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CpaBHUTENBbHBIN aHaIN3 SKCIIPECCUN I'€HOB Y YallHOT'O paCTeHUS
(Camellia sinensis (L.) Kuntze) nmpu HuskoTeMIiepaTypHOM CTpecce

A.C. Camapuna ®, A.0. Maupkus, H.I. Konunckas, T.A. Cumonss, B.JI. Maasiposckas, A.C. MaarokoBa

DepepanbHbii MccnefoBaTenbCkuii LieHTp «CybTponnuyeckuii HayuHblii LeHTp Poccninckor akagemmm Hayk», Coumn, Poccua
® e-mail: q11111w2006@yandex.ru

AHHoOTauuA. Hi3koTemnepaTypHbI CTPeCC — OAUH 13 raBHbIX GaKTopOB, OrPaHNYMBAIOLLMX PacNpoOCTpaHeHne
N CHUXKAIOLMX YPOXKAMHOCTb MHOTMX CyOTPONMYECKMX Ky/bTyp, B TOM Yncie 1 Yas. Ina sdbekTnBHOM cenekuymm
Yas Ha YCTONUYMBOCTb K MOPO3Y HEOOXOANMO BbISBUTb FEeHETNYECKME OCOOEHHOCTI OTBETA Ha XOJI0A Y YCTONUMBbIX
reHOTWMOB U HANTW MapKepbl 4f1A onpeaeneHns JOHOPOB YCTOMUMBOCTM B KONNEKLMsAX. B HacToswen paboTe npo-
Be[leH CpaBHUTENbHbIV aHanu3 akcnpeccumn 18 reHos (ICET, CBF1, DHNT, DHN2, DHN3, NAC17, NAC26, NAC30, bHLH?7,
bHLH43, P5CS, WRKY2, LOX1, LOX6, LOX7, SnRK1.1, SnRK1.2, SnRK1.3), BOBNIeY€HHbIX B ab1OTUYECKUNIA CTPECCOBbIN
OTBET Y [iBYX KOHTPACTHbIX MO YCTONYMBOCTY FEHOTMMOB YadA B YCJIOBUAX XONoAa M Mopo3a. Huskotemnepatyp-
HbI CTPEeCC UHAYLMPOBany NyTeM NOMELLEHNA PAaCcTEHNI B XONOAUIIbHbIE KAMEPbI U CHUXKEHMEM TemnepaTypbl
10 0...+2 °C Ha cemb fjHel (XONOAJOBOW CTPeCC) C NoCNeyoWNM CHXEHeM TemnepaTtypbl A0 —4...—-6 °C Ha nATb
AHen (npomopaxunBaHue). KOHAYKTOMETPUYECKUM METOAOM M3MEPAN NEKTPOMNPOBOAHOCTb TKaHel NNCTa, B pe-
3ynbTaTte yero 6bUIM NOATBEPXKAEHDI PA3INUNA MO NPU3HAKY YCTONYMBOCTA Y ABYX UCCIeAYeMbIX TeHOTUMOB Yas:
XOJI0A0BOE BO3JENCTBUE HE NPUBOAWIO K N3MEHEHWNIO 3N1eKTPONPOBOAHOCTY TKaHel N1cTa, HO nocie npomopa-
XKVBaHMA 3TOT NOKa3aTesb Bo3pacTan B 6osbLuel cTeneHun y HeycTonumnBoro reHotuna. Metogom qRT-PCR aHanu3u-
POBaNM OTHOCUTENbHbIN YPOBEHb SKCMPECCUN reHOB Ha poHe pedepeHCHOro reHa akTuHa. Mpu nHAyKumMM cTpecca
NnoKasaHa NoBbILLEHHAA SKCMPeCccna BCex Ncciefyemblx reHoB. Y YCTOMYMBOrO reHoTrNa Yan BbIABNEH PAL reHOoB,
60nee akTVBHO SKCMPECCUPYIOLLMXCA MO CPAaBHEHMIO C HEYCTONYMBbIM reHoTunom: ICET, CBF1, DHN2, NAC17, NAC26,
bHLH43, WRKY2, P5CS, LOX6, SnRK1.1, SnRK1.3. 3T1 reHbl MOTyT 6blTb MapKepamu yCTOMYMBOCTU AN MOUCKA AOHO-
POB B KONNEKLMAX reHopecypcoB. [TokasaHo, YTo y YCTONYMBOro reHOTUMNa Yasa SKCNPEeCCus reHoB XON040BOro OT-
BeTa HaUMHAETCA YKe Ha CTagum akknvmatusauuv. ina fganbHenwmnx nccnefoBaHnin KOMMIEKCHOW YCTONYMBOCTH
pacTeHnin K HM3KOTeMMNepaTypHOMY CTPecCy akTyaslbHbIM ABAETCA U3YyUYeHUe SKCNPeccun 3TUX reHOB B ApYrux
opraHax YaHoro pacteHus (noberax, KOPHAX) NPU Pa3HOW CUle HU3KOTEMMEPaTyPHOro BO3AeCTBIA.

KnioueBble cnosa: Camellia sinensis; 3Kcnpeccus reHOB; MOPO30YCTONUYMBOCTb; TPAHCKPUMLUMOHHbIE $aKTopbI;
NPOTENHKNHA3bI; TMMOKCUIeHa3sbl.
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Abstract. Low-temperature stress is one of the main factors limiting the distribution and reducing the yield of
many subtropical crops, including the tea crop. Efficient breeding to develop frost-tolerant cultivars requires a reli-
able set of genetic markers for identifying resistance donors, and that is why it is necessary to reveal the specific
genetic response in frost-tolerant genotypes in comparison with frost- susceptible ones. In this work, we performed
a comparative analysis of the expression of 18 tea genes (/ICE1, CBF1, DHN1, DHN2, DHN3, NAC17, NAC26, NAC30,
bHLH7, bHLH43, P5CS, WRKY2, LOX1, LOX6, LOX7, SnRK1.1, SnRK1.2, SnRK1.3) under cold and frost conditions in two
tea genotypes, tolerant and susceptible. Low-temperature stress was induced by placing the potted plants in cold
chambers and lowering the temperature to 0...42 °C for 7 days (cold stress), followed by a decrease in temperature
to —4...-6 °C for 5 days (frost stress). Relative electrical conductivity of leaf was measured in response to the stress
treatments, and a significant difference in the frost tolerance of the two tea genotypes was confirmed. Cold expo-
sure did not lead to a change in the electrical conductivity of leaf tissue. On the other hand, frost treatment resulted
in increased REC in both genotypes and to a greater extent in the susceptible genotype. Increased expression of all
the genes was shown during cold and frost. The genes that were strongly expressed in the tolerant tea genotype
were revealed: ICE1, CBF1, DHN2, NAC17, NAC26, bHLH43, WRKY2, P5CS, LOX6, SnRK1.1, SnRK1.3. These genes can be
proposed as markers for the selection of frost-tolerance donors in tea germplasm collections. Additionally, it was
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shown that the tolerant genotype is characterized by an earlier response to stress at the stage of cold acclimation.
The study of the expression of the identified genes in different organs of tea plants and in different exposures to

low temperature is relevant for further investigations.
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BBepeHune

Huszkoremmneparypusbiii ctpecc, mopo3 (<0 °C) u xomnon
(0...#10 °C), orpaHn4HMBaeT apeay pacIpoOCTPAHEHUS MHO-
TUX TEIUIOJIIOOUBBIX KYJIBTYp, B TOM umcie u 4dast. [lepe-
CTpo¥ika MeTaboIN3Ma B OTBET HA 3TOT a0MOTHYECKUI CTpecce,
BKJIIOYAIOIasi HAKOIIJICHNE aHTHOKCHIAHTOB U OCMOJIMTOB
JUISl TIOBBILIICHUS] YCTOMYMBOCTH, IIPOUCXOUT ITyTEM 3aITyc-
Ka CIIOXKHBIX CHUTHaibHBIX myTed (Dubouzet et al., 2003).
Perymsamust 3Tux myTteil ocymiecTBiIseTcs OCHOBHBIMH PETy-
asitopabiMy TeHaMu: COR (cold-responsive). K HuM oTHOCST
reHbI-peryisiTopsl xoionosoro oreera /CE (inducer of CBF
expression), CBF (C-repeat-binding factor) u ux MuIIeHH:
KIN (cold-induced), L77 (low temperature induced) u RD
(responsive to dehydration) (Morsy et al., 2005). ITpoxyk-
TBI 9TUX TE€HOB KJIACCH(DUIMPYIOT HA JIBE TPYMIIBI: MEpBast
BKJIFOYAET TeHbl MeTabonmu3mMa cemerictB OenkoB, LEA (late
embryogenesis abundant proteins), HSP (heat shock proteins),
aHTH(PpU3-0enkoB, OenkoB MeTabomm3ma TunuaoB (LOX),
neruipuHoB (DHN) 1 0cMOpEryIsiTOpoB — caxapoB, CBOOO/-
HBIX CTEpOJIOB, pap(GUHO3bI, MIOKO3HMI0B, aMHHOKHUCIIOT;
BTOpasi — TPAHCKPUIIIMOHHBIE (DAKTOPBI, PEryInpyIOLIe
repesiady CUTHAJIOB M OKCIIPECCHIO TEHOB OTBETa Ha XOJIOJ
(Megha et al., 2018).

PaznuyHbIe 110 YCTOWINBOCTH K 3TOMY (aKTOpy KyJIbTyphI
XapaKkTepHU3yI0TCsl Pa3sHOOOpa3HBIMH MEXaHM3MaMH YCTOM-
YUBOCTH, a Y JPEBECHBIX KYIBTYp, TaKUX Kak 4dait (Camellia
sinensis (L.) Kuntze), oTBeT Ha cTpecc Oojee CIOKHBIA H
xomriekcHblit (Hao et al., 2018). [lnst waitHoro pactenwus,
OCHOBHAsI 30Ha MIPOU3PACTAHHsI KOTOPOTO — TPOIIUYECKUE U
CyOTpONHNYECKNE PETHOHBI, aKTYaJIbHBIM SIBIISIETCS] CO3JJAHUE
MOPO030yCTOWYMBBIX COPTOB, TO3BOJISTIOIIMX 3HAYNTENBHO pac-
IIMPUTH €TO apeast ¥ yBEIMUUTh IUIOIAAN Bo3aesbiBanus. Ce-
Bepo-3anaHblii KaBkas — ouH U3 caMbIX CEBEPHBIX PETHOHOB
MIPOMBIIIJICHHOTO BBIpANMBaHKs Yast B MUpe. JloMecTHKaIs
YaHOTO PacTeHHUs B TOM PETHOHE JTHIach okoio 150 jet, B
TEYeHNE KOTOPBIX MIAaHTANH PACTIPOCTPAHWINCH U3 palloHa
Osyprertr B [ py3un (41°5527" N, 41°59'24" E) na ceBep 110
Maiikomna (44°36'40" N, 40°06'40" E). [TosToMy KOJIIEKITUU
repMornIa3Mel 4asg Ha KaBka3e MOTyT ObITh HCTOYHUKOM I'e-
HOTHIIOB C MTOBBIIICHHONH MOPO30yCTOWYHNBOCTBIO.

Panee ObuUIO TOKa3aHO, YTO y YAHHOTO PACTEHHS TEHBI
CsICEl n CsCBF1 — rmaBasie COR-reHBl OTBETA U ajalTa-
MM K HU3KOoTemreparypHomy crpeccy (Wang et al., 2012;
Yuan et al., 2013). beuin cooOiieHus: Takxke, 4TO IKCIpec-
cusi COR-reHOB perymupyercs: kak CBF-omocpenoBaHHBIM
ABK-He3aBucHMBIM TyTeM, Tak U bZIP-omocpeoBaHHbBIM
ABK-3aBucumbim nytem (Ban et al., 2017). MHuoxecTBO
TPaHCKPHUITIIUOHHBIX pakTtopoB (DHN, WRKY, HD-Zip, NAC,
bHLH v np.) ¥ TeHOB CHHTE3a META0OJIMTOB 3aITyCKalOTCS B
otBet Ha X001 (Yue et al., 2015; Wang et al., 2016a, b; Chen

et al., 2018; Cui et al., 2018; Shen et al., 2018; Zhu et al.,
2018). O0 >TuX ¥ APYTHX TeHAX HAMU OBLT CICTIaH JeTaTbHBINA
0030p nociienHux nyonukaruii (Camapuna u ap., 2019). Hens
HACTOAIIEH pabOThI — IPOBECTH CPABHUTEIFHBIN aHATIN3 IKC-
MPECCHUU TEHOB, BOBJICUCHHBIX B a0MOTUYECKUI CTPECCOBBII
OTBET y yas, B yCﬂOBl/IﬂX X0oJoaa u M0p03a y KaBKa3CKHUX
TEHOTHIIOB, TIPOU3PACTAIOINX B OTHOM U3 CAMBIX CEBEPHBIX
PETHOHOB MPOMBIIIICHHOTO BBIPAI[UBAHKS Yasi B MUPE.

MaTeleaﬂbl n metogbl

PacTurenbHblii MaTepua U YCJOBUSI IKCIIEPHMEHTA.
OOBEKTOM HCCIIeJ0BaHUs OB TPEXJIETHHUE BEreTaTHBHO
Pa3MHOKEHHBIE TOPIIEYHbBIE PACTEHHMS Yast IBYX KOHTPACTHBIX
0 YCTOMYMBOCTH TEHOTHITOB (KOJUTeKInH yast PenepaabHoro
MCCIIEIOBATENILCKOTO 1eHTpa «CyOTponuuecKknil HayqyHbIi
neHTp Poccniickoif akagemun Hayk» (OUL] CHI[ PAH)):
ycroiunBoi kK Mopo3y ¢opmbl A-2016, mpouspacraromieii B
oJIeBoi Kosuiekimu Maiikorickoro ¢umrana ®UI CHI] PAH
1 HEYCTOMYMBOIro K MOpo3y copra Konxua noaeBoil Koyek-
i UL CHIL PAH (Coun) (Tyos, Peramus, 2011; I'Bacamus,
2015). Topmeunsle pactenus (puc. 1) B komuuectse 10 mrt.
Ka)KJIOTO TEHOTHIIA BRIPAIINBAIH B 00BeMe 2 J1 Oypoif KHCIoH
aecHoit noussl (pHy,o = 5.0). Jlo nHAyKIMK HU3KOTEMIEpa-
TYpHOT'O BOS}IeﬁCTBHﬂ pacTeHus B TCHECHUE MECALla HAaXOAU-
JIMCH B Ta00OPaTOPHBIX yCIOBUAX TpH Temneparype 20+2 °C
C ONTUMAJIBHBIM PEKMMOM ITOJIBA M OCBEILICHUEM JIaMITAMHU
JTHEBHOTO cBeTa, (oTornepronoM 16/8 ¢ HHTEHCUBHOCTBIO
ocsemerns 3000 nx. [Tocne 3TOr0 Y HUX Opanu JUCTHS IS
aHanu3a (KOHTPOJIbHAS TPYIIa). 3aTeM 3TH pacTeHUs ToMe-
IIIAJTU B XOJIO/I0BBIE KaMephl. IHAYKINIO cTpecca MpOBOUIN
BO3/eHicTBHEM Temmeparypoit 10 0...+2 °C B TeueHue cemMu
JIHEH (XOJI0/10BOM CTPECC) C MOCIEYIOMNM CHIPKCHUEM TeM-
nepatypsl 10 —4...—6 °C Ha mTh JHEH (IpOMOpaKMBaHUE),
CBETOBOM PEXKHUM COXPaHAIN HPEKHIM.

Jnst 1abopaTopHBIX aHAIN30B HA BCEX 3Tarax HCCIeno-
BaHUs (KOHTPOJIb, X0JIOJ], TPOMOPaKNBAHKE) UCIIONb30BaIN
tperuit (g Beinenenus PHK) n wetBepToiid (1t pusmorno-
THYECKHUX aHAJIM30B) JINCThS CBepXY. st GU3HOIOrHIECKUX
aHanu30B U BeieneHns PHK kaxnas u3 Tpex moBTropHOCTEH
MIpeACcTaBiIsIa COO0H CMenaHHy o P00y U3 TUCTHEB OT TPEX
pacTeHuil.

deHoTHIIHMPOBAHME YCTOHYHBOCTH K X0J107y. KoH1yKTO-
METPHUYECKUM METOZOM ONPEEISITH OTHOCUTEILHYIO 3IEKT-
PONPOBOAHOCTH TKaHEH (%), CTaOMIIBHOCTD KJIETOUYHBIX MEM-
OpaH u noBpexaeHre Tkanei nucta (%) — ¢ MOMOIIBIO TTOp-
taruBHOTO KOHAYKTOMeTpa ST300C (Ohaus). Hasecky 200 mr
CBEXKEro JIUCTa morpyxaiau B 150 M1 1enOHU3UpOBaHHON
BOJIBI, OMPEAEISUIN IEKTPOIPOBOJHOCT Cpa3y Mocie Mo-
rpyxenns (L0), 3arem gepe3 2 g (L1), manee kumatuim Ha
BozsiHOI 6ane 60 muH ipu 100 °C 1 onpeiessuy 3IeKTPOTpo-
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Fig. 1. Tea plants included in the experiments (left, susceptible genotype
Kolkhida; right, resistant genotype A-2016).

BOJIHOCTB ITOCIIe OCThIBaHMs pacTBopa (L2). OTHOCHTENBHYIO
AIIEKTPOIPOBOJHOCTH PACCUUTHIBAIIH 110 (hOpMYIIe:
REC (%) =L0/L1 x 100.

CrabunbHoCTb KileTouHbIX MeMOpaH (CMI, %) Beraucisum

o hopmyiie:
CMI = (1-(L1/L2))/(1-(C1/C2))* 100,

rae Cl n C2 — cpenHss 2IE€KTPOIPOBOAHOCT KOHTPOIS 110
U mocie KumsideHust coorBeTcTBeHHO (Bajji et al., 2002).
CreneHb MOBpEXISHHUS TKaHeH oreHnBamn kak 100—CMI.
CraTucTHYECKYI0 00paOOTKY MOJTYYEHHBIX JaHHBIX BBITIOJ-
HSUTK METOJIOM OJJHO(aKTOPHOTO TUCIIEPCHOHHOTO aHAJIN3a.

AHaum3 3kcnpeccuu resoB. Beinenenue PHK u3 ceexnx
JIMCTHEB MPOBOJIIIIH C HCIIOIBb30BaHUEM HA0OOPOB pearcHTOB
Jlupa (http://biolabmix.ru/). Kauectso PHK onenuBanu me-
TOZIOM 3JIEKTpodopesa B arapo3HOM Telie, €€ KOHIIEHTPALNI0
omnpezaersii Ha npubdope BioDrop pLite (Serva). Pa3senen-
Hyto PHK o0pabarsiBanin JIHKa3oii u noarsepxaanu or-
cyrctsue npumecei renomuoit JIHK metomom qRT-PCR. O6-
paTHYIO TPAHCKPHITLIUIO OCYIIECTBIISIIN HAOOPOM peareHTOB
M-MuLV-RH (http://biolabmix.ru/). KonnuecrBeHnHslii anamms
skcnpeccuu renoB metozioM [I1[P B peanbHOM BpemeHu aena-
mm Ha ipubope LightCycler96 (Roche). Cmecs ITLP roroumm
Ha ocHOBe HabopoB pearenToB buoMacrep HS-qPCR SYBR
Blue(2x) (http://biolabmix.ru/). O6sem cmecu — 12.5 Mk, B
Hee Bxoawm 1o 0.5 MK KaxJoro mpaiiMepa (n3 pacTBopa
10 mmoib) (cM. Tabmwuity), 6.25 Mk Oydepa, 1 mxn k/JHK
(500 ar/™MKT) 1 Bofa. Mcmoap30Baiy cTaHAAPTHBIE YCIOBHUS
st [P ¢ pyxmaroBoit amrumnduxamnuei (35 MUKIOB),
Temreparypoi orxkura npaiiMepos 60 °C. B kauectBe pede-
PEHCHOTO TeHa ObLT Actin, aHaIN3 YKCIIPECCHHN BBITTOIHSIIH B
Tpex OMOJIOTHYEeCKUX ITOBTOPHOCTSIX, TaHHBIC 00padaThiBan
¢ nomouibio nporpamMmmHoro obecnedenus: LightCycler96.
OTHOCHTENBHBIN YPOBEHb 3KCIPECCHN T€HA PACCUUTHIBAII
TI0 AJITOPUTMY:

2-AACq,

rae AACq = (ngene of interest quntemal CU"”’O])treatmenti
- (Cq gene of interest qunternal control)wm,.01~
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in tea (Camellia sinensis L.) under low-temperature stress

Genes and primers included in the study

Primer sequence, 5'-3’ References

F: CCATCACCAGAATCCAAGAC
R: GAACCCGAAGGCGAATAGG

ICE1 F: ATGTTTTGTAGCCGCAGAC
R: GCTTTGATTTGGTCAGGATG

CBF1 F: AGAAATCGGATGGCTTGTGT
R: TTGTCGTCTCAGTCGCAGTT

DHN1 F: ACACCGATGAGGTGGAGGTA
R: AATCCTCGAACTTGGGCTCT

DHN2 F: ACTTATGGCACCGGCACTAC
R: CTTCCTCCTCCCTCCTTGAC

DHN3 F: TCCACATCGGAGGCCAAAAG
R: AACCCTCCTTCCTTGTGCTC

NAC17  F: CCAAAGAACAGAGCCACG Wang et al., 2016a
R: TGGGTATGAAGGAGTTGGG

NAC26 ~ F: ACAAACTACGCCACAATGC
R: AGGGAGGGTTCTTTTCAGG

NAC30  F: ATTTCAGGGGTTTCAAGCA
R: CAGAGAATTCATTCGCGG

bHLH7  F: TCAACGATCAACGGACTT Cuietal, 2018
R: TCCTCCTCTTCTTCCTCAT

bHLH43  F: TCTCTGTGCTGCGAAGAC
R: CCTCCGAGTGTTGCCATT

P5CS F: AGGCTCATTGGACTTGTGACT Banetal., 2017
R: CATCAGCATGACCCAGAACAG

WRKY2  F: GAGACAGAAATGAGCAGGGAAAA Wang etal,, 2016b
R: TGTATCGGTGTCAGTTGGGTAGA

LOX1 F: TCTTGATTAATGCCGATGG Zhuetal, 2018
R: AAATGCCTCCAATGGTTC

LOX6 F: GACCCAAGCCTCACAAATAG

R: GCTTCATTTATGCTACTCACAC

LOX7 F: ATTTCTCTTCTCTCACTCTCAC
R: GAACACCTCTCCATCACACT
SnRK1.1  F: GTTCAAAACTCATCTTCCTCGCT Yue et al,, 2015

R: ATGGTTCTTGTCCAATCCCATCT

SnRK1.2  F: TCTGCTGCTTTAGCTGTGGG
R: GCTCGAGACTGTAGGCCAAG
SnRK1.3  F:TTGGAGTTGCGGTGTCACTT
R: CGGGCACCATGAGACAACT
Pe3ynbratbl

HccnenoBanusi mokasajau, 4TO XOJIOJOBOE BO3JICUCTBUE
(0...42 °C) He IPUBOOMIIO K CYIIECTBEHHBIM M3MCHEHUSIM
roKa3zateliell 2JeKTPONPOBOIHOCTH TKaHeH nucTa. [Ipu mpo-
MopaxxuBaHuu (—4...—6 °C) 3HaAUMTENBHO BO3pacTall OTHO-
CUTETIFHBIN YPOBEHB AIEKTPOIPOBOTHOCTH, a CTAOMIEHOCTD
KJICTOYHBIX MEMOpPaH CHUXAaJlaCh, YTO CBUACTEIBCTBYET O
MOBBILIEHUH BBIXOJA 3JIEKTPOIUTOB U3 TKaHeu. [Ipu stom
pacteHus Ooiee yCTOHYMBOTO THOTHIIA B MEHBIIIEH CTere-
HU MOBPEXJATUCH MOPO30M, YEM PACTEHUSI HEYCTOMUYHUBOIO
reHotuna (puc. 2).

OTHOCHUTENBHBIN YPOBEHB IKCIIPECCHHU BCEX TEHOB, BKITFO-
YCHHBIX B KCIICPUMECHT, MTOBBIIIAJICS MTPH WHAYKIIUH HA3ZKO-
TemneparypHoro crpecca (puc. 3). Ilpu cpaBHeHHH OTBeTa
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Fig. 2. Relative electrical conductivity (REC), cell membranes integrity, tissue damage rate of tea leaves during cold (0...+2 °C)
and frost (-4...-6 °C) treatment: S, susceptible genotype; R, resistant genotype.
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Fig. 3. Relative expression level (REL) of cold stress genes in tea leaves (S, susceptible genotype; R, resistant genotype) exposed
to cold (0...+2 °C) and frost (-4...-6 °C).

Letters above bars indicate significance of differences at p < 0.05.
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XOJI07I/MOPO3 JIOCTOBEPHBIC PA3TUYUUs HAOIFOMATHCH MO KC-
npeccun reHoB ICEI, WRKY2, DHN, NAC, bHLH7, LOX1,
LOX6, P5CS. Tlo npyruM reHaM pasjindusi B OTBETE X007/
MOpPO3 HECYII[ECTBEHHBI.

[Ipu cpaBHEHHNN OTBETa YCTOWYIHMBEIN/HEYCTONIUBHII T€HO-
THII 110 OOJTBIIMHCTBY T'€HOB BBISBICHBI 3HAYMMBIC PATHIHS.
U3 18 reros 11 nposiBuiiu 00Jiee BEICOKUIT YPOBEHB IKCIIPEC-
CHH Y YCTOHUYMBOTO T€HOTHIIA.

DKcnpeccus TeHa-perynsaropa xonoaosoro orsera ICEL 'y
YCTOHUYMBOTO F€HOTHUIIA TOCTOBEPHO MOBHIIIanach B 1.5-1.8
pasa npu MHAYKLIUU cTpecca. Y HEYyCTOMYMBOIO T'€HOTUIIA
OHa OCTaBaJach HA ypoBHE KOHTpois. Tpanckpuntsl CBF]
HaKaIUTMBAJIUCh Y YCTOHYHMBOTO FE€HOTUIIA B 3 pa3a CHIIbHEe,
4eM y HEyCTOWYHMBOTO, U cocTaBmiu 120 1 45 enuHUIT COOT-
BETCTBEHHO. Anperynsauus reHa WRKY?2 ycunupanace npu
X0JI0/le M MPOMOPaKUBAHMH B OOJIBILECH CTENEHH y YCTOM-
guBoro reHotumna — B 200 pa3. TpaHCKpUIITHI TEHOB JIETH-
puHOB DHN yCHIIEHHO HAKAIUTMBAINCh Y 000MX TeHOTUIIOB
MIPU HU3KOTEMIIEpaTypHOM cTpecce. JloCToBepHBIE pa3Iuyns
MEKIy TeHOTHIIAaMH OTMEYEHBI TOIBKO 110 dKcTipeccut DHN2.
OgBepakcmpeccus Tpex reHoB ceMeiictBa NAC HaOmonanach
MIPU HU3KOTEMIIEpaTypHOM CTpecce y uasi, KoTopast B CpeJHEM
coctaBmia 29 equani. [Ipu 5TOM yCTOHUUBEIN TEHOTHIT OT-
ngasics Oonee BhICOKOH axenpeccueii reHoB NAC26 u NAC17
B CpaBHEHUU ¢ HeycToHuuBbEIM. ['ensl HLH7 n HLH43 Takxe
YCHIIEHHO 3KIIPECCUPOBAINCH TIPH XOJIO/E ¥ TPOMOPaKUBA-
HuM B 3—4 pasa, npu 3ToM [{LH43 akTUBHEE MPOSBUICS Y
ycroiuuBoro resoruna. Ilo reny HLH7 pa3nuuuii Mexay
JIBYyMsI TEHOTHUIIAMU HE OTMEUEHO.

Okcnpeccust reHoB cemeiictBa LOX Takke MOBBIIIATIACh
B 5-26 pa3 npu MHAYKIHHU XOJ0/Aa U MOpo3a. Y YCTOHYHBO-
TO TeHOTHIa Oosee akTUBHO mposiBIiIcsA TeH LOX6 — B 3 u
7 pa3 — npu XoJoe U MOpo3e cooTBeTcTBeHHO. ['en LOX7
B OOJIBIICH CTENIEHN aKTUBEH MPU XOJIOJE Y HEYCTOHYHNBOTO
TeHOTHIIA, a TeH LOX] sKcTpeccupoBacs OTUNHAKOBO Y ABYX
TeHOTUIOB. Tpu reHa ceMmeicTBa SnRK anperyiaupoBaiuch
y 000uX cOpTOB, ~2—4 pa3 IpHU XOJOAE U MOPO3e, IPU ITOM
Y YCTOWYIHMBOTO T€HOTUIIA OTMEUEH 00JIee BBICOKHUI YPOBEHB
skcnpeccunt SnRK 1.1 n SnRK1.3, 10 cpaBHEHHUIO C HEYCTOI-
YUBBIM COPTOM.

B nienom cpaBHNTENBHBIN aHAIN3 SKCIPECCHH T€HOB Y IBYX
TEHOTUIIOB MOKA3aJl, YTO YCTOMUMBBIN FEHOTHII paHbILIE pea-
THpYeT Ha CTPECC, TPAHCKPHIITHI PA/a TEHOB y HETrO CUJIbHEE
HAKaIUIMBAIOTCS y’K€ Ha 3Tale XOJIOJ0BOW aKKIMMaTH3a-
mwin. Tenst ICEI, CBF1, WRKY2, DHN2, NAC17, NAC26,
SnRK1.1, SnRK1.3, bHLH43, P5CS, LOX6, nposiBUINCH B
OoutbIIIei CTENIEHN Y YCTOWYINBOTO TEHOTHIIA Yast IPU HU3KO-
TEMIIEpaTypHOM BO3/ICHICTBUH M MOTYT OBITh MapKepaMu s
oTOopa JOHOPOB YCTOWYHNBOCTH K XOJIOLY.

O6cyxpeHue

IIpoBeneH cpaBHUTENBHBIN aHAJIN3 KCIIPECCUU T€HOB Y IBYX
KOHTPACTHBIX 110 YCTOMYMUBOCTU T'€HOTHUIIOB Yasl B YCIIOBHAX
HUHAYKIUH X0JI0Ja U MPOMOPAXKUBAHUS AJISl BBIBIECHUS Pa3-
JUYUN B UX OTBETHBIX PEaKIIHX.

B ananm3 6bUT BKITIOUEH PsiI TEHOB, KOTOPBIE, KaK paHee co-
00111aJ10Ch, UTPAIOT WIIK MOTYT MIPaTh BaYKHYIO POJIb B OTBETE
Ha XO0JIOI0BOM cTpecc. B omyOnuKkoBaHHBIX TPAaHCKPUITOMHBIX
UCCIIEIOBAHMAX TOKA3aHO, YTO OTBET HA XOJIOJ U MOPO3 y
yaiiHoro pacrenus pasnudaercs (Li et al., 2019), mostomy
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MBI CPaBHUBAJIM OTHOCHUTEIIBHBIN YPOBEHB IKCIIPECCHUU T€HOB
B YCIJIOBUSIX 3TUX JBYX CTPECCOBBIX BO3IEHCTBUN. B pe3yib-
Tare 0OHapyXeH psiJi TCHOB, KOTOPBIE SKCIIPECCUPYIOTCS 10-
pa3sHOMy B YCJIOBHSX XOJIOZIa M MOPO3a; YCTaHOBJICHBI ['€HBI,
pas3IUyaroNIrecs M0 YPOBHIO KCIPECCHN Y YCTOHYMBOTO U
BOCIIPUUMYHMBOTO K MOPO3y TeHOTHIIOB. CpaBHEHHE YPOBHS
IKCIIPECCHH Y JIBYX PA3IMYHBIX I10 YCTOWYUBOCTH I€HOTHIIOB
MOKET TTIOMOYb MTPEAIIONIOKHUTh, KAKHE U3 ITUX T'€HOB MOTYT
OBITH MapKepaMy JJIs TIOMCKA JIOHOPOB YCTOHYMBOCTH B Ce-
JICKIIMY Yasl.

HuskoreMmieparypHblil cTpecc NPUBOAUT K HapyLICHUIO
CTaOMILHOCTH KJIETOUHBIX MEMOpaH, N3MEHEHHIO JIMITHTHO-
ro, 0e1KOBOro U (hepMEHTHOro OajaHca KJICTKH, BHI3BAHHO-
My OKHCIHTENbHBIMHA TIporieccamu (Somerville, 1995; Tho-
mashow et al., 1999). Hamm pe3ynbrarsl MOATBEPANIN, YTO
A-2016 6onee mopo3oycToituus, ueM copT Konxuna, Tak kak
y HEro B OOJbIIEH CTENEHN COXPaHsIACh IIETOCTHOCTD Kie-
TOYHBIX MEMOpaH MPU MHAYKIMN 3aMOPO3KOB.

OOHapy»eHO, YTO Y YCTOWYHBOTO I'EHOTHIIA OOJIee aKTHB-
HO 3KcripeccupoBanuce rensl ICEI, CBF1, DHN2, NACI7,
NAC26,bHLH43, WRKY2, P5CS, LOX6, SnRK1.1, SnRK1.3
1 MX DKCIpeccHs ObUla CYILIECTBEHHO BBIIIE YK€ HA CTa/IUH
XOJIOZIOBOH aKKJIMMATH3ALUHY, T. €. Ha IIEPBOM 3Tare HHIYK-
IIUU cTpecca. DTH Pe3yJbTaThl COITACyIOTCS C JaHHBIMHU
OIyOJIMKOBaHHBIX MCCIIEIOBAHUM, B KOTOPBIX MOBBIIICHHAS
YCTOHYHMBOCTH pacTEeHHUI das oOycioBieHa Ooiiee CKOPBIM
OTBETOM Ha X0IooBoi cTpecc (Ban et al., 2017; Li et al.,
2019).

W3BectHO, uT0o DHNS — TpyIa TeHOB, KOAUPYIOMNX Oel-
KH-JICTU/IPUHBI, KOTOPBIE JIEUCTBYIOT KaK KPHOIPOTEKTOPHI,
MOJIEKYJISIPHBIC IIAIIEPOHBI, & TAK)KE AHTUOKCHIAHTBI, HTpast
6a30ByIO POJIb B OTBETE pacTEHHI HAa a0MOTHUECKUE CTPECCHI,
BXOZIST B CEMEHCTBO TPAHCKPHUIIIMOHHBIX (hakTopoB LEA 11
(Late Embryogenesis Abundant) (Hanin et al., 2011). U3
Tpex reHoB DHN, ren DHN2 MOXeT CIyXHUTh MapKepoM
XOJIOZI0YCTOWYMBEIX COPTOB Has, YTO COIIACYETCsl C paHee
OIyOJIMKOBaHHBIMY JJAHHBIMH 110 KUTAHCKUM I'€HOTHIIAM Yast
(Ban et al., 2017).

CeMelcTBO TpaHCKPUIIIMOHHBIX (hakTopoB NAC konupy-
eT OelIKu, UTparole BAKHYIO POJIb B IIepe/iadye ayKCHHOBOTO
CUTHaJIa ¥ Pa3BUTHH MEPHUCTEM, JaTePAIBHBIX KOpPHEH, Kile-
TOYHOH CTEHKH, OnocuHTe3e (1aBoHOU0B 1 Ap. [To maHHBIM
JIPYTHX HMCCIIeoBaTelIeH, SKCIIPECCUs TUX T€HOB MHIYLH-
pyeTcst 3aCyXOH, 3aCOJICHNEM, XOJIOIOM U MOBBIIIEHUEM CO-
nepkanus adersoBoi kucnotsl (ABK) (Wang et al., 2016a).
Harm pe3ynsTrarhl Takoke MoATBEPKIAI0T TOBBIICHUE YPOBHSI
9KCIIPECCHH ITHX TEHOB Y 000MX F€HOTHITIOB KaK IIPH XOJIOJIE,
TaK ¥ MPU IPOMOPAKUBAHUH.

I'ens! cemeiictBa WRKY yuactByioT B ABK-3aBucuMom
IIyTH OTBETa Ha a0MOTUYECKNUIl CTpece, a TAKKE B PEryIISIIUT
pocTa M pa3BUTHS pacTeHUil. Y YailHOro pacTeHus ObUT BbI-
JIeJIeH HOBBIM reH 3Toro cemeiictsa, Cs WRKY?2, sxcnipeccust
KOTOPOTO TMOBBIIIANIACh IPH X0I010BOM cTpecce (Wang et al.,
2016b). [TomydeHHbIe HAMU PE3YIIBTATHI COTVIACYIOTCS C ATH-
MU IaHHBIMH, K TOMY k€ Y ycToiuuBoro renotuna Cs WRKY?2
MIPOSIBIIICS O0JIee aKTUBHO U TIPH XOJIOAE, U IIPU MOPO3e, HO-
9TOMY MBI ITPEAIIONATaeM, YTO OH TaK)KEe MOXKET OBITh OJHUM
13 MapKepOB YCTONYUBOCTH.

T'enst SnRK1.1, SnRK1.2, SnRK1.3 XonupyroT (pepMeHTHI
MIPOTENHKNHA3bI, PETYIHUPYIOMINE KaTaboIN3M YIJIEBO/IOB,
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IKCIPECCHIO TEHOB MeTaboJIM3Ma caxapo3bl, B YaCTHOCTH
reroB SUS. B oTBeT Ha X011071 y 4aifHOTO PacTEHHS KCIIPEC-
CHSI 3THX T€HOB CYIIECTBEHHO BO3pPACTaja, YTO OTMEUCHO U
y kuraiickux copros 4as (Yue et al., 2015). Kpome Toro, o
HAllUM JaHHBIM, YCTOMUYHMBBIN T€HOTUI XapaKTEPH30BaJICs
Oonee aktuBHOM dKcnpeccuedt SnRKI.1 u SnRK1.3, cneno-
BaTeJIbHO, YIJICBOJHBIN META0O0IN3M Y HETO IPOTEKas Oosee
aKTHUBHO.

K cemelicTBY TpaHCKpUMIIMOHHBIX (GakTopoB bDHLH, y4a-
CTBYIOLIMX B IMPOKOM CHEKTPE OMOJIIOTHUYECKHX IIPOLIECCOB,
OTHOCSITCS: BTOPUYHBIN MeTaboOIN3M OpacCHHOCTEPOUIOB,
JKaCMOHOBOW KHCIJIOTBI, CHHTE3 aHTOIIMAHOB, MOJYJISIIHS
pocTa ¥ pa3BUTHSI PACTCHUI, KOHTPOJIb BETBICHHS 10OETOB
u ap. Kpome Toro, hPHLH urpaioT BaKHYIO POJIb B Tiepeaade
curHana ABK u orBete pactenunii Ha abnoTHdyeckue crpec-
cbl. Y yaiiHoro pacrenust oOHapyxxeHo 39 reHoB CshHLH,
9KCTIPECCHs KOTOPHIX TOBBIMIANACH B yCIoBUAX 3acyxu (Cui
et al., 2018). MbI aHaTM3UPOBAIIN IKCIIPECCHIO JIBYX TCHOB
U3 3TOTO CEeMENCTBa, U 00a U3 HUX alperyIupoBaINCh MpU
HU3KOTEMITEpaTypHOM cTpecce, a reH hHLH43 akTHBHEE KC-
MIPECCUPOBAJICS y YCTOHYMBOTO F'€HOTHIIA.

I'enbl cemeiicTBa unokcurenas LOX BoBiiedeHbl B karabo-
JIM3M JINIIAJIOB, CHHTE3 OKCHIINIINHA, )KaCMOHOBON KHCIOTHI
n Cé6-anpuerunos (Li et al., 2017). ¥V waiinoro pacreHus
oOHapyxkeHo, 4to renbl CsLOX1, CsLOX6 u CsLOX7 moryT
UTPaTh BAKHYIO POJIb B OTBETE HA CTPECCHI (XONO, 3aCyXy,
onornueckuii crpecc) B ABK-ne3aBucumom mmytr otBera (Zhu
et al., 2018), Mo3TOMY MBI BKJIIOYWJIM 3TH T'€HBI B DKCIIEPH-
MEHT. B Hammx pe3ynprarax moka3aHo, 4TO 3TH TP TeHa 3KC-
MIPECCUPOBAIINCH CHIIbHEE TIPH XOJIOAE U TIPOMOPAKUBAHNH,
B CPaBHEHUH C KOHTPOJIEM, OJIHAKO Y YCTOWYHBOIO T€HOTHIIA
TonmpKO TeH LOX6 Gojee aKTHBHO SKCIPECCHPOBAJICS TpU
cTpecce, B CPAaBHEHUH C HEYCTOMYHMBBIM.

I'en P5CS — onuH 13 reHOB, BOBJICUEHHBIX B CHHTE3 MPO-
muHa (Szekely et al., 2008). Bosee BbICOKHiT ypOBEHb €ro
9KCTIPECCUH HAOIIONAJICS MPU XOJIO/IE y YCTOMYMBOTO I'€HO-
Tuna 4as. JlOCTOBEpHBIX PA3JIMYUI IKCIIPECCUU ITOIO I'eHa
MEXAY YCTOHYMBBIMH M HEYCTOMUYMBBIMHM COPTAMH dasi HE
orMeueHo (Ban et al., 2017). [IpoBeaeHue TOMTOTHATEITBHBIX
UCCJIEZIOBAHUI C Pa3HBIMU COPTAMH ITOMOXKET BepH(DUIIMPO-
BaTh MOJTyYICHHBIEC JAHHBIC.

3aknioyeHue

Taxum 0Opa3zoM, MOKa3aHa MOBBIIICHHAS YKCIPECCHS BCEX
nzydaeMbix renoB: DHNI1, DHN2, DHN3, NAC17, NAC26,
NAC30, bHLH7, bHLH43, WRKY2, LOXI, LOX6, LOX7,
SnRK1.1, SnRK1.2, SnRK1.3. BeiaBneH psaa TeHoB, Oonee
AKTHBHO 3KCITPECCUPYIOINXCS Y YCTOHUUBOTO TCHOTHIIA Yasi:
ICEI, CBF1, DHN2, NAC17, NAC26, bHLH43, WRKY?2,
P5CS, LOX6, SnRK1.1, SnRK1.3. OGHapy»XeHbI T€HBI, pa3-
JMYaroIuecs Mo dKCIpeccuu B xoioae u B mopose: ICE],
WRKY2, DHN, NAC, bHLH7, LOX1, LOX6, P5CS. B uienom
YCTOMYMBBIN TEHOTHII XapaKTepru3yeTcs Ooee paHHIM OTBe-
ToM Ha cTpecc. OHaKO B HaIIeH paboTe MpoaHAIU3HPOBAHO
TOJIBKO JIBa [€HOTUIIA Yasl, [I09TOMY IS JaJIbHEHUIIECH BEpU-
(huKaIuu MapKepoB YCTOHYHMBOCTH K XOJIOAY HEOOXOIMMO
MIPUBJICYCHUE OOJBIICTO KOJTMYSCTBA TCHOTHITOB. J{JIsT 1aib-
HEUMIIMX UCCIIEJOBAHUIN aKTyallbHO U3yUYEHHUE KCIPECCUU
9TUX F€HOB B IPyTUX OpraHax pacTeHUH Yasi IpU Pa3HOM CUiIe
HU3KOTEMITEPaTyPHOTO BO3ICHCTBHSL.
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