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PaGorta siBiIsieTcst MpomoKeHNeM MCCIeTOBaHM i MO BBISIBICHUIO POJIU caxapo3bl B IIpoliecce (hopMupoBa-
HUS y30p4aTOM IpeBeCUHBI KapelIbcKoit 6epesnl (Betula pendula Roth var. carelica (Merckl.) Himet-Ahti).
Panee 6b110 ycTaHOBJIEHO, YTO TIPH JAHHOM THITE KCUJIOTEHE3a B TKaHSX CTBOJIAa 6epe3bl CYIIeCTBEHHO U3~
MEHSIETCSI aKTUBHOCTb (DEpMEHTOB METab0IM3alliM caXxapo3bl — CaXapoO30CMHTA3bl MU MHBEPTa3bl. Pe3ysibTaThl
MOJIEKYJIIPHO-TEHETUYECKOT0 aHAJIN3a CBUIETEILCTBYIOT O TOM, YTO aKTUBHOCTb YKa3aHHBIX (PepMEHTOB pery-
JIMpyeTCs IPEUMYIIECTBEHHO Ha YPOBHE TPAHCKPUTILIMY KOAMpPYIoIMX Ux reHoB (SUSu CWinv). B reHome Ge-
pe3bl TTOBUCIIO# MBI MACHTU(MOULIMPOBAIM TeHbI, KOTUPYIOIINE CaXapo30CHUHTAa3y M alloTUTACTHYIO MHBEpTa-
3y. In silico aHaIn3 peryIsITOPHBIX YuUC-3J€MEHTOB, IPUCYTCTBYIOIINX B 2 KO IIpoMOTOpHOIT 00J1aCTH 3TUX
TeHOB, ITO3BOJIWJI BBISIBUTD PSIT MOTUBOB, YIaCTBYIOIIMX B PETYJISIIIMU UX dKcIpeccuu. HanGobIeit Kak 1mo
YUCITY OTIAEIbHBIX 2JIEMEHTOB, TaK Y 110 UX BCTPEYaeMOCTH ObL1a rPpyIINa 3JIeMEHTOB, CBSI3aHHASI C BIIUSTHU -
eM abMoTHUYeCcKUX (hpaKTOpoB, B OCHOBHOM, CBEeTa M HeAoCTaTKa Bjaru. MaeHTuduLmMpoBaH psil TKaHecIe-
HIU(PUIHBIX MOTUBOB, (DYHKIIMSI KOTOPBIX CBSI3aHa ¢ 9KCIIpeccueil TeHOB B NMTPOBOASIIMX TKaHSIX. AHAIU3
TOPMOH-3aBUCUMBIX 3JIEMEHTOB ITOKa3aJj, YTo (hOPMHUPOBAHME Y30pUaTOM IPEeBECUHBI KapeIbCKOi GepesHl,
poucxosiiee Ha (hOHe BHICOKON aKTUBHOCTHU arloTIaCTHOM MHBEPTA3bl, OUYEBUIHO, HE CBSI3aHO C aKTU-
Bauueii reHoB CWIny BBICOKUM YpOBHEM ayKcHHa. B rccienoBaHHBIX TTOCIeI0BATEIbHOCTSIX TPOMOTOPOB
OOHapy>KeHbI pa3JIMYHbIC 3JIEMEHTHI, YKa3bIBalOIINE HAa HETTOCPEICTBEHHOE BJIMSTHUE CUTHAJIMHTA CaXapoB.
BrisiBiieHbI 1Ba HanboJjiee BEpPOSITHBIX KaHAUAaTa Ha ydacTHe B PETYJISIIIMU YIJIeBOIHOIO MeTabonr3Ma B
TKaHSIX CTBOJIa 6epe3bl — TpaHcKuununoHHbie pakTopsl (TA) DOFS5.6 (HCA2) u DOF5.8. Mnentuduka-
g U pyHKIMOHaNbHas xapakTepuctuka Td cemeiictBa DOF y 6epesbl HOBUCIIOM MPEACTABISIOT UHTE-
pec ¢ TOUKY 3peHUS PEeTYISIUN aTbTepPHATUBHBIX ClIeHapHUeB KCWJIOTeHe3a.

Kuiouesbie caosa: caxapo3ocHHTa3a, anoruiacTHasi MHBEPTa3a, aOMOTUYECKUI CTPECC, CUTHAJIMHT CaXapoB,
ayKCHH-3aBHCHMas KCIIPECCHUsI TeHOB, Oepe3a IOBUC/IasT
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BBEAJEHUWE

V3opuaras npeBecrHa (Kcujaema) KapeabCKoi Oe-
pe3nl (Betula pendula Roth var. carelica (Merckl.)
Hamet-Ahti) o pucyHKy HalloMMHaET MpaMop U sIB-
JISIETCSI OMHOM 13 caMBbIX JoporocTosinux B CeBepHOit
EBponie (Hagqvist, Mikkola, 2008). IIpusHak y3opya-
TOCTU APEBECUHbBI HACJIEIYEeTCSsI, OHAKO €T0 MPOsIBIe-
HUE HaXOAUTCS TOA KOHTpoJieM (DaKTOPOB Cpelbl
(Hintikka, 1941; Cokounos, 1970; JliobaBckasi, 1978;
Epmakos, 1986; EBmokumos, 1989; Hosuikas, 2008;
Novitskaya et al., 2016b; Galibina et al., 2019a). Kpo-
M€ TOTO, Y30p4YaTOCTh MOXET CHJILHO BapbUPOBATh B
npenenax omHoro cteojia (Novitskaya et al., 2016a,
2016b) (puc. 1). BeICOKMIT ypoBeHb U3MEHYMBOCTHU

JIeJaeT KapelabCKylo O0epe3y YHUKAJIBHBIM OOBEKTOM
JUIST UCCIENOBAHUS MEXaHU3MOB PETryJISIINU KCUJTO-
reHesa.

dopmupoBaHUe y30p4yaTOil JIPEBECUHBI Kapelib-
CKOM Oepe3bl MpoucXoauT Ha (hOHE BHICOKOM KOHIIEH-
TpauMu caxapo3bl B KaMbuanbHou 30He (Novitskaya,
Kushnir, 2006; Novitskaya et al., 2016a) 1 conmpoBoxK-
JlaeTcsl UBMEHEHUEM aKTUBHOCTU PACIIETUISIIOIINX Ca-
Xapo3y (epMeHTOB. Y OOBIUHOIT Oepe3bl IMOBMUCIION
(B. pendula var. pendula) n y 6e3y30p4yaThiX IepeBbEB
KapeJbCKOM 6epe3bl pacllelyieHrue caxapo3bl B 30HE
pocTta u guddepeHIaly CTPYKTYPHBIX 3JIEMEHTOB
KCHUJIEMbl B OCHOBHOM ITPOUCXOIUT C y9acTUEM LU~
TOIIa3MaTUYeCcKoro ¢epMeHTa CcaxXapO30CUHTA3bI
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Puc. 1. [TorepeuHblii crniI CTBOJIA KapeJIbCKOi 6epe3bl (Kopa yaajieHa). Y3opuaTasi ipeBecrHa chopMUpOBaach BOKPYT Ape-
BECUHBI OOBIYHOTO CTPOSHUSI TMOCJIE TTPOPEKUBAHUSI IPEBOCTOST (PE3KOe YIIydIlIeHHe OCBEIIIEHHOCTH KPOHBI). XOpOIIIo BUAHA

ACMMMETPUYHOCTH y30pa.

(CC) (Galibina et al., 2015b; Moshchenskaya et al.,
2016; Novitskaya et al., 2020). O6pa3oBaHue y30pya-
TOI IpPEeBECUHBI KapeJIbCKOM Oepe3bl CBSI3aHO C pac-
IIETUIECHUEM Caxapo3bl aloILIAaCTHOM WMHBEPTa30ii
(A HB) 1 TIOCTYIUIEHUEM B KJIETKY OOJIbIIIOTO KO-
yecTtBa rekco3 (Galibina et al., 2015a, 2019b; Mosh-
chenskaya et al., 2016; Novitskaya et al., 2020). Ycra-
HOBJIEHO, UTO aKTUBHOCTh CC B MPOBOASIINX TKAHSIX
CTBOJIa Gepe3bl KOPPEIUpyeT C YPOBHEM 3KCIIPECCUU
KOAWPYIOUIUX NaHHBIM depMeHT reHoB BpSUSI u
BpSUS2 (Moshchenskaya et al., 2017). AKTUBHOCTb
AnHWHB peryaupyercs Kak Ha ypoBHE 3KCHpecCUu
reHoB (CWinvi.0, CWinvli. 1, CWInv4), Tak u Ha 110~
CTTPAHCJSILIMOHHOM YPOBHE C YYaCTUEM MHTUOUTOpa
AnMusB, xogupyemoro reHom BpCif (Galibina et al.,
2019b).

K HacrogieMy MOMEHTY HaKOILJIEH 3HAYUTEIb-
HBI 00beM JAHHBIX 00 Y4aCTUU CaXapO30CUHTA3hI U
WHBEPTa3bl B PA3IMYHBLIX (PU3UOJOTUUECKUX IIPO-
Heccax B pactutesbHOM opraHusMe (Roitsch, 1999;
Koch, 2004; Ruan, 2014; Moshchenskaya et al., 2019;
Stein, Granot, 2019), nmpoBeaeHbl MCCIAEIOBAHUS 1O
BBISIBJICHUIO UX POJI B KCUJIOTEeHE3e U (DIIodMOreHes3e
JIpeBecHbBIX pacTeHuit (Sung et al., 1993, 1996; Hauch,
Magel, 1998; Sauter, 2000; Coleman et al., 2009; Li
et al., 2012; Roach et al., 2017). B To ke BpeMs1, MoJie-
KYyJISIPHO-TEeHETUYECKMEe MEXaHU3MBI, Y4aCTBYIOILINE
B PEry/ISIIMU MeTaboJIM3Ma caxapoB, U3YyYEHBI CJ1abo
(Li et al., 2017; Stein, Granot, 2019). Hauboinbliee
KOJIMYECTBO IMyOIMKALINIA ITO JAHHOM TeMe TTOCBSIIIe-
HO pe3yjbTaTaM M3YYeHUS! pPeryjsiliui 3KCIIPeCCUu
reHoB, kogupypomux CC u AnMHB, Ha ypoBHE TpaH-
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cKpunuuu. B aToM ciydae perysisiusi OCyIIeCTBIISI-
eTcsl uepe3 B3aMMOICHMCTBUE CUTHAJIBHBIX MOJICKYJI
(caxapoB, TOPMOHOB U Jp.) WIM TPAHCKPUITIIMOHHBIX
daktopoB (TD) ¢ peryIaTOPHBIMU 4LUC-3TIEMEHTaAMH,
PACIIOJIOKEHHBIMU B 5'-IaHKUpYyIOLIei 061aCTU re-
HOB. MexaHU3Mbl TAKOTO B3aUMOECTBUS B HACTOSI-
Iee BpeMsl U3y4YeHBI C1ab0, OJHAKO 3KCIEPUMEH-
TaJbHBIM ITyTeM OBbLIO UASHTU(MUIINPOBAHO OOJIBIIIOL
KOJIMYECTBO UUC-ITEMEHTOB, YIACTBYIOIINUX B PETYJIsi-
LUK 3KCIIPECCUU T€HOB B CBS3M C JEUCTBUEM SHIO-
TeHHbBIX 1 9K30reHHbIX (pakTopoB (Galkin et al., 2004;
Priest et al., 2009; Bitas et al., 2016). Psan yuc-snemeH-
TOB OBLJI MIEHTU(GUIMPOBAH B IIPOMOTOpPaX I'€HOB,
KOIUPYIOIINUX (hepMEHTHI YTIJIeBOAHOTO oOMeHa. Taxk,
MOKa3aHo, YTO yuc-3JIEMEHTHI B IIpoMoTope reHa CC
puca RSusl HeoOXOOUMBI JJISI €T0 caXxapo30-UHIYIIM-
pyemoii akcripeccum (Chang et al., 2011). YcraHoBie-
HO, YTO COIepKalllrecs B IIPOMOTOpax reHoB A HB
ToMmata Lin5 u Lin7 3/1eMEeHTbl CUTHaJIMHra ruboe-
pelliiHa, ayKCUHA U abCIIU30BOM KUCIOTHI 00YCI0B-
JINBAIOT VHAYKIWIO SKCIPECCUM 3TUX T'€HOB COOT-
BeTcTBytolMMu ropmoHamu (Proels et al., 2003). B
npomoTtope reHa AnnMHB TomaTa Lin6 ObUIA UIEHTH-
¢$ULPOBaHBI MOTUBHBI, CBSI3aHHbBIE C PAHEBLIM CUTHA-
JIMHTOM U CYTOYHBIMM PUTMAaMU, U SKCIICPUMEHTAIb~
HO TTOKa3aHa MHIYKIIWS SKCMPEeCCUU TJaHHOTO TeHa Co-
oTBeTcTBY1oIIMMU cTuMyiaMu (Proels, Roitsch, 2009).
CpaBHUTENbHBINM aHAIU3 MOCJICA0BATEILHOCTEN MPO-
MmoTtopa reHa A HB Tabaka Nicotiana benthamiana n
npoMoTopoB 30 IpyTux ero reHoB, IEMOHCTPUPYIOIINX
aHaJIOTUYHBII MPOGUIIb SKCIIPECCUU IIPU BO3ACHCTBU
PA3IMYHBIX CTPECCOBBIX (DAKTOPOB, MO3BOJIMI YCTAaHO-
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TAPEJIKMHA u np.

Tab6mauma 1. Yucio peryiasiTopHbIx yuc-3jieMeHTOB B 2 K6 nmpomMoTopHoii ooiactu reHoB BpSUST—4u BpCWinvI—3

I'pynma anemeHTOB BpSUS1 | BpSUS2 | BpSUS3 | BpSUS4 | BbCWinvl| BpCWinv2| BpCWinv3
YyBCTBUTEIbHBIE K BIUSIHUIO a0UOTHYE- 38 28 26 31 26 36 30
CKUX (PaKTOPOB
TxanecrenmpuyHbIe 20 20 25 25 18 22 20
T'opMOHUYBCTBUTEIBLHEIE 12 13 17 15 15 9 12
Caxapo4yBCTBUTEJIbLHbIE 8 7 8 5 8 2 5
[Tpoune 30 23 22 22 24 24 24
Bcero anemMeHTOB 108 91 98 99 91 93 91

BHUTh BaKXHYIO POJIb 4UC-3JI€MEHTOB, YJaCTBYIOIINX B
CTPECCOBOM CHUTHAIMHTE, B PETYJISIIMN KOOPIMHUPO-
BaHHOI 3Kcripeccuu reHoB (Sheshadri et al., 2018).

Ha ocHoBaHUM BbIIIECKA3aHHOTO MOXHO 3aKJI0-
YUTh, UTO U3YYECHUE PETYISITOPHBIX MEXaHU3MOB 9KC-
MPECCUU TeHOB, YYACTBYIOIINX B YIJIEBOIHOM OOMEHE
MPU Pa3INYHBIX CLIEHAPUSIX KCUJIOTEeHe3a, IPeACTaB-
JIgeT GOJNBIION MHTEPEC ¢ TOYKU 3PEHUS MTO3HAHUS
MEXaHU3MOB HOPMAaJIbHOTO U aHOMAJILHOT'O POCTa Y
JIpeBECHBIX pacTeHMii. B reHoMe Gepesbl MOBUCIOM
MBI UIEHTUDUINPOBATIN TeHbI, KOOAUPYIOILINE caxa-
pPO30CHUHTAa3y M aloILUIACTHYIO MHBEPTA3y, U U3y~
JIN PEeTYJASITOPHBIC 3JIEMEHThI, MPUCYTCTBYIOIIME B
X IIPOMOTOPHBIX 00JIACTSIX.

MATEPHAJIBI U METOJbI

ITouck renos, kogupytomux CC nu AnMHB, ipo-
BOIWJIM B TeHOMe Oepe3bl noBuciioil (Betula pendula
Roth), onybiukoBanHoM Ha nmoptajie CoGe (Salojar-
vi et al., 2017). C 3Toii 11eJIbI0O HYKJICOTUIHBIE TTOCIIe-
npoBatesbHOCTH CDS 1 cOOTBETCTBYIOIIIE UM GEIKO-
Bble rociaenoBareabHOCTU TeHOB SUS u CWIN Arabi-
dopsis thaliana n Populus trichocarpa (6a3bl TaHHBIX
The Arabidopsis Information Resource (TAIR) (re-
lease 13, https://www.arabidopsis.org) m Phytozome
(release 3.0, http://www.phytozome.net/poplar)) uc-
MOJB30BAJIN B KaUecTBEe MoMcKoBoro 3amnpoca BLAST
1o reHomy B. pendula (release 1.2, https://genomevo-
lution.org/coge) 1S BBISIBJICHUSI TOMOJIOTMYHBIX T10-
clieoBaTEIbHOCTEIA.

I1penckazaHue CTpYKTYphbl O€JIKOB Oepe3bl HOBUC-
JIOi1 BBITIOJIHSIIM C MCITOJIb30BaHMeM pecypca Nation-
al Center for Biotechnology Information (NCBI)
(http://www.ncbi.nlm.nih.gov/Structure/cdd/cdd.shtml)
(Marchler-Bauer, Bryant, 2004), nmpenckazanue ¢pusu-
YeCKHMX CBOMCTB — C IoMolIkio pecypca Expert Protein
Analysis System (ExPASy) (https://www.expasy.org/)
(Artimo et al., 2012).

DunoreHeTUUECKUIA aHAIU3 TIPOBOIUIN C ITOMO-
mblo mporpaMmbl MEGA 7 (Kumar et al., 2016). MHo-
KECTBEHHOE BbIPaBHUBAaHUE TOCIEA0BATEILHOCTEN
OCYILIECTBJISLIN ¢ TIoMolbio anropurMa ClustalW. ®u-

JIOTEHETUYIECKOE IPEBO OBIJI0 MOCTPOECHO C MCIIONb-
30BaHMEM METOIA TIPUCOEIMHEHMST OIMKaiIIero co-
cema (Neighbor-Joining method), olieHKy mocToBep-
HOCTH KJIaCTEepU3alIM ITPOBOIUIN METOIOM bootstrap
¢ 1000 nmoBropamu (Felsenstein, 1985; Saitou, Nei, 1987;
Tamura et al., 2004). OnpeneneHue CTEIEHU UICH-
TUYHOCTHU/CXOJCTBA TOCIEI0BATEIbHOCTE BBITIOJ-
HeHo ¢ nomolbio pecypca EMBOSS Needle (https://
www.ebi.ac.uk/Tools/psa/emboss_needle/).

s ananuza MetogaMu OMonHGOpMaTUKA ObI-
JIU UCMOJIb30BaHbl MPOMOTOPHbIE 0O0JACTU TEHOB
mmaHoi 2000 map HYKJIICOTUAOB OO cTapTa TpaH-
ckpunuuu. [Mouck yuc-peryiasiTOpHbIX 3JEMEHTOB,
pacCMoOJIOXKEHHBIX B MPOMOTOPax MCCIAEAYEMBbIX T'e-
HOB, BBIMOJHSJIM C MOMOIIbIO pecypcoB New-
PLACE (http://www.dna.affrc.go.jp/htdocs/PLACE/)
(Higo et al., 1999) u PlantPAN 3.0 (http://plant-
pan.itps.ncku.edu.tw/) (Chow et al., 2019). I[Tomumo
WHCTPYMEHTOB JJIS1 BBISIBJIEHUS YUC-DJIEMEHTOB, yKa-
3aHHBIE PECypChl coaepKaT MHGOPMAIIMIO 00 PKCIe-
PUMEHTAJIbHO TTPOBEPEHHBIX (QYHKLMSIX UlC-ITIEMEH-
TOB 1 aCCOLIMUPOBAHHBIX C HUMU TPAHCKPUITLIMOHHBIX
dakropax (TD). g BbISBICHUS ITOTCHLIMAIBHBIX
caiiToB cBsI3bIBaHYs ¢ TP MpoBOIWIIN aHATIN3 YACTOTHI
BCTPEYAEMOCTHU YUC-DJIEMEHTOB 1 €€ CTaTUCTUUECKOe
OlICHMBaHWE€ Ha OCHOBAHUM BCTPEYAEMOCTU UUC-
3JIEMEHTOB B MPOMOTOPAaX MOJENbHBIX OPraHM3MOB
A. thaliana n P. trichocarpa c TOMOIIBIO UHCTPYMEHTA
Regulation Prediction pecypca PlantRegMap (http://
plantregmap.cbi.pku.edu.cn/) (Tian et al., 2020).

PE3YJIBTATBI 1 OBCYXIAEHHWE

Hoenmugpuxayus eenos SUS u CWinv
6 eeHoMe Oepe3bl NOBUCAOU

I'ennl cemeiictB SUS 1 CWiny 6bu1n uaeHTUDU-
LIMPOBaHbI U OXapaKTepU30BaHbl y psia APEBECHBIX
pacteHuit. Y Vitis vinifera ObUIO0 BBISIBJIEHO 5 T€HOB
SUS (Zhu et al., 2017), mo 6 reHoB — y Citrus unshiu
(Islam et al., 2014) u Prunus persica (Zhang et al., 2015),
11 reHoB — y Malus domestica (Tong et al., 2018) u
15 renoB y Populus trichocarpa (An et al., 2014). Ilo
3 rena CWiny 610 nageHTHMLIIMPpOBaHO Y Malus do-
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Puc. 2. @unoreHeTUUECKOE IPEeBO, MIOCTPOSHHOE Ha OCHOBE CPABHUTEJILHOTO aHaJIM3a HYKJICOTUAHBIX MOCIeA0BaTeIbBHOCTE M
(CDS) noreHuuanbHbix reHoB SUS Betula pendula v nzBecTHbIX reHOB SUS Arabidopsis v Populus. Tenwl Betula pendula 060-
3HAYEHBI YePHBIM LIBETOM, Arabidopsis thaliana — 6envim 11BeTOM, Populus trichocarpa — cepbiM 11BeTOM. JIJTHA BETBEI Iporop-
LIMOHAJIbHA TeHETUYECKOM AUCTAaHIIMU (YUCIIO 3aMelieHUuit Ha caiiT). CylecTBeHHbIe 3HaUeHUsI bootstrap (IMPOLEHT IepeBbEB,
B KOTOPBIX aCCOLIMMPOBaHHbIE TAKCOHBI KlacTepusytoTcst BMecTe) st 1000 BBIOOpPOK IToKa3aHbl B OCHOBAaHUM BETBU.

mestica (Hyun et al., 2011), Camellia sinensis (Qian
et al., 2016) u Populus trichocarpa (Chen et al., 2015).

B reHome Gepe3bl MOBUCIONM OBIJIO BBISIBICHO
4 rena SUS, Kogupyoimux 0eJIKN, TOMOJOTUYHEIE
CC Arabidopsis w  Populus (puc. 2). I'enam
Bpev01.c0294.g0013.m0001, Bpev01.c0051.g0185.m0001 n
Bpev01.c0727.g0009.m0001 66111 IPUCBOSHBI HAa3Ba-
Hust BpSUS1, BpSUS2 n BpSUS3 COOTBETCTBEHHO,
T.K. nociaegoBatenbHocTH CDS 3THX reHOB Tpoae-
MOHCTPUPOBAJIN BBICOKUI ypoBeHBb cxoacTBa ¢ CDS
reHoB SUS1—SUS3 Betula luminifera (Homepa n0CTy-
nma NCBI KC204973.1, KC204974.1, KC204975.1).

OHTOT'EHE3 Ne 5
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I'eny Bpev01.c0568.g0013.m0001 ObLIO TIPUCBOCHO
Ha3BaHue BpSUS4. Ctpykrypa U puzndeckue CBOii-
CTBa MpeAcKa3aHHbIX OEJIKOB COOTBETCTBOBAJIM caxXa-
pPO30CUHTa3aM, BBISIBJICHHBIM Y IPYTUX BBICIIIMX pac-
TeHuit (JlomoaHUTEIbHBIC MaTepuaibl, Tadir. 1).

duyioreHeTUYECKUIT aHaAU3 TIoKaszaj, 4YTO U3
5 reHOB Oepe3bl MOBUCION, MpUHAIJIEXKAIIUX K MO -
CEeMEeMCTBY KUCIBIX MHBEPTa3, 3 TeHa TOMOJIOTMIHBI
aroIUIacTHEIM MHBepTasaM Arabidopsis n Populus, B
TO BpeMs KaK MOCIeI0BaTeIbHOCTH IBYX IPYTUX Te-
HOB OyMXe K BaKyOJISIpHBIM MHBepTasaM (puc. 3).
Ilo pesynbpTaTam (DHIIOTEeHETMIECKOTO aHAJIM3a Te-
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TAPEJIKMHA u np.

O AT3G 13784 AtCWInv5

67
100 —‘

O AT3G 13790 AtCWInvl

100

O AT1G55120 AtCWInv3

@ Bpev01.c0333.20031.m0001

85

O AT5G 11920 AtCWInv6

Potri.006G227500.1 PtrCWInv4

84

Potri.006G227400.1 PtrCWInv5

" 100

@ Bpev01.c0237.20050.m0001

O AT2G36190 AtCWInv4

100 |

O AT3G52600 AtCWInv2

@ Bpev01.c0516.20006.m0001

100

99

100
100

Potri.006G210600.1 PtrCWInv3
Potri.016G077400.1 PtrCWInvl
Potri.016G077500.1 PtrCWInv2

Potri.015G127100.1 PtrVacInv3

100 |

A Bpev01.¢1187.g0006.m0001

100

100

L 1

0.05

A Bpev01.c1041.20005.m0001
Potri.003G112600.1 PtrVaclnv2
Potri.003G126300.1 PtrVaclnvl

Puc. 3. ®unoreHeTuUeCKOE IPEeBO, MIOCTPOSHHOE HA OCHOBE CPABHUTEJILHOTO aHaJIM3a HYKJICOTHUAHBIX MOCIeA0BaTeIbHOCTEM
(CDS) noreHumanbHbix reHoB CWinv Betula pendula v uzBectHbix reHoB CWinv u Vaclnv Arabidopsis i Populus. T'enbl Betula
pendula 0603HaYEHBI YePHBIM 1IBETOM, Arabidopsis thaliana — 6enbim 1iBeTOM, Populus trichocarpa — cepbim 11BeTOM. [ITiHA BET-
BEil NMPOINopIMOHAIbHA TeHETUYEeCKONW TUCTAaHIMM (YMCIIO 3aMellleHnit Ha caiit). CyllecTBeHHbIe 3HaUeHus1 bootstrap (ripo-
LIEHT IePEeBbEB, B KOTOPHIX aCCOLIMMPOBAaHHbBIE TAKCOHBI KaacTepusyroTcst BMecTe) mist 1000 BBIOOPOK MoKa3aHbl B OCHOBAaHUM

BCTBU.

HaMm Bpev01.c0333.g0031, Bpev01.c0516.g0006 wn
Bpev01.c0237.g0050, KonupyrOIIM NOTeHIMATbHBIE
AnMHB, ObUIM NpUCBOEHbI HazBaHusi BpCWinvl,
BpCWilinv2 u BpCWInv3 COOTBETCTBEHHO (COOTBET-
ctBytor CWINI.1, CWIN4, CWIN1 1o Galibinaet al.,
2019b). ITo cBoeit cTpykType U (PU3UUYECKUM CBOIi-
CTBaM MpeAcKa3aHHbIe alloIJIacTHbIe MHBEPTAa3bl Oe-
pe3bl TOBUCJIO COOTBETCTBOBAJIM AIlOTJIaCTHBIM MH-
BepTa3aM ApYTUX pacTeHUi (1oImoIHUTEIbHbIE Ma-
Tepuaibl, Tada. J12).

In silico ananus yuc-snemenmos
8 NPOMOMOPHBIX 001ACMAX 2eHOB

HccnenoBanre NPOMOTOPHBIX OOJIACTE TEHOB
SUS u CWInv mo3BoJIWIO BBIIBUTH B UX IIOCJIEN0BA-
TEJIbHOCTSIX PSi PETYJISITOPHBIX 3JIEMEHTOB, KaK 00-
LIUX IS HECKOJIBKHMX IIPOMOTOPOB, TaK U YHUKAJb-

HBIX, T.€. BCTPEUYAIOLIMNXCS TOJIBKO B OOHOI ITOCIen0-
BaTeJbHOCTH. B mpomoTopax deTwipex reHoB SUS
OBLIO BBISIBJIEHO 54 OOILIUX yuc-3JeMeHTa, B IIPOMO-
Topax Tpex reHoB CWiInyv — 58 o01LIUX yuc-371eMEHTOB
(puc. 4). IIpomotop rena SUSI conepxxan HauOOJb-
1ee KOJUYECTBO YHMKAJbHBLIX 3jJeMeHTOB — 18. B
npoMotope SUS3 ObIIO BBISIBICHO 14 YHUKaIbHBIX
MOTHUBOB, B rpoMmotopax SUS2 u SUS4 — 1o 4 yHu-
KaJIbHBIX yuc-37eMeHTa (puc. 5). B mpoMoTopax reHoB
CWinvl, CWInv2u CWInv3 obulio BEIsIBIIeHO 13, 15 1
13 yHUKaJIBHBIX 3JIEMEHTOB, COOTBETCTBEHHO (puc. 6).

C yyeToM OITyOJIMKOBAaHHBIX ITaHHBIX, COAEpKa-
muxcga B 6azax gaHHbIX NewPLACE (Higo et al.,
1999) u PlantPAN 3.0 (Chow et al., 2019), Bce aite-
MEHTHI OBLIU pa3iesieHbl HA OCHOBAHUM X (PYHKIIUU
Ha cJIeylole rpynnel: 1) TKaHecneunuUuIHbIE dJ1e-
MEHTBI, 2) 3JEMEHThI, YIaCTBYIOIINE B TOPMOHAJIb-
HOI peryisiunu, 3) 3JeMeHThI, y9aCTBYIOIINE B caxa-
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OO01I1e MOTUBEI
B ripoMoTopax BpSUS1—4

-

OO611e MOTUBEI
B ipomotopax BpCWinvi—3

B A6uoTrnueckue
¢daKkTOpBI

O TopMmoHaibHas
pEryJIsLus

B Caxapo-3aBucumas
peryisiys

B TxkanecrieuuduyHbie

B [Ipouue

Puc. 4. PacnipeneneHue o01nx MOTUBOB B poMoTopax BpSUS1—4 u BpCWiny I—3 110 rpyIinam B 3aBUCUMOCTH OT (OYHKIIUM.
Yucna 0603HAYAIOT KOJIMUECTBO YUC-DJIEMEHTOB B KaXKI0i TpyIIIie.

pO-3aBUCUMOIA pEeTYJISILIAN, 4) 3]IEMEHThI, CBSI3aHHBIE
C BIUSIHMEM abuoTuyeckKux (haKToOpoB, 5) mpouue
3JIeMeHTHI (Tab. 1).

HLIC-3/1€M€HmbI, C653dHHblE
C GAUSIHUEeM aOUOMUHeCKUX ¢alcm0p06

In silico aHanU3 peryasiTOPHBIX YUC-3JIEMEHTOB B
2 K6 mpomMoTopa BeIIBICHHBIX TeHOB SUS 1 CWiny
MoKasajl, 4To HanboJiee 3HaUUTEeIbHAs IpyIa (Kak
10 YKCIY OTIEIbHBIX MOTUBOB, TaK 1 I10 UX BCTpeYa-
€MOCTH) Oblla CBsI3aHa C ACUCTBUEM pPa3IMUHBIX
abuorunueckux ¢pakTopos (Tadi. 1, puc. 4).

ITo xoiMyecTBY KONMU B IIPOMOTOPHOM 00JIacTH
mmHol 2 K6 y Bcex reHoB SUS 1 CWinv, B 3TOM IrpyII-
e JTOMUHUPOBAJIM MOTHBBI, CBSI3aHHBIEC C peaKiueid
Ha cBeT u Hepocrarok Biaaru (GTICONSENSUS,
GATABOX, MYCCONSENSUSAT, ACGTATERDI1
u ap). IToMuMo HMX IIPUCYTCTBOBAJIM 3JICMEHTHI,
CBsSI3aHHBIE C PEryJIsIIMeil SKCIIPECCUU ITOBHIIICH-
HOM Y MMOHUXXEHHOM TEMIIEPATYPOM, a TAKXKE aHOK-
cueii (RAVIAAT, LTRE1HVBLT49, CCAATBOXI1,
CURECORECR). B otinuuue ot reHoB SUS B npo-
MoTopax Bcex reHoB CWInv ObL1 BBHISIBIEH 3Jie-
MEHT, YYacTBYIOIIUK B curHaaumHre docdopa
(WBBOXPCWRKY1). Kpome Toro, B npoMmoTopax
CWIlinv BcTpeuanoch OoJbllee KOJUYECTBO BJe-
MEHTOB, CBSI3aHHBIX C peaklueil Ha aHOKCHIO
(CURECORECR, ANAERO2CONSENSUS,
ANAEROICONSENSUS).

Hanuuwue 6obioro yncia yuc-3aeMeHTOB, yJacT-
BYIOIIIMX B peakivsX Ha pa3idyHble aOUOTHYECKUE
CcTpeccoBhle (pakTopbl B mpoMoTopax reHoB SUS u
CWinv, cornacyercs ¢ JaHHbIMU 00 y4acTUU caXxapoB
B ToIep>KaHUM (byHKIIMI TKaHei ApeBEeCHbIX pacTe-
HUII B YCJIOBUSIX pazImdHbIX cTtpeccoB (Tomasella
et al., 2019). boibIiioe 41CI0 MACHTUYHBIX MOTHUBOB,
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CBSI3aHHBIX C BO3IEICTBMEM CBETA, BOTJHOIO M aHad-
pPOGHOIO CTPECCOB U MOHMXKXEHHOI TeMIepaTyphl, 1
OIM3KYEe 3HAYEHUSI UX BCTPEYaeMOCTH B IIPOMOTOpPax
TeHOB 13 00EMX TPYIIIT O3BOJISIET MPEANOIOXUTD O~
HOHAIIpaBJIeHHOE M3MEHEHUE YPOBHS UX 3KCIpec-
CUU B OTBET Ha JeiicTBue 3TuX pakropos. [TomyueH-
HbIe PE3Y/ILTAThI COIVIACYIOTCSI C UMEIOIIMMMUCS B JIM-
Teparype JaHHBIMHU O TIOJABJIEHUU (DOPMUPOBAHUS
y30p4aToil IpeBeCUHBI Y KapelIbCKOil OeEpe3bI MPH ee
MMPOU3PACTAHNH B YCIOBUSIX TJIOXOM OCBEIIEHHOCTH,
HU3KOIT TeMIIepaTyphl 1 HegocTaTtka Biaaru (EBmokm-
MoB, 1989; HoBuiikasi, 2008).

IIpomotoper SUSI nu SUS3 conmepkajin yHUKAIb-
HBIE 2JIEMEHTHI, CBSI3aHHBIC C CUTHAIMHTOM (ocdopa
(P1BS) 1 nona ammonust (AMMORESIVDCRNIAL)
(puc. 5). MotuB P1BS sBnseTcs caiiToM CBSI3bIBAHUS
¢ T® phosphorus starvation response 1 (Psrl) u npu-
CYTCTBYET B IPOMOTOPAX T'€HOB, DKCIIPECCUST KOTO-
PBIX crieuuGpUIECKHN aKTUBUPYeETCs 1edUuiuTom ¢poc-
dopa y pasnmuHBIX pacteHuii (Sobkowiak et al.,
2012). BoisiBIcHHbIE paHee U3MEHEeHMsI aKTUBHOCTU
CC y pacTeHuii KapelbCKOIi Oepe3bl, IIporu3pacTaB-
X Ha IOYBaX, OTIWYAIOIIMXCS IO YPOBHSM JIO-
CTYIHOTO a30Ta 1 hocdopa, MOXET OBITh OOYCIIOBIIE-
HO HAJIMIMEM TaHHBIX yuC-3JIEMEHTOB B IIPOMOTOpPax
cootBeTcTBYIoIMX reHoB (Galibina et al., 2016, 2019a;
Moshchenskaya et al., 2016).

UUC—3/leMeHn’Ibl, yuacmeyrwuiue
(5 mlcaHecneuuqbuuHoﬁ JKcnpeccuu ceHoe

AHanu3 sKcrpeccuu reHoB SUS y pas3IMyHBIX
pacTeHnit CBUIETENBCTBYET O TOM, YTO, HECMOTPS Ha
CTPYKTYPHYIO ¥ (PYHKIMOHAJIBHYIO OJIN30CTh KOIU-
PYEMBIX UMM OETKOB, OTAEIbHbIE TeHBI SUS neMoH-
CTPUPYIOT BBIPAXEHHYIO TKaHeCcTeln(pUIHYIO 3KC-
npeccuio (Xuet al., 2019). 'enst CWiny crietuuaHo



392 TAPEJIKMUHA u np.
—2000 —1500 —1000 —500 0 m.H.
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153 13 14 1118 15 8§52 179
. —>
susi il - il E ATG
158 8 713 1 15 167251217 6410
3 2 1
—>
SUS2 E H —I ATG
4 1
13 8 7 1 1 9
. ] Nl —
SUS3 H H H | |ATG
4 76 532 111291
2 13 4
- i
SUS4 _‘ IH ATG
1

[\

Puc. 5. Cxema pacrosioxXeHusi YHUKaJIbHBIX yuc-3JIEMEHTOB B poMoTopax BpSUS 1—4. LiBeToBble 0003HAYEHWSI aHAJIOTUYHBI
puc. 3. lludpamm o603HaueHHI ciaenytomme 35meMeHThI: SUST 1 — 300CORE, 2 — ABRERATCAL, 3 — AT1BOX, 4 — BSIEGCCR,
5 — CACGTGMOTIF, 6 — CGACGOSAMY3, 7 — CTRMCAMV35S, 8 — HDZIP2ATATHB2, 9 — HEXAMERATH4, 10 —
IBOXCORENT, 11 — INTRONLOWER, 12 — IRO20S, 13 — MARARS, 14 — NAPINMOTIFBN, 15 — PIBS, 16 —
QARBNEXTA, 17 — RAVIBAT, 18 — REBETALGLHCB21. SUS2 1 — CGCGBOXAT, 2 — PROXBBNNAPA, 3 —
SORLREP3AT, 4 — TATCCACHVALZ2I1. SUS3 1 — ABRE3HVA22, 2 — ABREATCONSENSUS, 3 — ACGTOSGLUBI, 4 —
AMMORESIVDCRNIAL 5 — BOXIIPCCHS, 6 — C2GMAUX28, 7— CARGNCAT, 8 — GARE1OSREP1, 9 — RYREPEATGMGY2,
10 — RYREPEATLEGUMINBOX, 11 — RYREPEATVFLEB4, 12 — SPHCOREZMCI, 13 — SUREISTPAT21. SUS4 1 —
ACGTABOX, 2 — ACGTCBOX, 3 — AGCBOXNPGLB, 4 — TATABOXI1.

SKCITPECCUPYIOTCS BO (hJI03ME aKIIENTOPHBIX Opra-
HOB, B CBSI3M C YeM BBICKA3bIBACTCSI MHEHHE, UTO MX
TTOSIBJICHUE CBSI3aHO C pa3BUTHEM TPAHCIIOPTHOM CH-
CTEMBbI BBICIIMX COCYOUCTBIX pacTeHuit (Wan et al.,
2018).

B mpoMoTopax 06erx rpyII ucciIeT0BaHHBIX Ha-
MU T€HOB OBLIO BBISIBJICHO OOJIBIIOE KOJIUIECTBO
pPa3IUYHBIX YUc-2]IEMEHTOB, yUYaCTBYIOIIMX B TKaHe-
creiMpUIHON IKCIIPECCUU T€HOB B CEMEeHaX, KOop-
Hsx, Me3odmuie aucta u nbuible (CAATBOXI,
ROOTMOTIFTAPOXI, CACTFTPPCALI,
GTGANTGI10, POLLENI1LELATS2 u np.). Ilo-
MUMO OOIIMX 151 BCEX T€HOB 3JIEMEHTOB, B IIPOMO-
TOopax OTHeNbHBIX TeHoB SUS u CWInv BcTpedaauch
VHUKaJIbHBIC TKaHeCcTeln(GUIHbIE MOTUBHI (puc. 5,
puc. 6).

Bonbiioit mHTEpec IpeacTaBISIOT YHUKATbHBIE
MOTUBBI, UIEHTU(GULIMPOBAHHBIE B IIPOMOTOPAX Te-
OB SUSI n CWInv3, KOoTOpBIE, COTJIACHO MMEIO-
IIUMCSI JAHHBIM, OTJIMYAIOTCS HauOOJbIIEed aKTUB-

HOCTBIO B MU depeHIIpyoIIeiicss Kcrieme 0epe3bl
(Moshchenskaya et al., 2017; Galibina et al., 2019b). B
npomoTope SUSI ObIv BBISIBJICHBI 1BA YHUKAJIBHBIX
snemeHTa HEXAMERATH4 1 BSIEGCCR (puc. 5).
HEXAMERATH4 nipucyTcTBYeT B IIpOMOTOpE IeHa,
konupytoinero H4 ructoH y Arabidopsis; 5TOT MOTUB
yYacTBYeT B MepHUCTeMOCIeIn(MUIECKON KCIpec-
cun panHoro reHa (Chaubet et al., 1996). DnemeHT
BST1EGCCR o6Hapy:xeH B nipomoTtope reHa CCR n
Y4acTBYET B €T0 CIeu(pUIECKON 9KCIPECCUN B IMPO-
BOIAIIMX TKaHSIX CTBOJIa M KopHsA 3BKanumnTa (La-
combe et al., 2000). MoxXHO NpeanoIoXnTh, YTO BbI-
cokuii ypoBeHb 3Kcrpeccuun SUSI B KamOMaJIbHOMI
30He M IU(DHEPESHIIUPYIOMNXCS TTPOBOISIIINX TKa-
HSX TIPU peain3alliii HOPMaJIbHOTO CIIeHApUs KCH-
JloreHe3a Gepe3bl TTOBUCIION 00YCIOBIICH HAIMIUEM
5THX MOTUBOB.

I[Tpomotop CWlinv3, B oTIMUME OT ABYX APYTUX re-
HOB CWInv, He comepxXajl YHUKaJIbHBIX 2JIEMEHTOB,
CBSI3aHHBIX CO CcIlelnMduyeckoil »Kcrpeccueil B
MIPOBOASIINX TKAHIX cTBoJIa (puc. 6). Bricokue nmo
Ne 5 2020
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—2000 —1500 —1000 —500 0 m.H.
L 1 1 1 ]
12 12 61 5 10811
: —>
CWinvl : HII ATG
9 13 21 39 4
9 12 17788 12 311 25
. >
CWinv2 ! ! ! H H ATG
2
9 6 2 9 13 7
. - >
CWinv3 ! H . E ATG
1211 4 11 10 23 8 13 55

Puc. 6. Cxema pacmnioioXeHUsT YHUKAJIbHBIX yuc-3JIEMEHTOB B TipoMoTopax BpCWiny [—3. 1lBeToBbIe 0003HAYEHMST aHATIOTUY-
HbI puc. 3. lludpamu o603HaveHsI cienyoliue anemMeHTol: CWinvl 1 — ACGTTBOX, 2 — ARFAT, 3 — AUXREPSIAA4, 4 —
BOXLCOREDCPAL, 5— CGACGOSAMY3,6 — MYBPLANT, 7— RYREPEATVFLEB4, 8 — SREATMSD, 9 — SURE1STPAT?21,
10 —m TATCCACHVAL21, 11 — TATCCAYMOTIFOSRAMY3D, 12 — WBOXNTCHN48, 13 — XYLAT. CWInv2 1 — 300CORE,
2 — AACACOREOSGLUBI, 3 — AGMOTIFNTMYB2, 4 — ANAERO4CONSENSUS, 5 — ASFIMOTIFCAMY, 6 —
CARGNCAT, 7 — CBFHV, 8 — DRECRTCOREAT, 9 — LECPLEACS?2, 10 — PREATPRODH, 11 — RBCSCONSENSUS,
12 — REBETALGLHCB22I, 13 — RGATAOS, 14 — SEBFCONSSTPRI10A, 15 — SORLIP2AT. CWinv3 1 — ABRELATERDI,
2 — CARGATCONSENSUS, 3 — CTRMCAMV35S, 4 — GAREIOSREPI1, 5 — MARABOX1, 6 — MRNASTA2CRPSBD, 7 —
MYBATRD?22, 8 — NAPINMOTIFBN, 9 — RHERPATEXPA7, 10 — SPSBFIBSP8BIB, 11 — SV4A0OCOREENHAN, 12 —

T/GBOXATPIN2, 13 — TATABOX3.

cpaBHeHUIO ¢ aApyrumu reHamu CWInv 3HauyeHus
SKCITPECCUY TaHHOTO TeHa B 30He auddepeHIra-
IIUA KCUJIEMBI 6epe3bl MOTYT OBITH BEI3BAHBI HAIM-
YreM MOTHUBOB, YYACTBYIOIIMX B CTAOMIM3AIIMU
MPHK (MRNASTA2CRPSBD) u ycuieHuun TpaH-
ckpunuuu (CTRMCAMV35S), o yeM cBUIETEIb-
cTBYyIOT naHHble JutepaTyphsl (Nickelsen et al., 1999;
Pauli et al., 2004). Beicokast skcnipeccusi reHa CWinvi B
nuddepeHIUpyloleiicss Kcuiaeme Oepe3bl MOXET
OBITH cBsI3aHa ¢ HanuuueM MoTuBa XYLAT, uneHTu-
¢dULMPOBAHHOTO B IPOMOTOpax 52 reHoB Arabidopsis,
JMEMOHCTPHPYIOIINX CIIEIIN(HIESCKYIO IKCIIPECCHUIO BO
propuuHoii keuieme (Ko et al., 2006). ITpomoTop re-
Ha CWinv2 conepXayl yHUKaJIbHBIN 3JIEMEHT, BCTpe-
YaoIINIiCs y TEHOB, 9KCITPECCHS KOTOPBIX HabJIroma-
ercsa mpeumyniecTBeHHO Bo ¢osme (RGATAOS)
(puc. 6).

ULIC-BﬂeMeHmbI, yuacmeyrwuiue 6 CucHa/iuHee 2COpMOHO8

B rpymniie sneMeHTOB, NPUHUMAIOIIUX Y4acTUE B
TOPMOH-3aBUCUMOI 3KCIpeccuu, B mpoMoTtopax SUS
u CWInv no KoJIM4ecTBY KOIIMI TOMUHUPOBAJIU MO-
B ARRIAT, apnsgromuiicsa caiiToM CBSI3bIBaHUS C
LHUTOKUHUH-3aBUCUMBIM T® ARR1 (Taniguchi et al.,
2007), m motuB WRKY710S, HeoOXoauMBbIii A5 TI0-
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JIaBJICHUSI CUTHaJIMHIa TuboepesuinHa (Zhang et al.,
2004). Hanuuue aTUX OBYX yuc-3IEMEHTOB Xapak-
TEPHO IIJIsi TPOMOTOPOB T'€HOB, CMEU(GUIYECKU aK-
TUBHBIX B MpoBomsIInx TKaHsax (Zhang et al., 2014).
ITomuMo 3TOTO, B TIpOoMOTOpax Bcex reHoB SUS u
CW Inv GBIV BBISIBJICHBI DJIEMEHTHI, YYaCTBYIOIIINE B
TpaHcaykuuu curdHaios aTmwieHa (WBOXNTERF3).
B otnnuue ot mpomoTopoB reHoB CWInv IpoOMOTOPHI
SUS conepxann Oosblliee KOJIMYECTBO MOTHBOB,
YYaCTBYIOIIUX B CUTHAJIMHIE aOCIIM30BO KUCIOTHI.
Cpelu BceX U3yYeHHBIX T€HOB, IMPOMOTOpPHL SUS3 u
CWinvl conepxaiu HauOOJblllee YUCIO YHUKAJIb-
HBIX YUC-3JIEMEHTOB, YYacTBYIOIIMX B CUTHAJUHIE
pPa3IUYHBIX TOPMOHOB, YTO yKa3biBaeT Ha BaXKHYIO
pOJIb TOPMOHOB B UX aKTUBaLIMU (puc. 5, puc. 6).

PaHee Obl1a BhicKazaHa rMNoTe3a, COrjacHO KO-
TOopoi (OpMHUPOBAHUE Yy30pUaTO APEBECUHBI Ka-
peIbCKOM Oepe3bl WMHAYLMPYETCS ITOBBILLIEHHBIM
YPOBHEM ayKcuHa B TKaHsX cTtBoja (IlleTMHKUH
1987). IToaTOMy cpeau 3JIEMEHTOB, CBSI3aHHBIX C
FOPMOH-3aBUCUMOI peryJsiueii, ocodoe BHUMa-
HME MBI YIeJIsJI1 MOTUBaM, Y4aCTBYIOIIIUM B CUTHA-
muHre aykcruHa. MotuB ARFAT, oO0Hapy:XeHHbII B
nmpoMoTopax Bcex SUS, mpucyTCTBYeT B IPOMOTOpPaX
paHHUX ayKCUH-3aBUCUMBIX T€HOB U SIBJISIETCS Caii-
ToM cBs3biBaHus ¢ TD cemeiictBa ARF (Hagen,
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Ta6auua 2. Crnucok mnepenpeacTaBieHHbIX caiiToB cBsa3biBaHUsl ¢ T® B mpomoTopax reHoB Bp SUST-SUS2 v Bp

CWinvil—CWlinv3

TAPEJIKMHA u np.

CewmeiictBo TO

IIporopwer SUSI-SUS2

IIpomoroper CWinvI—CWlinv3

DOF1.5 (AT1G29160)
DOF1.7 (AT1G51700)

DOF1.10 (AT1G69570)

DOF1.5 (AT1G29160)
DOF1.7 (AT1G51700)
DOF1.8 (AT1G64620)
DOF1.10 (AT1G69570)

DOF2.2 (AT2G28810) DOF2.2 (AT2G28810)
DOF3.2 (AT3G45610) DOF3.2 (AT3G45610)
DOF DOF3.4 (AT3G50410)
DOF3.6 (AT3G55370) DOF3.6 (AT3G55370)
DOF4.2 (AT4G21030)
DOF4.7 (AT4G38000)
DOFS5.1 (AT5G02460) DOFS5.1 (AT5G02460)
DOFS5.6 (AT5G62940)
DOF5.8 (AT5G66940)
MYBI5 (AT3G23250)
MYB17 (AT3G61250)
MYB31 (AT1G74650)
MYB
MYBS55 (AT4G01680)
MYBS4 (AT3G49690)
MYB96 (AT5G62470)
BPCI1 (AT2G01930)
BBR-BPC BPCS5 (AT4G38910)
BPC6 (AT5G42520)
SVP (AT2G22540)
MIKC MADS SOC1 (AT4G 18960)
AGL20 (AT2G45660) AGL20 (AT2G45660)
TCP1 (AT1G67260)
TCP
TCP20 (AT3G27010)
TSO1 (AT3G22780)
CPP
TCX6 (AT2G20110)
ERF005 (AT5G25390)
ERF
ERF122 (AT5G67000)
bHLH bHLH34 (AT3G23210)
C2H2 TFIIIA (AT1G72050)
AP2 BBM (AT5G 17430) BBM (AT5G 17430)
B3 RTV1 (AT1G49480) RTVI (AT1G49480)
GRAS RGAI (AT2G01570) RGAI (AT2G01570)
GATA GATAI (AT3G24050)
NAC NAC094 (AT5G39820)
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Guilfoyle 2002; Tiwari et al., 2003). ITpu HU3KOM ypOB-
He aykcuHa B kiieTke ARF ¢popmupytor rerepoaumep ¢
oenkamm-pernipeccopamu  Aux/IAA, 4to OJIOKUpyeT
SKCIPECCUI0 ayKCHMH-3aBUCUMBIX TeHOB. [Ipy MOBBI-
LLIICHUY YPOBHSI ayKCHHA B KJIETKE IIPOUCXOIUT MPOTEO-
mm3 Aux/IAA, 1 nocne cHatus penpeccun ARF obec-
MEeYMBaIOT TPAHCKPUIILIMIO ayKCUH-3aBUCUMBIX Te-
HoB (Li et al., 2016). ITomumo amemeHta ARFAT B
npomMoTtopax SUS ObLIN BLISIBJICHBI U IPYTUE 3JIEMEH-
Thl, YYacTBYIOLIME B ayKCHUH-MHIYLIMPYEMOM 3KC-
npeccuun  (ASFIMOTIFCAMY, C2GMAUX2S,
CATATGGMSAUR, NTBBF1IARROLB). U3 cka-
3aHHOTO CJIEAyeT, YTO MOBBIIIEHWE KOHIIEHTpALNU
ayKCHMHA B KaMOMAJIbHOI 30HE Gepe3bl JOIKHO CITO-
COOCTBOBATh YBEJIMICHUIO YPOBHS aKcnpeccun SUS n,
CJIe0BaTeIbHO, (DOPMUPOBAHUIO OOBIYHOI IO CTPOE-
HUIO IPEBECUHBI.

B cBoto ouepenb, B mpomoTopax reHoB CWinv (3a
uckmoueHuemM CWinvI) aneMeHTbl, y4acTBYIOIIME B
TPaHCAYKIIMUA ayKCMHOBOTO CHMTHaja, ObUIM OOHapy-
KEHbl B HE3HAUUTEJbHOM KOJIWYECTBE, YTO CBUJIE-
TEJILCTBYET 00 OrpaHUYEHNU y4acTUsi TOPMOHA B pe-
TYJISIUMA TPAHCKPUTILIUY 3TUX T€HOB. DTO HAXOAUTCS
B COOTBETCTBUM C pe3yJibTaTaAMU HAllUX UCCJIeIOBa-
HUi, COIJIACHO KOTOPBIM pPa3BUTHUE CTPYKTYPHBIX
aHOMaJIMI IpEeBECUHBI KapeabCKOU Oepe3bl Mpouc-
XOJIUT TIPU BBICOKUX YPOBHSIX akcnpeccun CWinv Ha
¢doHe MHTEeHCUBHOM MHAKTUBALIMK ayKcrHa (Novits-
kaya et al., 2020).

Peeyassmoprule yuc-anemenmol, yuacmeayoujue
8 CUCHANUHee caxapos

B HacTosilluii MOMEHT YyCTaHOBJIEHO, UTO caxapa
WUTPAIOT POJIb CUTHAIBHBIX MOJIEKYJI U BO3ICHCTBYIOT
Ha 9KCIIPECCHIO CaXapouyBCTBUTENbHBIX TeHOB (Koch,
2004; Horacio, Martinez-Noel, 2013; Lastdrager et al.,
2014). Bricka3bIBaoTCs IIPEAIIOI0KEHUSI O TOM, YTO
depMeHTHI MeTaboIM3alU caxapo3bl YYaCTBYIOT B
MEPEKITIOYEHNN MEXIY CaXapO3HBIM M TJIOKO3HBIM
curHanuHroM (Ruan et al., 2010; Ruan, 2012, 2014).
Tak, HanmpuMmep, BbICOKash akKTMBHOCTb ANMHB BO
¢d105Me MOXET Yepe3 TIIOKO3HbIIf CUTHAJIUHT CTH-
MYJIUPOBATh AeJeHUE KJIETOK U TTOAABIISITh ITPOrpaM-
MUpYeMYIo KJIeTouHyIo cMepTh (Wang, Ruan, 2013).
B cBoto ouepenb, 3KCIIpeccusi FTeHOB caxapO30CUHTA-
3bl U MHBEPTa3bl TAKXKE PETYIUPYETCS B 3aBUCUMOCTHU
ot ypoBHs caxapos (Li et al., 2017).

B npomotopax Bcex ucciaemoBaHHBIX TEHOB TIpU-
CYTCTBOBAJI Psifi YLC-3JIEMEHTOB, CBSI3aHHBIX C CUTHA-
JIMHTOM caxapoB. OOIIMM 151 BCEX ITOCIeA0BaTEIbHO-
creit 6601 MoTiB WBOXHVISOI, sBastionuiics caii-
ToM cBa3biBaHuA ¢ TP cemeiictBa WRKY SUSIBA2.
Motus WBOXHVISO1 6bu1 naeHTU(GULIPOBAH B
IIPOMOTOpAaX T'€HOB CaXapO30CUHTA3bl, UHBEPTA3bl U
MEPEHOCYNKOB CaXapoB Y pa3IMYHBIX OPTAHU3MOB, B
ToM 4ucie npeBecHbIX (Afoufa-Bastien et al., 2010;
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Rabot et al., 2014; Li et al., 2015; Qian et al., 2018).
Ha mpumepe oBca mokazaHO, YTO IIPU BBICOKOM
ypoBHe caxapoB SUSIBA2 cBsI3bIBaeTCs ¢ MOTUBOM
WBOXHVISO1 u paboraeT Kak yCWIATEIb TpaH-
CKPUIILIMM Caxapo-4yBCTBUTEIBHBIX TeHOB (Sun et al.,
2003). DKcrepruMeHTaJlbHO YCTAaHOBJIEHO, YTO IIPHU-
cyrctBue sgemeHta WBOXHVISO1 kputnuHo mist
WHIYKIMU 3KCOPECCUM T€HOB BaKyOJSIPHON MHBEp-
Ta3bl po3bl Rosa hybrida (RhVII) v yas Camellia sinen-
sis (CsINVS) B mpucyrcrBuu caxapo3sbl (Rabot et al.,
2014; Qian et al., 2018). CpaBHUTEIbHBIN aHaIN3
IMPOMOTOPOB TeHa, KOAUPYIOIIETO MEPEeHOCUUK caxa-
poB CITST2, y 124 xynpTuBapoB apOy3a 1 KOJOLIMHTA
rokasajl, YTO OTHOHYKJIeoTuaHast 3ameHa A/C B Mo-
TuBe WBOXHVISO1 npuBoIuT K HapylICHUIO CBSI-
3biBaHus T SUSIWMI1 (romosor SUSIBA2) ¢ mipo-
MOTOPOM HWCCJICIOBAaHHOTO TeHa, Pe3yJIbTaTOM 4Yero
sBisieTcst 6oJiee ciabdast akcrnpeccusi CITST2 u 6onee
HU3KOE CONIepXKaHWe caxXapoB B IDIOMAaX HECIamKHUX
kynbTuBapoB (Ren et al., 2018). IIpumeuaTe1bHO, UTO
y Oepe3bl BCTPEYaeMOCTh TAHHOTO 3JieMeHTa Oblia
BbIlIe B TipoMoTopax reHoB CWiny (2—6 . Ha 2 KO6)
o cpaBHeHMIO ¢ reHamu SUS (1-3 wrt.). KpoMe To-
ro, B IIpoMoTopax Bcex reHoB CWIny TIpucyTCTBOBaI
aneMeHT TATCCAOSAMY, gBasgiomiuiics caiiToM
cBsasbiBaHusl ¢ MYB T® u yyacTByolIMii B aKTUBa-
1Y TeHa ajibda-amMuiaassl puca (Kogupyetr GepMeHT,
pacIIeTUISTIONINI  KpaxMall 0 MPOCTBIX caxapoB) B
YCIIOBUSIX HEAOCTaTKa caxapoB, OCOOEHHO TJIIOKO3bI
(Lu et al., 2002). DTOT MOTUB MbI BBISIBUJIN B IIPOMO-
topax 3 u3 4 reHoB SUS (BpSUS1, BpSUS2, BpSUS3).

IMoMUMO pa3sNIUYHBIX YuC-3JIEMEHTOB, Y4aCTBYIO-
IIUX B MO3UTUBHON PETryJslUUA 3KCIIPECCUU T€HOB B
OTBET Ha caxapa, ObUIM BBISIBJEHBI TaKXKe 3JIEMEHThI
HEeraTUBHOM perynsinuu. B mpoMmoTopax BceX IreHOB
SUS O6epesbl npucyrctBoBal mMoTuB SREATMSD,
naeHTU(PUUMpPOBaHHBIA y 272 u3 1592 reHoB Arabi-
dopsis, dKCTIpeccUsi KOTOPbIX TTOAABISIETCS B MPUCYT-
CTBUM OOJBIIMX KOJMYECTB TIJ0KO3bl (Tatematsu
et al., 2005). 3 Bcex reHoB CWIny 3TOT 3JIEMEHT IIpU-
CYTCTBOBaJl TOJLKO B mpoMorope CWinvl (puc. 6).
BcTpeyaeMocTh 3TOro 3jeMeHTa B MPOMOTOpPaxX MC-
CJIeIOBAaHHbBIX TeHOB Oblla HU3KOI — OT 1 10 3 Komnuii.
IIpomoTOop reHa BaKyoJISIpHOM MHBepTa3bl KapTode-
nsa StvacINV1, skcripeccuss KOTOPOTO CYIIECTBEHHO
CHMXAEeTCSl B MPUCYTCTBUM BBICOKMX KOHLIEHTpALMA
[JTIOKO3bI U (DPYKTO3BI, COAEPKUT 9 KOIUL 3jIeMeHTa
SREATMSD, 13 Hux 7 KON pacroioXeHbI Ha y4acT-
ke oT —360 10 —524 n.H. (Ou et al., 2013). Kpowme Toro, B
IPOMOTOPAX BCEX UCCIIEIOBAHHBIX TEHOB Oepe3kl, 3a UC-
kmodeHreM SUS3 nu CWinv2, 0pmn naeHTUPUIIIPO-
Banbl MoTuBEI PYRIMIDINEBOXOSRAMYIA mun
MYBGAHYV. NU3BecTHO, 4YTO HAaJIMINE 3TUX IBYX MO-
TUBOB KPUTUYHO JISI TOJABJIEHUST SKCIIPECCUU TeHa
anb(a-aMuIasbl prca MPU BBICOKMX KOHIEHTPALIAIX
caxapo3sbl (Morita et al., 1998).
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IMonyueHHBIe pe3yJabTaThl COMIACYIOTCS C ITOJY-
YEeHHBIMM HAMU TaHHBIMU, COTJIACHO KOTOPBIM (hop-
MUpOBaHUE y30p4aTOil IPEeBECUHBI KapelabCKoil Oe-
pe3bl 00YCIOBIIEHO JOKAJIBHBIM TTOBBILIEHUEM YPOB-
Hs caxapo3bl B KamoOmanbHO# 30He (Novitskaya,
Kushnir, 2006; Novitskaya et al., 2016a, 2016b). VY ka-
peabCKOI Oepe3nl y3opyaThie M Oe3y30pUaThie yJacT-
KM OJTHOTO M TOTO e CTBOJIa CYLLIECTBEHHO pa3jinya-
I0TCsI TI0 ypoBHIO 3kcnipeccuu SUS u CWinv (Mosh-
chenskaya et al., 2017; Galibina et al., 2019b). M=l
roJjiaraeM, YTO MO3UTUBHbIE U HETATUBHbLIE DJIEMEH-
Thl CUTHAJIMHTA CaxapoB YY4acTBYIOT B TOHKOM pery-
Jsumn 9Kkcrpeccun reHoB SUS u CWiny Gepe3sl B
YCIOBUSIX JIOKAJLHOTO MOBBIIIEHUS YPOBHS Caxapo-
3bl U/VJIA OTHOIIEHUS YPOBHSI Caxapo3bl K YPOBHIO
MoHocaxapoB. OgHaKoO 111 yCTAaHOBJICHUS POJIU dJie-
MEHTOB CUTHAJIMHTa caXapoB B Ipoiecce opMUpO-
BaHMS y30puyaToii JIpeBEeCUHBI KapeabCKOll Oepe3bl
HEOOXOOUMBI TabHEHIINE UCCIIeTOBAHUS.

In silico anaaus nepenpedcmagaeHHbIX caiimos
CBA3bIBAHUS ¢ MPAHCKPUNUUOHHBIMU (haKkmopamu

C uenbio BbisiBlieHUs1 T, NOTeHUIMATIBHO y4acT-
BYIOIIMX B pEryJsdliM YIJIIEBOOJHOIO OOMeHa Ipu
HOPMAaJILHOM ¥ aHOMAJIbHOM CLIeHapUsIX KCUJIOTEHEe-
3a Gepe3bl, MBI MIPOAHATM3UPOBAIIN TTepeIpeaCTaB-
JIEHHBIE caiiThl cBsI3bIBaHUS TM B mpoMoOTOpax reHOB
SUS1-SUS2u CWinvI—CWInv3, skcripeccust KOTO-
PBIX CYILIECTBEHHO U3MEHSETCS B IIpolecce GopMHU-
pPOBaHUS y30pYAaTOM IPeBECUHEBI Y KapeJIbCKOM bepe-
3l (Moshchenskaya et al., 2017; Galibina et al.,
2019b). B nmpomMoTtopax aByx reHoB SUS u Tpex reHoB
CWiIinv 6bUIM UOEeHTU(MULIMPOBAHBI TIEpPEIIpPEaCTaB-
JIEHHBbIe caiiThl CBsI3bIBaHUS ¢ 28 1 21 Td cooTBeT-
cTBeHHO (Tab1. 2). HanboJibliiee 41 CIo BBISIBJICHHBIX
T® npunagnexano Kk cemeiictream DOF (13 1ur.) u
MYB (6 wt.). I1pu sTOM caiitel cBsa3biBaHug ¢ TD
ceMeiictBa MYB ObUIM BBISIBJIEHBI TOJIBKO B IIPOMO-
Topax reHoB SUS, Toraa kak st mpomotropoB CWiny
OBLI0 XapaKTepHO OOJIBIIIOE YUCIIO CAaiiTOB CBSI3bIBA-
HU4 ¢ pa3nuuyHbiMu TP cemeiictBa DOF.

Hcxonst 3 naHHBIX JIMTePaTyphl, CPEIU BBISIBICH-
HBIX TP HaMOONBIINIT MHTEPEC C TOUKHU 3PEHUS yJa-
CTUSI B PETYJISILINM aJIbTEPHATUBHBIX CIIeHapUeB KCH-
noreHesa npeacrapisiior DOF5.6 (HCA2) u DOF5.8.
VYcranoieHo, yTo T@® HCA2 urpaeT BaxkHyIO poJib B
peryJsiiuu KaMOuaJbHOM aKTUBHOCTHU U AU depeH-
OUalMKM KaMOUaJbHBIX ITPOU3BOAHBEIX. CBepXx3aKC-
npeccust HCA2'y A. thaliana npuBOAUT K YBEIUYESHUIO
KaMOMaabHOM aKTUBHOCTM, YCUJICHUIO SKCIIPECCUU
daoaMocnennUIHBIX TEHOB U TOAABJICHUIO KCUIe-
Mocrnelmpuuaeix TeHoB (Guo et al., 2009). T®
DOFS5.8 yuacTByeT B peryJsiiuu MopdoreHesa rmpoBo-
ISIIUX TKaHel mcta A. thaliana; Kcripeccust KO-
pylollIero ero reHa monysmmpyercs aykcuHoM (Koni-
shi, Yanagisawa, 2015). 1o HacTosiiero BpemeHu TdD

cemeiictBa DOF y 6epessl moBHCIION He McclienoBa-
JINCB.

SAKJTIOYEHUE

B rerome Gepe3bl ITOBUCTON OBUIN MACHTU(DUIIN-
poBaHbI 4 reHa SUS u 3 rena CWinv. In silico ananms
PETYISTOPHBIX LuUC-2]IEMEHTOB B TPOMOTOPaX T'€HOB,
Komupyomux ¢epMeHTbl MeTab0IM3aluU Caxapo3bl,
TTO3BOJIWII BBISIBUTD PSII MOTUBOB, YYACTBYIOIIIUX B pe-
TYJISIUMUA 3KCIIPECCUX HMCCIeAOBaHHBIX reHoB. Hau-
0OJIBIIEH KaK I10 YMCITy OTASIbHBIX 3JIEMEHTOB, TaK U
o nx BcTpedyaeMocTu B 2 KO mpoMoTopHOii obiacTtu
TeHOB ObUIa rPyIIIIa 3JIEMEHTOB, CBSI3aHHASI C BIUSIHU-
€M Ppa3JIMYHBLIX a0MOTUYECKUX (PAaKTOpPOB, B OCHOB-
HOM, CBETa U HeJAOCTaTKa Blaru. TakxKe IIpOMOTOPHI
KUCCIIEAOBAHHBIX T€HOB COAEPKAIU OOJIbIIOE KOIU-
YeCTBO TKaHEeCITeU(MUUHBIX MOTUBOB. AHAJIU3 TOP-
MOH-3aBUCUMBIX 3JIEMEHTOB ITOKAa3aJl, YTO IKCIpec-
cusi reHoB CWIny, nrparolx BaXKHYIO poJjib B (hOpMU-
pPOBaHUM y30pYaTOi APEeBECUHBI KapeJIbCKOM Gepeskl,
c1abo peryJiMpyeTcs ypoBHEM ayKCHUHA, YTO COIJIACy-
eTcsl ¢ HAllMMU TaHHBIMU 00 aKTUBHOM KOHBIOTALIUU
TOPMOHA B MPUCYTCTBUY BBLICOKMX KOHLICHTpALIMIA ca-
xXapo3bl. B uccliemoBaHHBIX II0CJIEIOBATEILHOCTSIX
IIPOMOTOPOB ObUIM BBISIBJICHBI Pa3IMYHbIC 3JIEMEHTHI,
yKa3bIBaloOILIME HAa HEMOCPEIACTBEHHOE BIUSIHUE CUT-
HaJIMHTa CaxapoB.

Ha ocHoBe aHain3a nepernpenacTaBJIeHHbIX CAUTOB
cBa3biBaHMsl ¢ TM M comnocTaBiieHUsI ITOJy4EHHBIX
pe3yJIbTATOB C JUTEPATYPHBIMU JaHHBIMU ObLIU BbI-
SIBJICHBI IBa HanbOoJiee BEpOSATHBIX KaHauWaaTa, Mo-
TEHILUATLHO YYACTBYIOIIUX B PETYJISLIUN YIJIEBOIHO-
ro Merabosm3Ma B TKaHdX cTBoja Oepe3pl — T
DOF5.6 (HCA2) u DOF5.8. T® cemeiictBa DOF He
OIMcaHbl y 6epe3bl MOBUCIION; X UISHTU(DUKALINS U
¢GyHKIMOHAIbHASI XapaKTepPUCTUKA TMPEACTABISIOT
WHTEPEC C TOYKU 3PSHUSI PETYISIIUN albTepHATUB-
HBIX CLIEHapMeB KCUJIOTeHe3a y PopM Oepe3bl TTOBUC-
JIOI, OTJIMYAIOLIMXCS IO TEKCTYpE IPEBECUHBI.

OUNHAHCHUPOBAHUE PABOTDHI

duHaHCcoOBoOe obecTieueHNe NCCIeTOBaHU OCYIIEeCTB-
JISIOCh U3 cpelcTB (heaepaibHOTrO Ol0/KeTa Ha BbITOJHE-
Hue rocynapctseHHoro 3aganus KapHII PAH (MuacTtutyt
neca KapHII PAH) u npu ¢duHaHCOBOI mommepxKKe
PODU (npoekt Ne 19-04-00622_a).
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In silico Analysis of Regulatory cis-Elements in the Promoters
of Genes Coding Apoplastic Invertase and Sucrose Synthase in Silver Birch
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This work is a continuation of studies on the role of sucrose in the formation of figured wood of Karelian birch
(Betula pendula Roth var. carelica (Merckl.) Himet-Ahti). It was previously established that this type of xy-
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logenesis is accompanied by significant changes in activity of sucrose metabolizing enzymes, sucrose syn-
thase and invertase, in the birch trunk tissues. The results of molecular genetic analysis indicate that the ac-
tivity of these enzymes is regulated mainly at the level of transcription of the genes encoding them (SUS and
CWiInv). We identified genes encoding sucrose synthase and cell wall invertase in the genome of silver birch.
In silico analysis of the regulatory cis-elements present in the 2 kb promoter region of these genes revealed a
number of motifs involved in the regulation of their expression. The largest both in the number of individual
elements and in their occurrence was a group of elements associated with the influence of abiotic factors,
mainly light and drought. A number of tissue-specific motifs were identified, the function of which is associ-
ated with gene expression in conducting tissues. Analysis of hormone-dependent elements showed that the
formation of figured wood of Karelian birch, which occurs against the background of high apoplastic inver-
tase activity, is obviously not associated with the activation of CWInv genes by a high level of auxin. In the
studied promoter sequences, various elements were found indicating a direct effect of sugar signaling. The two
most likely candidates for participation in the regulation of carbohydrate metabolism in the birch trunk tissues
were identified — transcription factors (TF) DOF5.6 (HCA2) and DOF5.8. The identification and functional
characteristics of the DOF family TFs of silver birch are of interest from the point of view of the regulation of
alternative xylogenesis scenarios.

Keywords: sucrose synthase, cell wall invertase, abiotic stress, sugar signaling, auxin-dependent gene expres-
sion, silver birch
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