIX TI0 YCTOMYMBOCTH K XOJIOZY COPTOB Hast Oblila yCTaHOB-
JIeHa JKcTpeccusi pa3iuuHbelx reHoB: CsCBF[ — y ycToii-
YUBOTO K X0noxy copra 4asg, CsCBF2 — y HEeyCTOHUMBOTO
(Wang et al., 2012; Ding et al., 2015). IIpu 3TOoM BBICOKHIT
ypoBeHb dkcripeccuu reHa CsCBF ] oTMeueH B pe3ylbTare
nomasnerns 3xcrpeccud CsCBF2, 9T0 CBUAETENHCTBOBAIIO
00 aHTaroHn3Me JEHCTBUS 3THX TeHoB. Hapsy ¢ 3Tum oTcyT-
CTBOBAJIM PA3IU4Us MeKAy copramu B skcnpeccun CsICE|,
TEeHA, yYaCTBYIOIIETO B 0a30BOH PETyIAIINI MOPO30CTOWKOCTH
pacTeHuil.
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Tpanckpunuus reHoB rpynns! CBF, B OTIHYUE OT T€HOB
ICE, naunnanace yxe npu +4 °C (Wang et al., 2012), uro
CBHJIETENBCTBOBAJIO O Ba)KHOM POJU MEPBBIX B MpoIEcce
AKKJIUMATHU3aIMK K X0J101y, a reHbl /CE, BeposiTHO, OO0JIbIIIe
OTBEYAIOT 3a 0a30BYI0 MOPO30CTOMKOCTH pacTeHuil. Bos-
MOXHO, YTO CYNIECTBYIOT Kakue-To /CE-1ogoOHbIe TeHbl,
YyBCTBUTEJIbHBIC K U3MEHCHHIO TEMIIEPATyphl U BIUSIOLINE
Ha Tpanckpumuio CBFI u CBF2. OcuoBHas ¢pyukius CBF,
M0-BUAMMOMY, 3aKJIIOYAETCsl B TOM, YTOOBI OTIOCPEOBAThH
aJaNTUBHBIC OTBETHI IIPH XOJIO0BOM BO3JCHCTBUH, T. €. BbI-
3BaTh M3MEHEHUs], IMEIOINE PEIIaroNiee 3HaYeHUE ISl 110-
BBIIIIEHUS YCTOWYNBOCTH K XOJIOJJ0BOMY cTpeccy (Zhao et al.,
2016; Zhao, Zhu, 2016). BeisiBiicHO, YTO HAKOTUICHHE TPAHC-
kpuntoB CBF IponCXOANT yXe uepe3 15 MuH nocie Havana
BO3/IE€HCTBHsI HU3KUX TeMnepatyp +4 °C, a oTpunarensHble
TEeMIEepaTypsl MPUBOAAT K JajJbHEHIIEMY MX HAKOIUICHHUIO
(Hua, 2016).

I'ens! rpynner CBF He TONBKO Y4acTBYIOT B HOBBIIIEHUH
YCTOMUMBOCTH K XOJOAY, HO TaKXe MIPAIOT BAXKHYIO POJIb
B OTBETE HA Jpyrue aOMOTHYECKHE (PaKTOPHI, B YACTHOCTH
OCMOTHYECKHH cTpecc (3acyxa, 3aCOJICHUE U 3aMOPO3KH ), TIPH-
BOJSILIMI K BOJTHOMY JIE(DUILIUTY M TOBPEIKICHHIO KIIETOYHBIX
MemoOpas (Chinnusamy et al., 2003; Jia et al., 2016; Yin et al.,
2016; Zhao et al., 2016).

YcTaHOBIIGHO, YTO MYTaHTHI apaOuIoNCcHca ¢ TUIIEPIKC-
npeccueil reroB CBF NMEIOT CyIIECTBEHHBIC PA3TUINs IO
(enorumny. OTMEUEHO HHTHOMPOBAHHE POCTA PACTEHUH TIPH
MOBBIIICHUH 3KCIIPECCHH 3TOW rpymmbl reHoB (Achard et
al., 2008). Y. Yin ¢ xomuteramu (2016) BBISIBHIIN, YTO THITEP-
akcnpeccus reHa CsCBF3 y apabujoricuca BbIpaxasach
MOBBIIIEHHOH (DOTOCHHTETHYECKOW aKTUBHOCTBIO, Kapiiu-
KOBBIM (DEHOTHIIOM U TEMHO-3€JICHBIM I[BETOM JIUCTHEB, UTO
noaTBepxieHo aApyrumu aBropamu (Welling, Palva, 2006;
Sharabi-Schwager et al., 2010).

Jlo HeaBHEro BpEMEHH HE MPEICTABIAIOCH BO3MOKHBIM
OINPENENUTh POib KaXI0ro OTAENbHOro reHa rpynmnsl CBF,
TaK KaK OHH PACIOJIOKEHBI ITOCIeI0BATENIbHO O/IUH 32 APYTUM,
HEOOXOAMMO TOIYYNUTh CTAOMIIbHBIE HYJIEBbIE MyTaHTHI OT-
JIETTBHO 0 3THM T'€HaM JUISl TOHUMAaHHST POJIN KaX<JIOTO U3 HUX.
OpHAKO C MOSBICHUEM CHCTEMbI TEHOMHOTO PeJaKTHPOBaHUS
CRISPR/Cas9 ynanoce ompenenuTs BKIaJ KaXKI0TO U3 TPeX
renoB CBF B MexaHM3MBI XoJotoycroitunBoctr (Ban et al.,
2017). C npuMeHeHneM TeHOMHOTO PelaKTUPOBAHUS ObLIO
BBISBJIEHO, YTO BBIKIIOYEHHE BCEX TPEX T'€HOB MPUBOAMIO K
CYLIECTBEHHOMY MOBBIIIECHHUIO YyBCTBUTEIBHOCTH PACTEHUN
K 3aMOPO3KY y A. thaliana. I'naBHy0 pojb B MEXaHHU3Max
XOJIOIOYCTOWYIHBOCTH Y A. thaliana W3 Tpex T€HOB UTpacT
CBF?2 (Zhao et al., 2016; Zhao, Zhu, 2016). OnHako y 4das
OBLII0 MOKA3aHO, YTO U3 TpeX reHoB CBF HanOoIbIINI BKIA]T
B MEXaHM3MBI XOJIOI0ycToWYnBOCTH BHOCUT CBF (Ban et
al., 2017).

TeM He MEHee MyTaHThI, Y KOTOPBIX BBIKJIIOUEHBI BCE TPU
rera CBF, He TEPSIOT MOTHOCTHIO CIIOCOOHOCTH K XOJIOJIO-
BOM aKKIMMaTHU3allUH, YTO yKa3blBaeT Ha Hannuue CBI-He-
3aBHCHMOTO IYTH, BHOCSIIIETO BKJIAJ B MEXaHU3MBI XOJI0/10-
ycroitunBoctu (Jia et al., 2016; Zhao, Zhu, 2016).

BaxHoe 3HaueHHE B OTBETE HA XOJIOJOBOM CTpECC UMEET
rpynmna reHoB DHNS, KoAUPYOUHMX OeIKH-AEr APHHBI, KOTO-
pBIE MOTYT JEHCTBOBATH KaK KPHUOIIPOTEKTOPBI, MOJICKYIISIP-
HBIE [IANIEPOHBI, @ TAKXKe aHTHOKcuaanThl (Ban et al., 2017).
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Tpanckpunuust renoB DHNs KoppeaupyerT C IOBBILEHHOH! X0-
JIOAOCTONKOCTRIO Hapsay ¢ reHamu CBF (Paul, Kumar, 2013;
LiY.Y. et al,, 2016). V yas Obutu BeigeneHsl TeHsl CsDHN
(GQ228834.1), CsDHN2 (FJ436978) u CsDHN3 (K'Y270880)
(Li Y.Y. et al., 2016) n moka3aHo, 9YTO MX TPAHCKPHUITHI Ha-
KaIUTMBAIOTCS B OOJIBIIEH CTENIEHN Y yCTOHYMBBIX T€HOTHITOB
yasi, B CPAaBHEHHUU C HEYCTOWUYUBBIMU COPTaMH, B IEPUOL
3amopo3koB (Li Y.Y. et al., 2016). HenaBane ncciiemoBanus
TIO/ITBEP/IMIIH, YTO KITFOYEBYIO POJIb Y XOJIOJ0yCTOHYHNBBIX COP-
TOB 4as Urpaet BbIcokas akcnpeccust CsCBF1 B coueTaHuH ¢
reHamu Tpynnbl CsDHN v HaKOTUTEHHEM CaXapo3bl.

CBF-He3aBUCHMBII ITyTh MOXKET TAK)KE BKIIIOYATH IPyTUE
reHbl METadoNIN3Ma ¥ TPAHCKPHITIHOHHBIE (haKTOphI, TaKkue
kak HSFCI1, ZAT12 uw CZF1 (Vogel et al., 2005; Park et al.,
2015), PLD (dochonumaza D) (Lietal., 2004), WRKY (Wang
et al., 2016b), HD-Zip (Shen et al., 2018), LOX (Zhu et al.,
2018), LEA (Wang et al., 2018), NAC (Wang et al., 2016a),
KOTOPBIE UTPAIOT BXKHYIO POJIb B PETYIISIIMN OTBETA Ha XOJIO-
nosoii crpecc. CemetictBa CPK (calcium dependent protein
kinases) u CIPK (CBL-interacting protein kinases) — reHsI
MIPOTEMHKNHA3 — TAKXKE PACCMATPUBAIOTCS KaK MOJIOXKHTEIb-
HBIE PETYJSATOPHI OTBETA MPU 3aMOPO3Kax, MOCKOJIbKY JKC-
MIPECCHs 3TUX T'€HOB IOBBIIIANACH B MEPHOJL 3aMOPO3KOB y
Camellia japonica (Li Q. etal., 2016). ImetoTcs coobieHus o
TOM, YTO Y Yas IpH XO0JI0JO0BOM OTBETC I'CHBI (bHaBOHOI/II[HOFO
IIyTH aKTHBU3UPYIOTCS B OOJBIIEH CTENEHH, YeM Te€HbI OHO-
cuHTe3a aHTonnanos (Wang et al., 2009).

TpaHCKpUNITOMHBINA aHaU3 OOHAPYKWJI 33 TpPaHCKPHII-
IUOHHBIX (hakTopa HD-Zip (roMeomoMeHconepKammx 0em-
KOB pacTEHHH), yJacTBYIOIIMX B YCTOWYMBOCTH K XOJOIY
yaifHoro pactenus copra Longjing43. BeisiieHo, 4To ycTOM-
YUBOCTH K XOJOAY MOXKET OBITh cBs3aHa ¢ TreHamu Cshdz
(Shen et al., 2018). Psix TpancKkpunnoHHBIX GakTOpoB bZIP
(c IOMEHOM THHA «JICHIIMHOBAs 3aCTEKKA-MOIHHI», KaK
MIPaBUJIO, PETYIHPYET OTBET HA aOCIM30BYIO KUCIOTY U THO-
OepeJUTHHEI) IIPU XOJIOI0BOM cTpecce y apalduIoncuca, pruca
1 COM U MOKET BHOCUTH BKJIAJ] B XOJIOZI0BOM OTBET y YaliHOIO
pactenus. ['unepakcnpeccust renoB GmbZIPI n AtABF3 u3
9TOH TpyNITbl MPUBOJMIIA K TIOBBIIICHUIO Y PACTCHUH pas-
HBIX BUJIOB YCTOMUMBOCTH K XOJIOZY, 3aMOPO3KaM, BICOKUM
TeMIeparypam, OKUCIUTeTFHOMY cTpeccy u 3acyxe (Kim et
al., 2004; Gao et al., 2011). ¥V gas ren CsbZIP6 HanpsiMyro
Y4YacTBYET B XOJIOZIOBOM OTBETE, B TO BpeMsi Kak reH AthZIP63
MOKET OBITh BKJIIOUEH B PETYISITOPHBIE ITyTH U €T0 POJIb Tpe-
OyeT nanpHeero n3yueHus. Y 4aifHoro pactenus 18 reHos
CsbZIP Taxke SKCIPECCUPYIOTCS B OTBET Ha XOJIO, 3aCyXY,
3aconenue u apyrue crpeccel (Cao et al., 2015), omHako
9KCTIPECCHUSI ITUX T€HOB, KAaK U MHOTHX JPYT'HX, HAXOAUTCS
0]l CE30HHOM peryisiluedl HUPKagHbIX PUTMOB, KOTOPbIE B
OOJIBIIION CTETEHH BIMSIOT Ha OTBET KJIETOK HA XOJOAOBOM
ctpecc (Wang et al., 2017).

MHorue TpaHCKpHUIIIMOHHbIE (hakTopbl cemericTBa WRKY
COZIepKaT TaK Ha3bIBAEMbIC IIMHKOBBIC TAJbLBI U BAJKHBI B
peryJsiuM OTBETa HAa HU3KHE W BBICOKHME TeMIIEpaTyphl, a
TaKKe COJIEBON CTpecc M 3acyxy. Y 4aHOTo pacTeHus: ObLl
BEIJIEJICH HOBBIH T'eH ATOro cemeiictBa, CsWRKY2, sxcripec-
CHsI KOTOPOTO MOBBIIIATACK ITPU X0J10710BoM cTpecce (+4 °C)
napa’juiesIbHO ¢ oBhIIeHneM koHeHTpauu ABK (Wang et
al., 2016b). YcraHoBneHO TakKe, YTO HHTHOUTOp OHMOCHHTE3a
ABK cumxan skcnpeccuto CsWRKY2, Ha OCHOBaHMH 4€ro
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OBUI clieslaH BBIBOJ| O BaYKHOCTH JTOTO I'€Ha B CHI'HAJBHBIX
MyTAX ¢ aOCITI30BOM KUCIOTOM.

I'pyrma 6enxoB LEA (Oenku mo3aHero sMOpuoreHesa xu-
BOTHBIX M PACTEHHH ) — OOJIBIIIOE U pa3HOOOPa3HOE CEMENCTBO
MOJIUTIENTH/IOB, UTPAIOIINX 3HAUYUTEIBHYIO POJTb B PETYIISIIIUH
pocTa u pa3BuTHs pacTeHui. [Ipn XomogoBom cTpecce y uast
9KCITPECCHsI TEHOB 3TOM IPYIIIBI MMOBBIIIAIACH, BCETO OBLIO
BoIsiBIIeHO 33 rera CsLEA (Wang et al., 2018).

CewmeiictBo 6enkoB NAC COCTOUT M3 HECKOIBKUX TPaHC-
KPHITIIMOHHBIX ()aKTOPOB U PETYJIUPYET pa3inuHble OHOJIO0TU-
YeCcKHe MPOLECCHl (Tepeady ayKCHHOBOTO CHTHAJIA U Pa3BH-
THE MEPHCTEM), B TOM YHCJIIC /IANTAIINIO K Pa3JIMYHBIM CTpeC-
cam. br1o ycranoBieHo, uTo skcnpeccust reHoB ANACO019,
ANACO055, ANACO072/RD26 y apabuaoncuca HHIYITUPYETCS
3aCyXOH, 3aCOJICHHEM, XOJIO/IOM U TTOBBIIICHUEM COACPKAHUS
abcrmzoBoi kucioTel (Wang et al., 2016a). YV nByx n3ydeH-
HBIX COPTOB 4aifHoTO pactenus (Huangjinya — 9yBCTBHTEb-
HBII 1 Yingshuang — ycTOWYMBBIN K XOJIOY) TIPH XOJIOJO-
BOM CTpecce MPOUCXOANIIO YCHIICHUE SKCIIPECCUH OOJIbIIHH-
ctBa reHoB CsNAC. Dxcrpeccust Takux TeHoB, Kak CsNAC2,
CsNACY, CsNAC12, CsNAC30, CsNAC44 u CsNAC45, nio-
CTETIEHHO MOBBIIIANACh U JJOCTUTajda MakCUMyMa uepe3 12—
24 9 ipu +4 °C (Wang et al., 2016a). Dxcripeccuss CsNACI2
n CsNACI8 y obonx copToB Bo3pacTajia ¢ MEHbIIEH CKOPO-
CThIO (B JIBa pasa), B OIMYKeE OT Apyrux reHoB (Wang et al.,
2016a). Y ycroitunBoro copta Yingshuang skcrpeccus TeHOB
CsNAC17u CsNAC26 nocTeneHHO yMEHbIIAIACh IPU XOJI0-
nioBoM BozaeicTBum. [Ipu sTom sxcnpeccust rena CsNAC32
CHIDKaIAch y 000Mx copToB. TakuM 00pa3oM, BBHISBICHHBIC
PO MM SKCTIPECCHH 3TUX TEHOB Y Yast TI03BOJISIOT IPEIo-
JOXUTb, 4TO CsNAC KOHTPOIUPYIOT KOMIUIEKC PETYISTOPHBIX
ceTell TeHOB U OKa3bIBAIOT BIMSIHUE HA Pa3IUIHbIE (PU3HOII0-
rudeckre (pyHKIUY /IS a/IalTalii K Pa3InIHbIM CTPECCaM.

HccnenoBanusi FeHOB PEryIisilUU YIIIEBOIHOTO METab0 M3~
Ma B 3MMHHUH NEPHO y Yas OKa3ajx, YTO B Ha4aJIe 3UMBI IIPO-
MCXOJHT XOJIONOBAsI aKKIMMAaTH3AIHs, COMTPOBOKIAOMIASICS
OBICTPBIM PAcIaZoM KpaxMala v IOCTEIICHHBIM ITOBBIILICHHU-
€M COfIepKaHMsI MOHO- U AMCAaXapHIoB (caxapos3bl, PpPyKTo-
3bI, TIIFOKO3bI) B IIUTOILIA3ME. DTO OCYIIECTBISICTCS Ha (hOHE
MOBBILIEHUSI DKCIIPECCHU TEHOB YITIEBOAHOTO 00MEHA, TAKHX
Kak TeH 6era-ammnassl (CsBAM), uaseptassl (CsINVS), ren
cunre3a papduuozsr (CsRS?2), ydacTBYIOMINX B META0OIN3-
Me Kpaxmaia, caxapo3bl 1 padduHossl coorBeTcTBeHHO. Ol
HOBPEMEHHO IOBBIIIANIACH U IKCIIPECCUS TCHOB TPAHCIIOPTa
YIIIEBOJIOB, 32 HCKIIFOYEHHEM I'C€HOB TPAHCIIOPTEPOB CAXapoB
CsSWEET2, 3, 16, TeHOB paHHETO OTBETa Ha JIETHIpaTallnio
CsERD6 wn Tpancnoprepa nHosurona CsINT2, sxcnpeccust
KOTOPBIX CHMKaynach. MHTEpecHO, YTO TeHbl TeKCOKHMHA3,
CsHXK3 u CsHXK2, y4yacTBytolle B Peryisiiud MeTtado-
JIM3Ma caxapoB, Ha Ha4yallbHOM CTaJNU aKKJIMMATH3ALUH K
XOJIOZYy UMEIH TPOTHBOMOIOKHBIN XapakTep KCIPECCHH.
DKcrpeccusi ITUX TeHOB B 3UMHUI TIEPHOJ] IPUBOJIUT K TO-
BBIIICHUIO KOHIIEHTPAINX B IIUTOILUIA3ME MIPOCTHIX CaXapoB,
CHIDKCHHUIO copepskanus kpaxmana (Yue et al., 2015), co-
OTHOIIIEHHE KOTOPBIX MEHSETCsl Ha 00paTHOE BO BpeMs IO-
terieHust. [Ipy akkiaMMaTtu3anny pacTeHWH 4Yas K 3MMHHAM
3aMopo3KaM psi reHoB, CsSPS, CsRS2 u CsINVS, cBsi3aHHBIX
C CHHTE30M YIVIEBOJIOB, TAK)KE YCHIEHHO 3KCIPECCUPYETCS
(Yueetal., 2015). Y Gomnee yCTOIUMBBIX COPTOB TPAHCKPHIITHI
9THX T'€HOB HaKAIUTMBAIOTCS B IIUTOILIA3ME, @ Y HEYCTOHUMBBIX
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[eHeTYecKme MexaHn3mbl aKKMMaTM3aLuy YaiHOTro pacTeHuns
(Camellia sinensis (L.) Kuntze) K xonogoBomy cTpeccy

AKCIIPECCHs ITUX T'EHOB He MeHsieTcs1. [103ToMy 1aHHbIE TeHbI
paccMaTpUBaIOTCSl KaK TE€HOTHUI-CIIeNn(UIHBIE MapKEPbI
XOJIOZIOCTOWKOCTH M MOTYT HCIIOJIB30BAaTHCS B CENICKIINH Hasl.

Benku rertosoro moka HSPs (heat shock proteins) — Bes-
Jecytye OeIKH B KJIIETKaX PaCTEHUH, pOJIb KOTOPBIX CHavyasa
CBOJIMJIACH K TETJIOBOMY CTPECCY, HO TETIEPh CTAJIO H3BECTHO,
YTO OHHM MIPAIOT BAKHYIO POJIb B OTBETE HA pazHbIe OHO-
THYECKHE W A0MOTUYECKUE CTPECCHI, TOMOTAIOT IOAEPKH-
BaTh CTAOMILHOCTD KJICTOYHBIX MEMOpaH. YCTaHOBJICHO, YTO
y apabumgorncuca skcrpeccus HSP9I( CyliecTBEeHHO MOBBI-
IIaeTCs B YCIOBHAX JKapbl, XOJIOAA, 3aCOIEHHs, BO3/IEHCTBUS
TSDKEIIBIX METAJIOB, OKuciuTensHoro crpecca (Chen et al.,
2018). V yas taxxe 6b110 BbIsiBIeHO 47 renoB CsHSP u3 ce-
meiictB HSP90, HSP70w sHSP n oTMedeHa uX BayKHast (pyHK-
IS B PETYJISLUH POCTA M OTBETA Ha 3aCyXy U SKCTPEMalIbHbIE
TEMIIEPaTyphl.

B nocnetH1e ro/151 MHOTHMHE HCCIIEN0BATEISIMU TTOATBEPXK-
JIeHO, 4To pazinuyHbie MUKpoPHK akTHBHO y4acTBYIOT B 3a-
IIMTHBIX peakuusix pacreHui (Zheng etal., 2015). Y yaiinoro
pactenus ommcansl 233 mukpoPHK, muddepennmnansuo
9KCTIPECCUPYIOLINXCS TIPU X0JI0/10BOM cTpecce. [TokazaHo,
YTO YeM CHJIbHEE XO0JI0JI0BOE BO3ACHCTBUE, TEM OOJIbIIIEe KO-
mmaectBo MUKpoPHK BoBiedeHo B oTBeT. Onpenenena KoH-
cepBatuBHast PYHKIMS OOIBITMHCTBA HACHTH(OUINPOBAHHBIX
MukpoPHK: mpu pa3Hoii cTeneHu X01010BOro BO3IeHCTBUS
BbIsBJIEHBI pa3Hble MUKPOPHK, nepekpbiBanust MEXaHU3MOB
OTBETa Ha XOJI0/] M 3aMOPO3KH He Tporcxoauio. OOHapyx eHo,
9TO B OOJIBIIMHCTRE CiTyyaeB koimdectBo MUKpoPHK, 0Opaso-
BaHHOI ITPH XOJIOIOBOM CTPECCe, 00paTHO MPOTIOPINOHAIIBHO
konuuecTBy Heneoit MPHK.

Xouo1oBasi aKKJIMMaTHU3alKs BIMSET HA COCTAB JIMIIH-
JIOB B Tu1a3Matndeckoir memOpane xmerok (Li et al., 2008).
VY Camellia japonica B OTBET Ha 3aMOPO3KH HAOJIIOAATIOCH
MOBBIIIEHHE SKCIIPECCUH T'€HOB, YUaCTBYIOIIUX B OMOCHHTE3E
HEHACHIMEeHHBIX XUpHBIX kucioT (Li Q. et al., 2016). Hena-
CBIIIIEHHOCTD )KUPHBIX KACIIOT KOHTPOJIUPYETCSI TPAaHCKPHII-
IIUEH KITFOUEBBIX TCHOB Jiecarypa3sbl — FAD2-3 (Kargiotidou et
al., 2008). Y xomomoycToiHunBOTO cOpTa Yast MPH HHIYKIINH
cTpecca dKcrpeccust rena aecarypassl CsFADS Oblna Bblle
1o cpaBHEHHIO ¢ HeycToiunBeIM (Wang et al., 2012).

CewmeiicTBo TeHOB umnokcurenas LOX (9-LOX, 13-LOX n
9/13 LOX), kKak U3BeCTHO, OTBEUACT 32 KaTaOOJIN3M JIUTIHIOB,
CHHTE3 OKCUJIMIIMHA, KOTOPBIH BBITIOJIHSET 3alUTHYIO (QYHK-
IIUI0 OTIOCPEOBAHHO UYepe3 aneH-okcua-cuHTeTasy (AOS)
n ruaponepokcun ymasy (HPL) st cunTesa sxacMOHOBOM
kuciotsl 1 C6-anpaernnon (Li Q. et al., 2016). [Tpu Hu3KHX
TeMIIepaTypax KaCMOHOBasl KHCIIOTa MOXKET MTPEAOTBPATHTH
MOBPEXX/ICHUE TKaHEH, 3a1epKUBasi aKTUBHBIE (POPMBI KHCIIO-
poza ¥ epeKrCH BOJOPOJIa, PEryIUpysl aCKOpOaT-TiIyTaTno-
HOBBIN MK W aKTUBUPYS BaXKHBIE TeHBI, Takne kKak MYC2
(BKIJIIOUCHHBIN B CUTHAJIBHBIE ITyTH a0CIIM30BOH M KaCMOHO-
Boii kucnor), AP2/ERF (0onblioe ceMeicTBO TPaHCKPHUIILIHU-
OHHBIX (DPAKTOPOB, BOBJIEUYEHHBIX B IEpeady ITHICHOBOTO
CUTHaJIa ¥ PETYISIMIO PAa3BUTHS IBETKOB 1 ceMsH) (Wu et
al., 2015) wiu WRKY (Li et al., 2017). beuio mokaszaHo, 4to
sKkcrpeccust reHoB LOX MHAYyINpPYyeTCsl HU3KUMHU TeMIIepary-
pamu, y gaiiHoro pactenus reusl CsLOX6 u CsLOX7 mMoryt
y4acTBOBaTh B CHHTE3€ KaCMOHOBOW KUCIIOTHI. AOCIIM30Bast
KHCJIOTa HE BIHsIA Ha dKcripeccnto reHoB CsLOX, CsLOX6
u CsLOX7, 910 MOXET CBUACTEIBCTBOBATh 00 OTCYTCTBUHU
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ABK-3aBucumoro snementa (ABREs) B mpoMoyTepax 3TUX
reHoB. B ycnoBusax xomomoBoro crpecca mpu +4 °C y gas
0oOHapy’>KEeHO HAKOIJICHWE TpaHCKpUNToB reHoB CsLOX],
CsLOX6 u CsLOX7, npu 3TOM HauOONbIINN ypPOBEHb UX
SKCTIpECCHH oTMedancs gepe3 9, 6 u 12 94 coOTBETCTBEHHO
(Zhu et al., 2018). Y poncrennoro Buna Camellia japonica
00OHapyKeH MOXOKHH MEXaHH3M OTBETa — IKCIPECCHsI TCHOB
OMocHHTE3a KaCMOHOBOM KuciaoTel LOX3, AOSI, AOS2,
AOC2,A0C3, OPR3, OPCLI,ACX2 u ACAAI noBpIanach
B YCJIOBHSIX XOJIOJIOBOTO CTpECCa, KaK CJIE/ICTBUE, TPOUCXO/IN-
JI0 HAKOIUICHNE CBOOOTHOI >KACMOHOBOM KHCJIOTHI B JINCTBSIX.

J11s1 BBISIBIICHUST KOPPEISALINH MEKITY OTBETOM Ha XOJIOA U
OTBETOM Ha 3aMOPO3KH y 4asi BBIIIOJIHEHA (DYHKIIMOHAIbHAS
orneHka auddepennnansHoil sxcnpeccnn MPHK. Anamus
TpaHckpunTomoB 4as o 6azam KEGG moxreepawi, 4ro
IIPU HU3KUX MOJIOKHUTENBHBIX TEMIIEPaTypax aKTHBUPYIOTCS
MIPOIIECCHI YIIEBOMHOTO 0OMeHa, (hochOopuInpoBaHus Oei-
KOB, OMOCHHTE3a NINKaHa, TOPMOHAIBHOM ITepejaun CUTHAIIA,
peryssiniuu potocuntesa, MAPK-omnocpenoBanHoii nepea-
Y¥ CHUTHAJIOB, METa00JM3Ma KCEHOOMOTHKOB, META00IM3Ma
riyTatroHa. [Ipu oTBeTe Ha 3aMOPO3KH aKTHBUPYIOTCS TEHBI
(hochopuinpoBaHus, ayKCHH-ONOCPEAOBAHHBII MyTh Mepe-
Jla4¥l CUTHAJA, TEHbl PETYJSIINU TPAHCKPUIINH, YTIEBOJI-
HOTO MeTaboyM3Ma, TeHbl PerysiUH IIBETeHUs, a TaKKe
reHbl MeTa0oM3Ma U OHOCHHTE3a MikKaHa. [Ipu x0m010B0M
CTpecce, BBI3BAHHOM HU3KHUMH IOTOKUTEIEHBIMY TEMIIEpa-
TypaMH, MPOUCXOIUT aKTHBAIMs TPAHCKPHUIIIHNH, & B OTBET
Ha 3aMOpO3KH — ee noaasieHue (Zheng et al., 2015). Bouio
MIOKA3aHO, YTO HEKOTOPBIE MEXaHW3MBbI OTBETA Yasi HA XOJIO]
1 3aMOPO3KH TIePEKPBIBAIOTCS, HO JIPyTHe KIIoYeBble OHO-
JIOTMYECKHE MPOIIeCChl, OTHOCSIINECS K Mepeiade CUIrHaI0B
(MAPK-xackan, ABK-aktuBanusi), mpoueccsl yIiaeBOIHOTO
oOMeHa 1 MeTabo3M aKTHBHBIX (hOpM KHcioposa (pacma
MepeKUCH BOAOPO/a), a Takke (POTOCHHTE3 MPU ITHUX BO3-
JIEUCTBUAX MPOTEKAIH MO-Pa3HOMY.

3akno4veHne

Takum 00pa3oMm, B HACTOSIIEE BPEMsT IKCIIEPIMEHTAIBHO IO
TBEPKJIEHBI MHOT'ME MEXaHU3Mbl yCTOWYMBOCTH PACTEHUH Yast
K XOJIOZIOBOMY CTpPECCy U OIpe/ieNieHa POJlb KIFOUEBbIX TEHOB,
JIeXKalMX B OCHOBE YCTOMYMBOCTU. TeM HE MeHee OYeBU-
Ha HEOOXOIMMOCTH TaJbHEHINETO H3YIeHHS Ty T, TIOCPEICT-
BOM KOTODBIX Pa3JIM4YHbIC I'€HbI PEryJIUPYIOT YCTOMUUBOCTh
4asi K XOJIOAOBOMY CTPECCY M YCTAHOBICHHUIO BKJIA1a OTACIH-
HBIX T€HOB B ATOT Ipu3HaK. KakoB OTHOCHUTENbHBIN BKIIA[
CEMEHCTB NePEUHCIICHHBIX TEHOB B MOPO30yCTOWYHNBOCTh yast?
KakoBa perymsaTopHas apxuTeKkTypa X TPaHCKPHUIIIIHOHHBIX
(haxTopoB? U Kak M3MEHECHUS SKCIIPECCUH ATUX TEHOB CBSI3aHBI
C 6HOXHMH‘IGCKHMH, 6H0(1)I/I3I/I’~IeCKI/IMI/I U KJICTOYHBIMU U3MEC-
HEHHSIMH, KOTOPBIE B KOHEYHOM HTOTE MPHUBOIAT K MOPO30-
YCTOHYHUBOCTH COPTOB? DTH BOIIPOCHI OCTAIOTCS OTKPBITHIMHU.
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