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BBEJEHUE

Xomon SBISETCS OJHUM W3 OCHOBHBIX (DaKTOPOB OKpPY)KAMOIIEH Cpelbl,
OTPAaHWYMBAIONINM apeajbl OOWUTAaHUS PACTCHHA ¥ OTPHUIATEIIBHO BIUSIOMNAX Ha
NPOAYKTUBHOCTh XO3SHUCTBCHHO IIEHHBIX KYyJIbTyp. B Xoze »BOMIONMU pacTeHHUS
BbIpaboTanu 3¢ dexTuBHBIC  (DHU3NOIOr0-OMOXUMUYECKHE  CIOCOOBI  OTBETa  Ha
ryOuTeNbHOE  BJIMSHUE  HHU3KOTEMIeEpaTypHoro crtpecca. CTpeccoBblid  CUTHAI
BOCIIPUHUMAETCSl KJICTOYHBIMH PEIENTOpaMU U TIEpeaeTcsl MO IENH MECCEHKEPOB,
MPHUBOJIT B KOHEYHOM HTOTE K aKTHUBAI[MU T€HOB CTPECCOBOTO OTBeTa. [IpOAYKTHI 3THX
TCHOB TPHUBOIAT K HEMEIJICHHOMY OTBETY Ha CTpecc JIMOO K aJanTallid pPacTCHHS.
HemeieHHbIIT OTBET MOMKET MPUBECTH U K HMHTHOUPOBAHHUIO POCTAa WM KIETOYHOMH
cveptu (Mahajan and Tuteja, 2005), aganTarus ke SBISETCS OCHOBOH YCTOHYHBOCTH.

B 1985 roay Ha mmuHaTe BHEpPBbIC OBUIO MOKA3aHO, YTO TOJ JACHCTBHEM XOJI0Ja
MPOMCXOJUT U3MEHEHHE JKCIIpeccuu HeKoTopbix reroB (Guy et al., 1985). 3atem ObLi0
YCTaHOBJICHO, YTO B OTBET HA TIOHWKCHHBIC TEMIIEPATYPhI MIPOUCXOIUT PSI MPOIECCOB,
W3BECTHBIX KaK XO0JI0JI0Bas ajanTarms, ik akkaumaruszanus (Guy and Haskell, 1988).
Kak B TeueHwe rojga, Tak M B TEUYCHHE CYTOK pPACTEHUS YMEPCHHBIX PETHOHOB
MOJIBEPTarOTCsl BO3JCHCTBHIO KoJieOaHWI Temmeparyp. B Temioe Bpems roma ux
CIIOCOOHOCTh MPOTHUBOCTOATH XOJIOJYy HEBBICOKA, OJIHAKO C TPHUXOJOM OCEHU
YCTOHYMBOCTh K XOJIOAY MHOTHX PAacTeHUH TOBbIIAeTCS. [[OHMKEHHBIC TEMIEpaTyphl
BKJIFOYAIOT KaCKaJlbl TCHOB, MPUBOASIIMX K HAKOIJICHUIO META0OJUTOB U CTPYKTYPHBIX
OCJIKOB, MO3BOJISAIONINX M30€KATh MOBPEXKICHUN KIIETOK.

KitoueBbIMU  BOmpOCcaMM  T'€HETHUKHM  YCTOMYMBOCTH K XOJIOAY  SIBJISIFOTCS
UICHTU(UKAIUSA TCHOB, BOBJICUCHHBIX B MPOIECC AKKIMMATHU3AIlMU, MCCICIOBAHUEC HX
GyHKIUH, CITOCOO0B BOCIPHUSTHS U TIEpPe/Iayd CUTHAJIA. 3HAHUE MCEXaHU3MOB aJlalTalluu
U YCTOHYMBOCTH K XOJIOJy UMEET HE TOJbKO (DyHIaMEHTAJIbHOE, HO M TMOTCHIIMAILHOE
NpaKkTUYeCKoe 3HayeHWe. Huskue TemmepaTypbl SBJISIOTCS OCHOBHBIM  (PaKTOPOM,
OTPaHUYMBAIOIIMM O0JIACTH KYJbTUBUPOBAHHS TCIUIONIOOMBBIX PACTCHUM, a TaKKe
NEPUONYCCKH TMPHUBOAIIMM K TIOTEPE YypoKas TMPU HEOKHIAHHOM TOXOJIOaHHH.
Co3maHue TpaHCTEHHBIX PACTEHHH, HECYIIUX HECBOWCTBEHHBIE TAaHHOMY BHUJIY T'CHBI
aM00  CYNepIKCIPECCUPYIOIMUECS COOCTBEHHBIE — «IIOJIC3HBIC»  T'€HBI,  YCIEIIHO

HUCIIOJIB3YCTCA OJIsA YBCIINYCHUA XO3SIMCTBEHHON [IEHHOCTH KYJIBTYP.
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Hcnonb3oBanue MojaenbHOro pactenus A.thaliana oTkpbio HOBbIE BO3MOXKHOCTH
JUIST U3YYeHHUs] YCTOWYMBOCTH K Xojoay. M3ydeHne MyTaHTOB C HW3MEHEHHOMN
YyBCTBUTEJIIBHOCTBIO K XOJOJY M IIHUPOKO(OpMATHBIE MCCIIEIOBAHUS TPAHCKPUIITOMA C
MOMOUIBI0 THOPUAM3AIMU HAa MUKPOUYMIIAX TMOKa3ajih, YTO B Pa3BUTUU YCTOMUMBOCTHU
yuacTByIOT coTHH reHoB (Chinnusamy et al., 2003; Zarka et al., 2003; Lee, Henderson et
al. 2005; Vogel et al.,, 2005). DTu TeHBl KOAMPYIOT OCIKH, KOTOPBIE MOTYT OBIThH
MoJieJIeHbl Ha TPU TPYMIbI: CEHCOPHl W TEpeNaTYMKW CHUTHAla, TPAHCKPHUIILIMOHHBIC
dakTopbl, NpOTEeKTOpHBIE Oenku. Haumbonpmnii WHTEpeC TMPEACTaBISAIOT TEHBI,
KOAMPYIOLINE TPAHCKPUIIIIMOHHBIEC (DAKTOPHI, TAaK KaK OHH, C OJHOU CTOPOHBI, JCHCTBYIOT
Ha IIUPOKHM KPYr I'€HOB-MHUIIEHEH IyTEM AaKTUBALIMM WJIU PEIPECCHH, C IPYroM, HUX
NEHCTBUE JOCTATOYHO CIENU(PUYHO U MOXKET SBIATHCS OCHOBOW [IJISi TE€HETHYECKOU
WHKCHEPUU U CO3/IaHUSI YCTOMYMBBIX K XOJOJY XO3SIICTBEHHO IEHHBIX KYJIbTYp. [ €HbI
O0BEAUHSIOT B TPYIIbI, 00Jadaroe eAUHON peryisuuen (peryiaonsl). Baxxunenmmmu
U3 UICHTU(DUIIMPOBAHHBIX HA CETOMHAIIHUN MOMeHT cumutaroTcsi perynon CBF/DREBI1
(Shinozaki et al., 2003; Guy et al. 2008; Hua 2009; Thomashow, 2010), u AREB/ABF,
UHAyIMpyeMblii  abcum3oBoit kuciotor (Choi et al.,, 2000). B cocraB perynona
CBF/DREB1 BX0oasT reHbl TPaHCKPUIIMOHHBIX (DAKTOPOB, SIBISIIOTIIMXCS MHILIEHBIO
rena ICEl, cuumTaBmierocs riaBHBIM peryisiTopoM xoJiogoBoro oreera y A.thaliana
(Chinnusamy, Ohta et al. 2003, Lee, Henderson et al. 2005). Perynon CBF/DREBI
OCTaeTCs TJIAaBHBIM PETYJIOHOM XOJOJ0BOM YCTOMYMBOCTH, B HEro BXOIAT 110 84% Bcex
reHoB, aktuBupyembix xojomom (Vogel et al.,, 2005). TpaHcreHHble pacTeHHS C
nossieHHOM 3kcnpeccueii reHoB ICEL1 u CBF o6magatoT noBbIeHHON yCTOWYHUBOCTHIO
k xonoxay (Liu et al., 1998; Jaglo-Ottosen et al., 1998; Kasuga et al., 1999; Gilmour et al.,
2000; Chinnusamy et al., 2003). B To sxe Bpemsi, aOCIM30Bast KUCIOTa SBJISIETCS TJIaBHBIM
CTpeccoBbIM TOpMOHOM pactenuii (Tuteja, 2007), a MOBBINICHHAS JKCIPECCHS T'CHOB
perynona AREB/ABF mpuBOIUT K TOBBIIICHHUIO YCTOWYMBOCTH KO MHOTHM THIIAM
cTpecca, B ToM unciie k runorepmuu (Kim et al., 2004).

Henasno Obu1 naentudunuposan romosor ICEL, ren ICE2, koTopslii Mo 1aHHBIM
uccnenoBanuii, nposeaeHHbix B MMOI'en PAH moa pykoBojactBoMm mpodeccopa B.A.
TapacoBa, Takxke ydacTByeT B peryisaiuu otBeta Ha xojon (Fursova et al., 2009).
Bmecte ¢ Tem, W3BECTHO, YTO 3a4acTyl0 [ApPAJOTHYHbIE TEHbI BBIMOIHSIIOT

paznmuyaromuecss (pyHKIMM B OpraHusMe, Ju00 MX (PYHKIHUU Y3KOCHEIHMATU3UPOBAHBIL.
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Jlnst BeIsiIcHEHUsT PYHKITMOHAIBHBIX ocobenHocTelt reHa ICE2, ero mecta B TeHHOU ceTH,
peryiupyromei ananTanuio pacTeHUHl K Xoyony, M cBsi3u ¢ peryiaoHamu CBF wu
AREB/ABF HeoOXxoauMbl najbHEHIINE HccaeaoBaHus. DPGEKTUBHBIM MMOJAXOI0M IS
pelLIeHus] STHX BOIPOCOB SBJSIETCS HCCIEIOBaHHE TpaHCreHHbIX pactenuii A.thaliana,
cynepakcnpeccupyomux red |ICE2 mox KOHTposeM KOHCTUTYTHBHOIO IPOMOTOpA
BUpyca Mo3auku nBetHoW kamyctel CaMV 35S (35S::ICE2). Takue pacteHust ObLIH
co3nanbl B UOT'en PAH u nmro6e3Ho nipegoctaBieHsl HaMm nmpodeccopom B.A. TapacoBeim
s paboTel. JpyruM HWHPOPMATHBHBIM TOAXOIOM SIBISAETCS HW3YYCHHUE TPUPOTHOU
BHYTPUBHUJIOBOM W3MEHUYMBOCTH HCCIIEyeMOTO T€Ha M aHaJIW3 €€ acCOLUalUu C
¢enotruoM. basbl ITaHHBIX MO BHYTpPHBHIOBOMY mnoimMop¢usmy reHomor A.thaliana,
KOTOpbIE IOCTOSHHO TMOMOJHSIOTCS Onaronmapst padore Han npoekroM «1001 reHom
A.thaliana» (Nordborg and Weigel, 2008; Weigel and Mott, 2009), oTkpsIBaroT ceroiHs
HOBBIE BO3MOXXHOCTH /IS Takoro poja wuccienoBaHuit. Kpome Toro, ecrecTBeHHas
amanranus ceBepHbIX pac A.thaliana k xomoay mo3BonsieT U3ydaTh Ha UX TIPUMEPE POJIb
pa3IMYHBIX TEHOB B yCcTOWYMBOCTH K rumnotepmun. Pacel A. thaliana w3 pecrnyOnuku
Kapenusi, koropeie Obutn nr00e3HO mpenoctaBieHbl HaM O.M. @enopeHKo U IpYruMu
corpyaaukamu Kapensckoro Hayunoro Llentpa PAH, ABIAOTCSA LIEHHBIM MaTepHAIOM
JUI TOJTOOHBIX MCCIIET0BAaHUM.

Heab nanHOM pabOTHI 3aKII0YaNach B U3y4eHUH CTPYKTypbl reHa ICE2 u ero ponu
B KOHTpOJICe yCTOWYMBOCTH pacTeHuit A.thaliana k xosomy, cpaBHEHHHM BHYTpH- |
MexBuaoBoro nonuMopdusma napanoroB ICE2 u ICEL u ananmsze BO3MOXHBIX TyTel
sBosroninu |ICE2. beimu mocTaBneHs! clienyromue 3a1a4umn:

1. ®unorenernyeckuii ananus 6enkos ICEL u ICE2 u3 pa3HbIxX BUIOB pacTeHHIA;

2. W3yuyeHue CTPyKTypbl KoJaupymwolled W mpoMoTopHoil obnacteil renoB ICELl u
ICE2;

3. Ananu3 BHYTPHBHIOBOTO M MexBuaoBoro noimumoppusma renoB ICE1 u ICEZ;
CpaBHCHHE YPOBHEW BHYTPUBHIOBOW M3MEHYMBOCTH T'eHOB B pacax A.thaliana u3
pa3HBIX KIMMATHYECKUX 30H;

4. V3ydyeHne ycTOMYMBOCTM K XOJIONY M 3KCIPECCHMM I'€HOB OTBETa Ha XOJOJ B
pa3HBIX TKaHSX TpaHCTeHHbIX pacteHwid A.thaliana, cymepakcnpeccupyromux ren

ICE2 (35S::1CE2);
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5. Uzyuenme skcnpeccun rena ICE2 u xonoa-uHAyIMpPYyeMBIX TEHOB B MPHPOIHBIX
pacax A.thaliana.

Hayunasi HoBu3Ha padoTbl. M3yuena ponb rena ICE2 B koHTpose ycToitunBoCTH
A.thaliana k runorepmun. BriepBbie yCTaHOBIIGHO, YTO T€H CIIOCOOCTBYET Pa3BHUTHIO
YCTOMUMBOCTH K X0JI0Ay crneuuduyeckd B MepucreMax. IlokasaHo, yTo ycTOMYMBOCTH
JIOCTUTACTCS PETYIIANNEH pa3TuIHBIX MyTel OTBeTa Ha X001 - kak CBF-3aBucumoi, Tak
U CBA3aHHOH ¢ noBblIeHHBIM cuHTe30M ABK. BrnepBbie uzyuena spomtonus resos ICEL
u ICE2, a Taxke BHYTPMBHIOBOH M MEXKBHIOBOW MOTUMOPGHU3M MO ATHM TECHAM.
BrepBrie BbIsSBIEHA CBsI3b MeEXAy ypoBHeMm mnonuMopduzma |ICE2 ¢ kiImMHaIbHOU
U3MCHUYMBOCTRIO K XOJIOAY CeBepHBIX M IoxkHBIX pac A.thaliana. IIpoBenenusie
UCCIICZIOBAHUSl  PACIUIUPSAIOT  MPEACTAaBICHHS O  MOJIEKYJSIPHOW  3BOJIIOLMU U
HYKJICOTUJTHOM  pPa3HOOOpa3suu T'€HOB-PETYISATOPOB XOJOJOBOIO OTBETa, CIIYKar
JTydiIeMy MTOHUMAaHUI0 MEXaHU3MOB a/IalTAallid PACTEHUH K KIIMMaTy.

Teopernyeckassi M NpaKTHYecKass 3HAYMMOCTH padotbl. [loHumaHue
MEXaHU3MOB YCTOHYHMBOCTH K XOJIOAy — HEOOXOJMMOEe YCIOBHE [UIS Pa3BUTHSA
OMOTEXHOJIOTUN U CO3J]aHMsI YCTOMUYUBBIX K CTPECCaM XO3SIMCTBEHHO LEHHBIX KYJBTYP.
Hamu nokaszano, uro ren ICE2 umeercs B renome pactenuii cemeiictBa KamycTHbIX U
UrpacT BaXHYIO poyib B 3amute MepucrteMbl A.thaliana or xomomoBoro crpecca u
ajanTalMi PAacTeHUH K XOJOAHBIM KIMMAaTUYECKHUM YCIOBUSM. OTH HOBbIE 3HaHUS
OTKPBIBAIOT TMOTCHIUAJIHHYI0 BO3MOXKHOCTH JUISI CO3JaHHUS YCTOHYMBBIX K THTIOTEPMHU
XO034WCTBEHHO-IICHHBIX BHJ0B KamycTHBIX Ha OCHOBE (YHKIIMOHAJIBHO AKTHUBHBIX
amneneit ICE2.

PesynbraThl paboThl BHOCST CYIIECTBEHHBIN BKJIAJ B M3Y4YE€HUE OTBETA PACTCHUS Ha
XO0JI0JI, B TOHUMaHHE ITyTEeH SBOIIOIMHA T€HOB M TAKCOHOB, PACIIUPSIIOT MPECTABICHUS O
MHUKpPOIBOJIIOLMU T€HOB IOCJIE IYIUIMKAIMU B CBETE aJanTaluid K KIUMaTy, a TakkKe
YKa3bIBalOT HA MOTEHLIUAIBHYIO POJIb PETYISATOPHBIX T'€HOB KaK OCHOBBI a/IallTHBHOTO

(beHOoTUNHMYECKOT0 pa3HO00pa3usi B MPUPOIE.



8

I'JIABA 1. OB30P JIUTEPATYPbBI

1.1. Bo3aeiicTBHe HU3KHX TeMIIepPaTyp HA pacTeHHe

Jlnst  kaxaoro BHJAa pACTEHUI CYIIECTBYET CBOM JIMAna3oH ONTHUMAabHBIX
TEMIIEpaTyp, U OTKJIOHEHHE OT 3TOr0 ONTHMyMa SBIIAETCA CTPECCOM JUIsl OpraHu3Ma.
[ToBpexaaroiee Bo3AEHCTBUE XOI0I0BOIO CTpecca pa3InvHo npu aAercTBuu: (1) HU3KUX
TOJIOXKHTENBHBIX TeMiepatyp 1 (2) Temmepatyp amke 0°C.

[lpn TONOXUTENBHBIX CyOONTHMAaNbHBIX Temiepatypax (anria. Chilling —
«OXJIAKIICHUE») B TICPBYIO O4Yepellb MOBPEKIat0OTCs Bakyossipabie ATda3sr (Kawamura
and Uemura, 2014). Kpome TtOoro, mMeMmOpaHHbBIC JHUIHABI TMEPEXOAIAT U3 IKUIAKOU
namesnsapHor ¢asel (La) B cocrosnue rens (Lg), 4To HEOOpaTMMO HapylaeT (pyHKLIUH
memOpanbl (Kawamura and Uemura, 2014). CHmwkeHHEe ypOBHS HEHACHIIICHHOCTH
MeMOpaHHBIX JUIHIOB TOBBIIIAET TEMIIEPATYPY, TPH KOTOPOH MPOUCXOIUT cMeHa (a3 H,
CJIEIOBATENIbHO, CHUKAET TEKy4ecTb MeMOpaH NMpu HU3KUX Temmeparypax. [lokasaHo,
YTO  YYBCTBUTEIBHOCTh PACTEHHH K  XOJNOAY KOPPEITUPYET CO  CTEMEHBIO
HCHACHIINIEHHOCTH TWJIAKOWIAHBIX MeMOpaH xyoporuiactoB (Kawamura and Uemura,
2014).  ®otocucTteMbl  XJOPOIUIACTOB  MOABEprarorcs  (POTOMHIYLUPOBAHHBIM
noBpexaeHusiM. Boccranosnenue kucnopoga Ha ®Cl mpuBoautr K 00pa30BaHUIO
peaktuBHbIX (Qopm kucimopona (PDK): mepexucu Bomopoma H,0,, TUIPOKCHIBLHOTO
panukana - OH, cynepokcuaHoro anmoHa - O’,, CHHIJIETHOTO KHCJIOPOJA - '0,, KOTOpBbIE
SBIISIIOTCS.  CWJIBHBIMM ~ OKUCJIUTEISIMM ~ Pa3HOOOpPA3HbIX  KOMIIOHEHTOB  KJIETKU
(KpecnaBckwuii u ap., 2012). DT0 NPOUCXOAUT MPH YBEIHMUYCHHHA CKOPOCTU Pa3JIOKCHHUS
BOJBI M TPAHCIIOPTA 3JEKTPOHOB B XO/I€ CBETOBBIX peakuuii ¢orocuHre3a. CBeToBas
cTamuss (HOTOCHMHTE3a TPOXOMUT B MeMOpaHaX THIJIAKOMIOB, KOTOPbIE M CTaHOBSATCS
mumenpto s nospexxaenuit (Moller et al., 2007). Hapymenus pecunresa 6enka D1
BCJIEJICTBHE JlecaTypaluund MemMOpaH npuBosT K ¢porounrundouposanuio ®C2 (Aro et al.,
1993). Ilpoucxonmar TakXke HapYIICHUS TMPOIIECCOB MeTabolnu3Ma, CBsI3aHHBIE C
3aMeyieHueM paboThl (epMeHTOB, 3akuciacHue uToruiasmel (Kawamura and Uemura,
2014).

[Ipy mnaneHun TeMmepaTrypel HUXKE 0°C (amrm. Freezing — «3amep3aHue»)
NIEPBUYHON MHIIIEHBIO CTAHOBATCS MEMOpaHHBIE CHUCTeMbI KjieTku (Steponkus., 1984).

O6p&30BaHHe JbAa B CHUMIUIACTC CMCPTCJIBHO JUJIA KICTKHM, B TO BPEMA KakK JIC B
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arorIacTe MOXET HE MPUBOJIUTH K THOeNnu pacteHus. @opMuUpoBaHHE KPUCTAILIOB JIbJA
HAYMHACTCS B MEKKICTOYHOM TIPOCTPAHCTBE, TJIe KOHIICHTpAIMs COJISH HIDKE,
CJICIOBATENIBHO, BHINIC Temreparypa 3amep3aHus. HeoOXoamMo OTMETHTh, 4YTO JIeX
o0Opa3yercss B CHUMIUIACTE 0 TOMOTCHHOMY THITy, T.€. TOJBKO IpPH TeMIIEpaTypax,
ommkux k —38.5 °C. Kpucraumsanus Jbpaa B anorjacTte MPOUCXOTUT IO
TeTepOTEHHOMY THITy, BOKpYr saep Kpucrammmsammu (Franks, 1985). Tak xkax
XMMHAYCCKUI TIOTEHITMAN JIbJa MCHbIIE, YeM BOIHBIA, (pOpMHUpPOBaHHE BHEKJICTOYHOTO
JbJa TMPUBOAMWT K BBIXOAY BOJIBI W3 KJICTKH IO TPAJAMCHTY XMMHUYECKOTO IMOTCHITHAIA.
[Ipu -10°C 6omee 90% BOJBI BBIXOIUT U3 KIeTKA. OO0e3BOKMBAHUE WJIM KOMOHWHAIIHS
00€3BOKMBAHMSI W MEXaHWYECKOTO0 CTpecca, MPUYMHAEMOTO KpPHUCTAUIAMH JIbJA,
NPUBOIMT K TECHOMY cOnmkeHuto [IM ¢ MmemOpaHamMu BHYTPHKJICTOUHBIX OpTaHeIUT W
TUCTaIbHBIMU  ydacTKaMu [IM, 49TO BBI3BIBaCT (OPMHUPOBAHHE TEKCArOHAIBHBIX
CTpYKTYp u3 aunuaoB (Tak HaseiBaemas ¢aza HIl) (Kawamura and Uemura, 2014).
3areM, Kak TIpaBWIO, MEMOpaHBI CIUBAIOTCA JHOO pPa3pbIBAIOTCS, NPUBOAS K
HEOOpaTUMBIM KJICTOYHBIM moBpexkacHusM (Steponkus, 1984). IlemocTtHOCTh opraHesu
TaK)Ke HapyIIaeTCs, YTO MPUBOIUT K MOTEPE KOMITAPTMEHTAIU3AIMN U WHTHOUPOBAHUIO
meTabomuueckux mporeccoB (Tuteja, 2009). HekoTopsie aBTOPHI yKa3bIBalOT Ha TO, YTO
UMEHHO MEXaHWYEeCKMH CcTpecc, a He 00e3BOKHBAHUE, SIBISIIOTCS  BeAylIei
pa3pyIIUTEIbHON CHIION Tipu Hu3KoTemnepatypHoM crpecce (Yamazaki et al., 2008).
Taroke mpoucxoaut aeHatyparius 6enkos (Kawamura and Uemura, 2014).

[leHTpanbHBI TPOIECC, MOCTABISIONIUN HDHEPTUIO ISl pacTeHus, (OTOCHHTE3,
TaK)KE TOJBEPraeTcs HETaTUBHOMY BIIMSHHIO cTpecca. (OCHOBHBIMH MHIICHSIMHU
sBisitoTest  moctyrieane  CO,, addekTuBHOCTh paboThl  (PoTOCHCTEM, TPAHCHIOPT
anekTpoHoB, QopmupoBanne POK, coxepxkanne ATDO u HAJJDPH, aktuBHOCTH
depmenta Pyoucko (Tuteja, 2009). PacTeHusiM TpUXOAUTCS TOJACPKUBATH CKOPOCTH
dboTocuHTE3a Ha HEOOXOAMMOM YPOBHE M BMECTE C TEM HE JONycKaTh aucOanmaHca
DHEPrUH, BEAYIIETO0 K (OTOOKUCIMTEIbHBIM MOBpexaAcHusIM. [loka3aHo, dTO
OOJBIIMHCTBO TEHOB MHOTHUX KOMIIOHEHTOB (POTOCHHTE3a IMOJBEPKEHBI HETATUBHOMN
PEryIISIUU B X0/I€ Pa3BUTH X0J1010Boro otBeta (Savitch et al., 2001).

Xosoa u 00€3BOKMBAHUE BBI3BIBAIOT 3aKPBITHE YCTHUIl, YTO BEACT K COKPAIICHHUIO

nocrymieauss CO, W K YMEHbBLIEHUIO CKOpocTu QortocuHTe3a. K cokpamieHuto
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nocrymienuss CO, MNpPUBOAUT TaKXKe TMOHWKEHUE MPOHUIAEMOCTH Me30o(huiia,

3aBHCAIICH OT aKTUBHOCTH aKBaIlOPHHOB B KJIETOUHBIX MeMOpanax (Saibo et al., 2009).
XoyogoBol cTpecc BAMsICT W Ha KiIeToyHbId nuki. Okcnpeccus CYCBL, rena,

yYacTBYIOIIETO B KOHTPOJE KJIETOYHOTO IMKJIA, HHAYHHPYETCS TPH UINTEIHHOM

BO3zeiicTBuN HU3KUX Temieparyp (Lee et al., 2009).

1.2 OTBeT pacTeHusi HA X0J10]

PacTenust UCHONB3YIOT TPU OCHOBHBIE CTPATETUU OTBETA HA HU3KOTEMIIEpATYpPHBIN
ctpecc. [Ipocreiimuii crioco0, UCTIONb3yeMblii MHOTUMH TPaBSHUCTHIMU OJJHOJIETHUKAMU,
- 3TO MEpEeKUBAHUE XOJIOJAHOTO Nepuoja (3UMbl) B BUAE CEMSIH, KOPHEH MM KOPHEBHILI,
NOTPY>KEHHBIX B TIOYBY. 3HMMHEE BBDKMBAHUE JAPEBECHBIX PACTECHMH JIOCTUTAETCS C
MOMOIIBI0 MeXaHu3Ma nepeoxiazenus (anri. Supercoolling). [Ipu Temneparype Hike 0
°C BHYTPUKIJIETOYHASI KHUAKOCTb HE 3aMep3aeT, YTO JOCTUTAETCS] CHHTE30M OEIKOB-
antudpuzos (ABanos, 1990; Urrutia et al., 1992), ¢pnaBononnoB u TanauHoB (Kuwabara
et al., 2013) unu u3onsUUEN BHYTPUKIETOYHOI'O MPOCTPAHCTBA OT BHEKJIETOYHOIO, TIE
npoucxoaut ¢popmupoBanue npaa (Kuroda et al., 2003). TpeTbsi cTpaTerust HCIOIb3yETCS
BCEMHU BHUJAMH pacTEHUM, CIOCOOHBIX K akkiumaruizanuu. CTpecc akTUBUPYET Pl
(U3MOTOTUYECKUX OTBETOB HAa MOJIEKYJIIPDHOM YpPOBHE. ODTH MEXaHHU3MbI NPHUBOIAT K
aKTUBAIlMM CUTHAJBHBIX MyTed M TEHOB, KOJUPYIOUMX OEJIKH YCTONYMBOCTH.
®U3MOIOTUYECKHI OTBET Ha XOJI0/I0BOM CTPECC pa3BUBAETCS B TpH dTama (puc. 1):

1) Bocripusitue u nepesada curHaia
[Ton nmeiicTBUEeM X0J0Ja B MEPBYIO Ouepe/lb aKTUBUPYIOTCS OCMOCEHCOPHI, Pocdarassl,
BTOPUYHBIE MECCEH/KEPBI (MOHBI Ca’*, POK, IIPOTEUHKHUHA3bI).

2) TpaHCKPHITIUOHHBIN KOHTPOJIb
Ha sTom 3Tamne akTUBUPYIOTCSI CeMeCcTBa TPAaHCKPUIIIMOHHBIX (akTopoB (TP), koTopsie
UHAYLUUPYIOT 3KCIPECCHUIO T€HOB-MHIIEHEN.

3) ®U3HOIOTrHYECKUE TEPECTPOUKH
Ha 3akmiountensHOM dTamne Oenku, KOAWPYEMble MHIYLMPOBAHHBIMU B XOJE BTOPOTO
JTana TEeHaMM, BBI3BIBAIOT PsiJ  MOPQOJIOrHYECKUX, CTPYKTYPHBIX M (U3NOJIOro-

OMOXMMHYCSCKHUX MCXAaHHM3MOB, ITOBBIIIAIOIINX YCTOﬁqHBOCTB pacTCHUA K CTPCCCY.
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Puc. 1. O0mas cxema oTBeTa pacTEHHs Ha XOJIOAOBOM cTpecc (Ha MpUMEpe perysioHa
CBF/DREBL). BHekieTo4HbIH CUTHA BOCIIPUHUMAETCS MEMOPAHHBIMH PEICITOPaMH,
kotopele aktuBupytoT PLC. PLC ruaponusyer PIP2 no IP3 u DAG. Oto npuBoaut K
MOBBIMIEHAIO KOHUEHTparmy Ca’’ B IMTO307€, YTO BOCIPHHHMAETCS KATbIHEBBIMIA
CEHCOpaMU U aKTHBUpYeT Kackaj ¢pochopunupoBanusi. DochopuiaupoBanrie aKTUBUPYET
OeNKM TPaHCKPUMIIMOHHBIX (DAKTOPOB, SKCHPECCUPYIOIIUXCS HA KOHCTUTYTUBHOM
YPOBHE, KOTOPBIE CBS3BIBAIOTCA C LUC-iIeMeHTaMu JIpyrux TP u aktuBupyroT ux. B
KOHEYHOM HWTOT€ MPOAYKTHl T'€HOB-MUILIEHEH MPUBOAAT K Pa3BUTHUIO YCTOMYMBOCTHU
(amanrrupoBano u3 Tuteja, 2009).

1.2.1. MexaHu3Mbl BOCIPUSITHS U NlepeAavH X0J1040BOr0 CUTHAJIA
[IepBUUYHBIM CEHCOPOM HU3KOHN Temmeparypel cuutaerca [IM, onHako n3MeHeHHe
KoH(opMaru u neHarypanus 0enkoB u HykienHoBbIX kucioT (HK), nemommmepu3zars
AJIEMEHTOB LIMTOCKENETa U M3MEHEHHE KOHIICHTPAallud MeTaO0IUTOB TaKKe y4acTBYIOT B
Bocnipusitiu curHasia (Chinnusamy et al., 2007). Xosoa npuBOAWT K 3aTBEPACHHUIO
JUMUIHOW YacTH MeMOpaH, 3TO BBI3BIBACT MEPECTPONKY LUTOCKEIETa M HHAYKLHUIO

2+ +
YyBCTBUTEIIbHBIX K HATSDKEHUIO MeMOpaHbl Ca” KaHAJIOB, YTO PUBOIUT K BXOIY ca’* u3
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amorutacta B kietky (Thomashow, 1999; Orvar et al., 2000; Los et al., 2013). M3menenus
B KOHIICHTpAllUU Ca2+ B OUTOINNIaA3MC BOCIIPHMHHUMAIOTCA CHGHI/I(bI/ILIeCKI/IMI/I CCHCOPHBIMHU
oenkamu CBL (calcineurin B-like) u CDPK (calcium-dependent protein Kkinases),
AKTHUBUPYIONIMMH KaCKaIbl @OC@)OPI/IHI/IPOBaHHH 66J’IKOB, BKIIOYAKOIIIMMHU KaCKaJbl
nporennkunas CIPK (CBL-interacting protein kinases) u MAPK (mitogen activated
protein kinases) (Mensenes, 2005; Mahajan and Tuteja, 2005). B nepemaue curnana
yYaCTBYIOT TakKXe Ipyrue BropuuHbie MmecceHnmikepsl: POK, IP; (Mahajan and Tuteja,
2005; Chinnusamy et al., 2007).

1.2.2. TpaHckpuNIUOHHbIEe GAKTOPHI, PeryJTHPYIOIIHE OTBET HA X0JI0]

TpaHckpunuuoHHble (HAKTOPHl UTPAIOT TJIABHYIO POJIb B OTBETE Ha aOMOTHUYECKUI
ctpecc (Mahajan and Tuteja, 2005). TpaHCKpUIIIMOHHBIMHU (PaKTOPaMH Ha3bIBAIOT OCIIKH,
nMeromue B cBoeM cocraBe [IHK-cBs3piBarommii JoMeH, B3aUMOICHCTBYIONIUMN € ILIHC-
AJIEMEHTaMU, MPUCYTCTBYIOMIMMHU B MPOMOTOpPE 1iejIeBOro reHa. OHU MHAYLUPYIOT WU
MOJABJISIOT JKCIPECCUI0 TEHOB, BBICTYIAsl, COOTBETCTBEHHO, KaK aKTHUBATOPHI WIIU
penpeccoppl. Td penar Ha rpynmsl COrjacHO Tully conepxamuxcs B Hux JIHK-
CBSI3BIBAIOIIMX JOMEHOB. ['pymnma TeHOB, KOHTPOJUpyeMas OMNpPEACICHHBIM TUIIOM
TPAHCKPUIILIMOHHBIX aKTUBATOPOB, HA3bIBAETCs perysnoHoM. [Ipu paccmMoTpeHuHn OTBeTa
pacTeHUil Ha XOJIOJAOBOM CTpecC MOXHO BBIICIUTH 4 ocHOBHBIX peryiona: CBF/DREB
(CRT-binding factor/dehydration response element binder); NAC (NAM, ATAF,
CUC)/ZF-HD (zinc-finger homeodomain); AREB/ABF (ABA-responsive element-
binding protein/ABA-binding factor); u MYC (myelocytomatosis oncogene)/MYB
(myeloblastosis oncogene). [lepBbie 1Ba W3 Ha3BaHHBIX SBJSIOTCS HE3aBUCUMBIMHU OT

abcumzoBoii kucnotsl (ABK), nBa apyrux — ABK-3aBucumbIiMu.

ABK-He3aBUCHMBbIE PEryJIOHBI
Perysion CBF/DREB
MHOTOYHCIICHHBIE HCCICIOBAHUS JIOKAa3ald BEAYIIYI0 POJb 3TOrO PEryjoHA B
KOHTpoJIe ycTonurBocTH K xonoay (Chinnusamy et al., 2007; Thomashow, 2010).
B 1994 romy Obin maeHTHQUIMPOBAH HHC-JIEMEHT B mpoMoTope reHoB COR,
OTBEYAIOIINI 32 UX aKTHBAIIMIO X0J1010M 1 o0e3BokuBanueM (Yamaguchi-Shinozaki and

Shinozaki, 1994): sto nocnenosarenbHocth CCGAC, monyuusmas HazBanue CRT (C-
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repeat). Tpaunckpunimonsasie GakTopsl, criocodHbie cBs3biBaThCcs ¢ CRT, HaspiBatoT CBF
(CRT-binding factors) mmu DREB1 (DRE-binding proteins 1). bexxku CBF/DREB1 6b11u
BBIJICJICHBI TIPH JJPOKKEBOM OJHOTHOPHIHOM CKPUHUHTE ¢ TocienoBarenbHOcThio CRT
B KauecTBe «HaxxuBkm» (Stockinger et al., 1997). Dro cemelicTBO sBiIsETCS
BBICOKOKOHCEPBATHBHBIM B I[apCTBE PACTEHUH M OBLTO OOHAPYKEHO NaXKe B PACTCHUSX,
HE CIIOCOOHBIX K aKKJIMMaTH3alliH, TakuX, kak Ttomat u puc (Thomashow, 1999).
['oMom0TH TeHOB cCeMEeNCTBa MOTYT IPUMEHSITHCSI TSI TIOBBIIMICHHS CTPECCOYCTOMUYNBOCTH
X03UCTBEHHO IIEHHBIX BUA0B pacTtenuit ([loutossrit u np, 2013).

Okcrnpeccus reHoB CBF/DREB1 unnynupyercs uepe3 10-15 MuHyT mociie Hayana
JCWCTBUSI XOJI0/Ia, IOCTUTAET MaKCUMyMa 4epe3 2-3 Jaca M BO3BpaIlaeTcs K 0a3aibHOMY
ypoBHI0 uepe3 24 yaca (Gilmour et al., 2004). IToka3ano, uto peryinon CBF BkiouaeT B
cedss 109 reHoB, oTHocsmUXcS K HeckoiabkuMm rpynmam (Fowler, Thomashow, 2002;
Maruyama et al., 2004; VVogel et al., 2005).

1. Benku-kpuonpomexmopul

I'enst COR (cold-regulated), Taxke wnassiBaembie KIN (cold-induced), RD
(responsive to dehydration), LTI (low-temperature-induced) unu ERD (early, responsive
to dehydration) komupyioT ruapoduIbHBIC OCNIKH, MPUHAICKAIINE K CeMEHCTBaM
neruapunoB, wim LEA (LATE EMBRYODENESIS ABUNDANT), a takke COR413
(Breton et al., 2003). Otu Oenku yd4acTBYHOT B CTa0MJIM3allMU KJIETOYHBIX MEMOpaH,
3alUTe JPYruX OCJIKOB OT XOJOJOBOH HWHAKTHBAIMH IN VIO M HMX peHaTypaiuu
(Thomashow, 1999).

benaxu CBF crieruduuecku cBsa3piBatoTcs ¢ nocienaosarenbHocteio CRT (C-repeat)
B mpomorope reHoB COR wu aktuBupyror ux skcmpeccuto (Yamaguchi-Shinozaki,
Shinozaki, 1994). DTo cBs3bIBaHWE MPOMCXOMUT IIYTEM NPUBJICYCHUS XPOMATHH-
mozenupytoriero komruiekca tuna Ada/SAGA (Stockinger et al., 2001). HenaBuo GbLio
YCTAHOBJICHO, YTO MEIMATOPHBIN KOMILJICKC, COCTOSIIUN W3 HECKOIBKHX CYOBCIUHUII,
KOHTponupyeT odkcrpeccuto reHoB COR  myreM  mpuBI€YEHUS ~ XPOMATHH-
pemonenupyromero kommuiekca 1 PHK-monmumepasst 1l k. mpomopam renoB COR. 3Oto
HEOOXOIMMO ISl YCTICITHOW aKTUBaluu dKcrnpeccuu ¢ nomoinpio T® CBF u pasutus
YCTOWYHBOCTH K X0yiony. OCHOBHYIO POJIb B 3TOM IPOIECCE HTPAIOT TPH CYOBEIHHUIIBI
KOMILJICKCa, KOJIUpYyeMbIe reHaMu SFR6/MED16 (SENSITIVE TO
FREEZING6/MEDIATOR16), MED2 u MED14 (Hemsley et al., 2014).
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2. Peeynamopnule benxu

Oxono 10% renoB, Bxomsamux B perynon CBF, komupyror T® (Fowler and
Thomashow, 2002; Maruyama et al., 2004; Vogel et al., 2005). beutn BbIACICHBI U
usyuensl reHbl T® RAP2.1 (RELATED TO AP2.1) u RAP2.7 u STZ/ZAT10 (SALT
TOLERANCE ZINC FINGER), xourpomupyroiiue cyoperynounsl peryinona CBF (Fowler
and Thomashow, 2002). I'en STZ/ZAT10 xomupyer T® ¢ «IHMHKOBBIMH TaJIbIIAMHY,
KOTOPBIN perpeccupyeT SKCIPECCHI0 TeHOB, cojaepkammx MotuB AGT B mpomorope:
RD29A, COR15A, COR47, KIN1 (Saibo et al., 2009). B cBoro ouepens, STZ/ZAT10
HeratuBHO peryiupyercs reHom LOS2 (LOW EXPRESSION OF OSMOTIC STRESS-
RESPONSIVE GENES 2), komupyromum eHnonasy (Lee et al., 2002). CBF1 rakxe
y4acTByeT B THOOEPEIUIMH-3aBUCUMOM WHTHOUPOBAHUH POCTA PACTCHUS MO JCHCTBHEM
xosoza (Achard et al., 2008).

CBF perymupyioT Takke HEKOTOpPBbIE TEHBI OCIIKOB-KOMIIOHCHTOB CHTHAIBHBIX
nyrel, Takue kak PLC1 (PHOSPHOINOSITIDE-SPECIFIC PHOSPHOLIPASE C-1),
CIPK25 (CBL-INTERACTING PROTEIN  KINASE25), PP2C (PROTEIN
PHOSPHOTASE2C). TlaTe reHOB KOAMPYIOT MpOTea3bl WIW HHTHOUTOPHI MpOTeas
(Fowler and Thomashow, 2002; Maruyama et al., 2004; Vogel et al., 2005).
[Ipenmonaraercsi, 4T0 WHAYNHUPYEMbIE XOJOJIOM MPOTEa3bl yYaCTBYIOT B Jerpajalluu
JICHATYPUPOBAHHBIX KJIeTOUHBIX OenkoB (Levy et al., 2004).

3. Depmenmuvl buoCUHmME3a 20PMOHO8 U MemMaboIUMOo8

['ens1 CBF yuactBytoT B 6uocunTe3e padpuHO3bI, KOHTPOIHUPYS IKCIPECCUIO TeHA
rajaktuHon cunTassl (Fowler and Thomashow, 2002), a Takke >KUPHBIX KUCIOT MyTEM
perysiiun skcnpeccun rena ADS2 (ACYL-LIPID DESATURASE?), komupytomiero D9-
amuT-munua-gecarypasy (Maruyama et al., 2004). B perysion BXoAsT U reHbl OMOCHHTE3a
nposinHa (Fowler and Thomashow, 2002).

Cynepakcnpeccuss renoB CBF/DREB1 B A.thaliana npuBoautr k pa3BuTHIO
YCTOMUMBOCTH  TPAHCTEHHBIX pAacTeHW K BO3JCUCTBUIO  COJIEBOTO  CTpecca,
oOe3BoxuBanus 1 xononaa (Jaglo-Ottosen et al., 1998; Kasuga et al., 1999; Gilmour et al.,
2000). TIIpu »>TOM OJHOBPEMEHHO IOBBIIIACTCS OTHOCUTEIILHOE COJCPIKAHHE
TPAHCKPUNTOB T€HOB YCTOWYMBOCTH K CTpecCaM M KOHIIEHTPAIUS CaxapoB B KIIETKE
(Gilmour et al., 2004). IloBbliieHHast YCTOWYMBOCTh K CTpECCaM TaKXKe CBs3aHa C

NOBBIIEHHOW 3¢ (eKTUBHOCThIO  (oTocuHTe3a U Ooybmie  (HOTOCHHTETUUECKOU
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émroctero (Hsieh et al., 2002). Ilpu cynepskcnpeccun renoB CBF/DREBL B puce u
TOMaTe HaOII0aaInCh cxoxue Gpusnoaornueckue >ddexrsr (Hsieh et al., 2002; Oh et al.,
2005; Ito et al., 2006). DTo TOBOPHUT O TOM, YTO MEXaHH3MBI OTBETA Ha CTPECC CXO/HBI Y
OJTHO- M IBY/IOJIBHBIX PACTECHU.

CymectBytor gadHeie o ToMm, uyto CBF2/DREB1C sBisercs HEraTHBHBIM
perymsitopom reaoB CBF1/DREB1B u CBF3/DREB1A (Novillo et al., 2004), oxnako
JIpyrue HCClIeaoBaHus He moarBepxkaaror 3ty Tteopuio (Gilmour et al.,, 2004). T'en
MYB15 wneratuBHo perymupyer CBF (Saibo et al., 2009). Dror TpaHCKpHUIIIMOHHBIH
(dakTop, B CBOIO OYepe/ib, HETATHBHO PETYIHUPYETCS CYMOWJIMPOBAHHOHN (hopMoii Oerka
ICE1 (Saibo et al, 2009). Teast CAMTA1l-3 (CALMODULIN BINDING
TRANSCRIPTIONAL  ACTIVATOR3) sBIArOTCS  MO3UTUBHBIMH  pETyJIaTOpaMu
skcpeccun CBF1-3 (Kim et al.,, 2013). B mpomotope renoB CBF oOnapyxeno 7
MOTHBOB JTHHOW 6-9 map HykieotumoB (mH) (CM1-CM7), y4acTBYIONINX B PETyJISIIAN
stux reHoB (Doherty et al., 2009). I'maBHas pons B perymsnuu peryiona CBF/DREBI1
npunauiexut reiam INDUCER OF CBF EXPRESSION 1 (ICE1) (Chinnusamy et al.,
2003) u ICE2 (Fursova et al., 2009). Ctpykrypa u (ynkuuu reHoB cemeiictBa ICE
paccmatpuBatorcst B paszenie 1.3. HecmoTpss Ha TO, 4TO MAaHHBIA PETYJOH CUYUTAETCS
ABK-ne3zaBucumbim (Medina et al., 1999), Knight u np. oOHapyXwiu, 4TO TPOMOTOPBI
renoB CBF1-3 unaynupyrotcs sx3orennbiM BosaeiictBueM ABK (Knight et al. 2004).

Tpanckpunuusa renoB CBF1-3 perynupyercss uupkagHbIMH pUTMaMH: YPOBEHb UX
TPAaHCKPUMIIMHA JIOCTUTAeT MaKCHMyMa B TEUCHHE 4YeThIpeX 4YacoB IIOCJIE Hayaia
CBETOBOIO JIHA U MUHMMYyMa uepe3 16 yacoB. [logoOHas 3akoHOMEPHOCTh HaOMI0MaeTCs
Kak B HOpMaibHbIX ycrmoBusx (Harmer et al., 2000), Tak u pu X0JI0Z0BOM BO3JCHCTBUU
(Fowler et al., 2005). YpoBuu TpaHckpumiuu reHoB-mutieneii CBF Taxixe MEHSIOTCS, HO
JOCTUTAl0T MAaKCMMyMa MU MUHUMyMa npuMepHo Ha 8 yacoB mo3xe CBF, To ecth Ha
BpeMs, TPEANoiIoXKUTeNsHO Tpedyromeecs mist Tpancasiuuu MPHK CBF u mepenaun
CUTHAJA.

Takum 00pa3zom, X0J070BOH OTBET, omocpenoBanHblii perymonom CBF/DREBI,
SBIISIETCSI  CTPOTO  KOHTPOJIMPYEMBIM MEXaHH3MOM. TakoW KOHTpPOJIb, BO3MOJKHO,
NIO3BOJISIET M30€raTh HEKENATeNFHOTO BIMSHUS Ha (DU3MOJOTHIO PACTEHHS, TAaKUX Kak
kapaukoBocth (Gilmour et al., 2004). Perymon CBF/DREBI sBnsercss riaBHBIM

PEryJIOHOM XOJIOAOBOM yCTOMYMBOCTH, B Hero BXOAST 10 84% Bcex TEHOB,
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aKTHBHPYEMBIX XOJIOJIOM, 4TO OBLIO IMOKa3aHo u3ydeHneM TpaHckpuntoma A.thaliana na

noaHoreHoMHubIx Mukpounmax (Vogel et al., 2005).

Peryaon NAC u ZF-HD

Tpanckpunuus rena EARLY RESPONSIVE TO DEHYDRATION STRESS 1
(ERD1), xomupyromero ClpD, perymsaropayto cyobenuauity npoteassl Clp, moBsimmaercs
B OTBETE Ha 00e3BOkMBaHUE U coyieBoii crpecc. ERD1 aktuBupyetcs TD cemeiicte NAC
(NAM, ATAF, CUC) u ZF-HD (zinc-finger homeodomain), o0beMHEHHBIMH B OJIUH
peryinon (Saibo et al., 2009).

I'en STRESS-RESPONSIVE NAC1 (SNAC1) xomupyer T®d, wuHIyIMpyeMsblii
00C3BOKMBAHMEM M  OKCIPECCUPYIOMIMHCS B  3aMBIKAIONMX KJIETKAaX  YCTHUIIL.
Cymepakcnpeccuss TeHa BbI3BIBACT TIOBBIICHWE 4YacTOTHl 3aKpBIBAaHHUS YCTBHIl H
gyBcTBUTENbHOCTH K ABK, uTo mpuBomuT k ycroitumBocTi k o6e3BokuBanuio. SNACL
TaKke MHAYIUPYET OSKCIPECCHIO TEHOB, PETYIUPYIOIINX OCMOTHYECKOE JaBJICHUE
(TpaHcnopTep copOuTOJIa, IK30IIII0KOJIa3a) U CTAOMIBHOCTh KJIETOYHBIX MEMOpaH, uTo

TaKXe MOXKHO CBsI3aTh ¢ oTBeToM Ha ctpecc (Hu et al., 2006).

Peryiionsl, aktuBupyembie ABK

AREB/ABF

Nunynupyemoe ctpeccaMy pas3iM4HOM IPUPOJIbI NOBBIMIEHHE KOHIeHTpauun ABK
IPHBOJUT K aKTHUBAIMK TpaHCKpumiuu reHoB cemeirictBa AREB (ABF), xomupyrommx
TPaHCKPUIIMOHHBIC (aKTOPBI ¢ «ieiimHoBOM 3acTéxkoit» (Tuteja, 2007). Hekoropsie
U3 9TUX TPAHCKPUIILIMOHHBIX (akTopoB, Takne kak AREBI u AREB2, nns axtuBanmn
TpeOyIOT TOCTTPAHCIAINMOHHBIX ~ Moaudukanmii, BrIodatommx ABK-3aBucumoe
dbochopunrpoBaHne ceprHa W TPEOHHWHA B KOHCEPBATUBHBIX PETHOHAX ATHUX OEIKOB
(Furihata et al., 2006). benku AREB axtuBupytot skcnpeccuto renoB RAB18, RD29B u
RD29A (Choi et al. 2000). OTu u Apyrue reHbI-MUIICHU COJCPXKAT B MPOMOTOpPE IUC-
anemeHT ABRE (ABSCISIC ACID BINDING RESPONSE ELEMENT). Onn koaupytot
rupo¢uiIbHbIe DIUIUH-O0rareie OeNKH, MPUHAUIekKAIINEe K CEeMENHCTBY AETUAPUHOB U
UTPAIOIINE BXXHYIO POJIb B 3aLIUTE PACTECHUI OT XOJIOAOBOTO CTpecca, 00e3BOKUBAHUS U
3acosieHusl. TpaHCreHHbIE PACTEHUs] C MOBBIIIEHHOM JKCIPECCUEel T'€HOB JaHHOIO

peryioHa 00Ja/IaloT yCTOMUMBOCTBIO K abnotndyeckum crpeccam (Kim et al., 2004).
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B nepemauy ABK-3aBucumoro curHaia Takxke BoBiieueHbl Snfl-mionoOHBIE
MpOoTeWHKHWHA3bl. UiieHBl 93TOro ceMmeiictBa OenkoB (SnRK2)  akrmBupyroTcs
00€3BOKMBAHHUEM, MOBBIIMIEHHON cOJIeHOCThI0 U ABK M y4acTBYIOT B 3aKpBITHHM YCTHULL
(Mustilli et al., 2002). beaku SnRK2 akTHBHUPYIOT TPaHCKPHUIIHOHHBIE (PAKTOPHI,
WHIyLIUPYIOIINE 3KCIPECCUI0 TEHOB OTBeTa Ha ocMoTHueckuii ctpecc (Umezawa et al.,
2004). Snfl-mogo6ueie mnporemHkuHaszsl KIN10 um KINI1 wu3 cemeiictBa SnRKI1
Y4aCTBYIOT B OTBETE€ Ha pAa3JIMYHbIE CTPECCOBBIE BO3ACICTBUS, AKTUBUPYS TEHBI,
conepxkamue G-6okc (CACGTG) B cBoem mpomoTtope, Takue kak DARK INDUCED 6
(DING) (Baena-Gonzalez et al., 2007).

Perysion MYC/MYB

Okcrnpeccus rera RESPONSIVE TO DEHYDRATION 22 (RD22) wnaynupyertcs B
orBer Ha oOe3BoxkmBanue u ABK (Abe et al., 2003).. Ilpomopnas obGmacte RD22
COJICP>KUT CAMTHI CBSI3bIBAHUSI TPAHCKPUNIIMOHHBIX (hakTopoB MYC u MYB. Otu nuc-
sneMeHThl uMeroT nmocneaoBareabHOCTH CANNTG u C/TAACNA/G, COOTBETCTBEHHO.
Hns aktuBanuun RD22 tpebyercsi coBmectHoe aeiicteBue MYC u MYB. Pons T
cemeiictea MYB B perymsauum oTBeTa Ha Xojoa Obla J0Ka3aHa JJsi OJHO- U
JIBYIOJBHBIX pacTeHuii (Agarwal et al., 2006; Su et al., 2010).

HccnenoBanue TpaHCKPUITOMA TPAHCTEHHBIX PACTEHHM, CYNEpIKCIPECCUPYIOLINX
MYC u MYB, BbIsIBUIO y HUX U3MEHEHHUs dKcIpeccuu He Tobko ABK-uHaynupyemsix,
HO U TE€HOB, PEardpyrolux Ha >KaCMOHOBYIO KHCJIOTY. DTO TOBOPUT O BO3MOKHBIX
OOMMX MyTSIX PEryJIsSIUd OTBETOB Ha OMOTHYECKHE W aOMOTHUYECKUE CTPECCOBBIC
Bo3zeiictBuss  (Abe et al, 2003). T'em NTL6 xommpyer MeMOpaHOCBSI3aHHBIHM
TpaHCKpUNIIMOHHBIA  akTop cemeiictBa NAC, KOTOpPBII  TPOTEOTUTHUYECKU
aktuBupyerca nona BozaedctBueM ABK wu unaynmupyer skcmpeccuto reHoB PR
(PATHOGENESIS-RELATED). Bo3MoXHO, 3TO SIBJISETCS aJalTHBHON CTpaTerueH,
3alUINAONICH paCTeHHE OT aTaku THAPO(QUILHBIMU TATOT€HAMH, YTO YACTO MPOUCKOIHUT

npu Xosoa0BoM crpecce (Seo, Park, 2010).

JApyrue TpaHCKpUNUMOHHBIE PAKTOPBI
I'ens1 HIGHER EXPRESSION OF OSMOTICALLY RESPONSIVE GENES 9 u 10

(HOS9 u HOS10) mo3uTHBHO PEryJHUPYIOT SKCIPECCHI0 I'€HOB XOJIOJOBOTO OTBETA,
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neiictBys HezaBucumo oT CBF/DREBI, a Takke N0J0KUTEIBHO BIMSIOT HA SKCIIPECCUIO
NCED. HARDY (HRD) — rem T®, npunamiexamero k cemeiictresy AP2-EREBP,
DKCIIPECCUPYETCSI B OCHOBHOM B  COIBETHSAX, OOecleurMBasl WX 3allUTy OT
o6e3poxkuBanus. ['en ESK1 (ESKIMOL) koaupyer 6emok, cogepxarmuii qomen DUF231.
benok ESKI1 sBnsiercss HeraTuBHBIM perynstopoM ABK-3aBucMMOro myTd XoJ0I0OBOTO
otBera (Saibo et al., 2009).

ZAT12 xomupyeT TPaHCKPHUMIIMOHHBIA PEIPEeccop C «IIMHKOBBIMH TMaJbIlaMU»;
oenok ZAT12 umeer Heckonbko 00X ¢ CBF2 renoB-MuIiHe u crioco0eH OKa3bpIBaTh
HeTaTUBHEE BIMSHUE Ha dKcnpeccuto reHoB peryiaona CBF/DREB (Vogel et al., 2005).
ZAT12 Taxxe perymupyercs 6enkom CAMTAS3 (Doherty et al., 2009). HccienoBanue
Tpanckpuntoma A.thaliana monm gelicTBueM XOJOIOBOrO CTpecca C TOMOIIBIO
MUKPOUHUIIOB TMOKa3ano, 4yTo 8% BceX I'€HOB, aKTUBHPYEMBIX XOJIOJOM, MPUHAIJIEKAT

perynony ZAT12 (Vogel et al., 2005), onHako OHH €Ilie MaJlo U3YYCHBI.

1.2.3. ®usuojioruyeckue NepecTpPoiiku B Xo/1e AKKJIUMATH3AIUI

PaccMoTpeHHbIE  BBINIE TE€HETHYECKHE MEXAaHU3Mbl B  KOHEYHOM  HUTOTE
CIIOCOOCTBYIOT ~ BBIpAOOTKE OCJKOB, BBIMOJHAIOMMX (DYHKIHH  OCMOTPOTEKIIUN
(pepMeHTHI OWOCHMHTE3a TMPOJIMHA, TIMIMH-OETaMHa M CaxapoB), BOCCTAHOBJICHUS
CTPYKTYpHl U (PYHKIMK OeIKOB (MOJEKYJSpPHBIC IIArepOHbI, OCIKH TEIJIOBOTO IOKA),
noJiIep KaHusl BOJHO-MOHHOTO OajaHca (aKkBalmopuHbI M HOHHBIE TpaHcmopTepbl) (Tuteja,
2009; BoiinukoB, 2013). B weiitpammzanmuu POK npuHMMaoT ydactre (EpMEHTHI-
AQHTUOKCH/IAHTHI (kaTaasa, ackopOaTIepokcanasa, CYNEPOKCHINCMYTa3a,
aIbTepHATUBHAS OKCHJa3a), JIUIHUOPACTBOPUMBIC AHTHOKCHUAAHTHI (0-TOKOdepon u
KapoOTCHOMUbI), OpraHuveckre HOHbI (TayraTHoH, ackopOar) (Tuteja, 2009; Saibo et
al.,2009; Kpecnagckuii u ap., 2012). B xoae akkIuMaTH3aIMKA TPOUCXOIAT U3MCHEHUS B
JUIUIHOM MeTa0O0IM3Me, CUHTE3 almiIbHbIX aunuaoB (Boitnukos, 2013; Kawamura and
Uemura, 2014). Dkcmpeccuss TeHa TrajlakTOJdUMUAranakrouwiTpancdepassl SFR2
UHAYIUPYETCS XOJIOJIOM; ATOT dbepmeHT y4acTBYET B CUHTE3e
OJIMTOTANIAKTO3WIIIMAMITIUIEPUIOB, TOBBIIIAIOIIUX BBDKMBAEMOCTh TPU  CTpecce
(Takami et al., 2010).

OpnHako TJIaBHOM LIENbI0 aKKJIMMAaTH3alMKM SBJsSEeTCA cTa0miu3anus MemOpaH

(Thomashow, 1999). B crabmin3anuio BOBJICYCHBI pa3jIMUHbIC MEXaHU3MbI, TAKHE KaK
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U3MCHCHHE JIMOUAHOTO cocraBa MemOpan  (Steponkus, 1984), wnHakormieHue
ocmomnporekTopoB (Tuteja, 2009). OnHum CHOCOOCTBYIOT 3aIllUTE OT XOJOHAOBBIX
MOBPEXKJACHUN KJIETOK Yy MHOTHUX OPraHu3MOB, OT OaKTepuil O PacTEHUM M KUBOTHBIX.
OCMOIIPOTEKTOPBl ~ TOBBIIIAIOT ~ OCMOTHYECKUH  TOTCHIMAJT,  CTa0WIM3HPYIOT
MaKpOMOJICKYIISIPHBIE CTPYKTYphl W MeMOpaHbI, CIIOCOOCTBYIOT paboTe OelkoB-
mrarepoHoB. CyIIeCTBOBYET KOPPETSAIHMS MEXKIY COACpP)KAaHHEM JTHX BEIIECTB B
pacTeHHH M €ro X0J010Bo# ycroitunBocThio (Tuteja, 2009).

benrku COR wurpator rmaBHYI0O poiib B (DU3HONOTHYECKUX TEPECTPOMKAX,
TIPUBOSIIUX K MOBBIIICHUIO XOJIOJI0YCTOMYUBOCTH KJIETOK. Ha OCHOBaHMM TOMOJIOTHUU U
obommx ¢ynkuii 6enkn COR 00beIUHSIOT B HECKOIBKO TPYIII, CPEIH KOTOPBIX BaKHOE
MECTO 3aHUMalT cemeiictBa geruapuHoB U AbK-zaBucumeie Oenku  RAB
(RESPONSIVE TO ABSCISIC ACID) (Boitaukos, 2013). I'mapoduibHbie OCIKH
JeruJipuHbl, 00beauHeHHble B rpynny Il (nam cemerictBo D11) 6enkoB LEA, ydactBytot
B IOBBIIICHUN XOJIOJ0YCTOMUYMBOCTH MeMOpaHHbIX cTpykTyp Kietku (Close, 1997). B
ATUX Oenkax MoBkIIeHO coaepkanue riuiuHa. Cpeau 6enko COR COR47, ERDI10, u
ERDI14 xapakTepu3ylOTCSi HEBBICOKMM  COJIEpKAHUEM TIJIMIIMHA, OJHAKO  3TO
KOMITCHCHPYETCSI UX MOBBIIIEHHOH runpodunsHocThio (Thomashow, 2010).

I'en COR15a komaupyeT moynmmenTua Macco 15 x/la, KOTOpeIi mporeccupyercs B
XJIoporuiactax ¢ odpasoBanueM 3pesoro noiunentuaa COR15am maccoit 9,4 x/la (Lin
and Thomashow, 1992). KoncturytuBaas oskcnpeccus COR15a B TpaHCreHHOM
A.thaliana noBermraer ycrounBocts K xonoay (Artus et al., 1996). Ananus in vivo u in
vitro mokaszan, uro CORI15am crabunusupyer MeMOpaHbl XJIOPOIUIACTOB, CHHXKAs
CKJIOHHOCTh MeMOpaH K mepexoay B a3y H;. 3a cuer amdunaruyeckux o-crmpanen
COR15am wu3MeHsieT KpUBHM3HY BHYTpPEHHEH MeMOpaHbl XJIOPOIUIACTOB, CHUXKas
BEPOSITHOCTH (DOPMHUPOBAHHUS T€KCATOHAIBHBIX CTPYKTYp (Steponkus, 1984; Steponkus et
al., 1998). Ilpeamonaraercs, yro apyrue Oenku COR neiicTBYIOT CXOXHM 00pazom
(Thomashow, 1999). Ilomumo crabwim3aiuun MmemOpaH, Hekotopeie Oenkun COR
YYaCTBYIOT B 3alllUTE IPYTHUX OCIKOB OT HU3KOTEMIICPAaTypHOW HMHAKTWUBAIUHU IN Vitro,
CBSI3BIBAHMH MOHOB U peHaTypanuu 0enkos (Tuteja, 2009).

Bonpmryro TekydecTh TMpPU  HUBKUX TeMIepaTrypax MEMOpaHHBIM JUIUIAM
obecrieunBaeT 0Opa3OBaHUE NIBOMHBIX CBA3CH MEXIY YIJIEPOAHBIMH aTOMAaMH B IETISX

KHUPHBIX KUCJIOT nipu momomu necarypa3 (Jloce, 2014). [lokazaHo, 4TO 3Kcmpeccus
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TCHOB JIecaTypa3 B PaCTCHUSAX MPUBOJUT K MOBBIIICHUIO YCTOMYMBOCTH K Xostoay (Demin
et al., 2011). B ycrpaHeHHH pPa3pHIBOB KJICTOYHBIX MEMOpaH BCJCACTBUE IaBJICHUS
KPHCTAJUIOB Jbja y4acTByeT Ca’'-3aBHCHMBINI MEXAHH3M «CKDPCILICHHs» MeMOpaH,
onocpenoBannbiii 6enkom SYT1 (Yamazaki et al., 2008).

Takum 00pa3oM, Ha CETOTHSIIHUN ACHD OOIIYI0 CXeMY TeHETHYMIECKOTO KOHTPOJIS
OTBETA PACTEHHUM HA XOJIOJIOBOM CTPECC MOYKHO MPEACTABUTH B BUJE ceTU Td W reHOB,
HETIOCPEICTBEHHO OTBEYAIONIUX 32 MOP(HODU3NOTOTHICCKIE H3MEHEHHUS, TIPUBOJISIIUE K
X0JI0JIOBOM YCTOWYHBOCTH (pHC. 2)
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Puc. 2. CxemMa reHeTHYECKOTr0 KOHTPOIIS OTBETa Ha aOMOTHYECKHUE CTPECCOBBIE (PaKTOPHI
U €ro B3aMMOJICHCTBHE C OTBETOM Ha OHOTHYECKHE (pakTOphl. B oBamax mpeicTaBiIeHBI
T'€HBI, KOJUPYIOIIUE TPAHCKPHUITIIUOHHBIE (haKTOPHI. B MPSIMOYTrOIbHUKAX BBIIEIEHBI IHC-
JJIEMEHTHI B IPOMOTOPAaX TE€HOB-MHIIEHEH, C KOTOPBIMH  B3aHMOJEHCTBYIOT
COOTBETCTBYIOIINE TPAHCKPUIIIIMOHHBIE (aKTOPbL. | €HBI-MHUIIEHH IIPEACTABICHBI IO/
UC-3JieMeHTaMH.  YepHble  TOYKM  0003HAYAIOT  CYMOWJIHMPOBaHHYIO  (opmy
TPAaHCKPUIIMOHHBIX (aKTOpoB. TpeyroabHUKH O0O03HAYAIOT WHBIE MOIU(DHUKAIIUH
(amanrrupoBano u3 Saibo et al, 2009, ¢ mononHEHUIMN).

1.2.4. Poab pacTUTEeIbHBIX TOPMOHOB U MeTa00JIMTOB B OTBETE Ha X0J10/
PoJib a0CuM30B0I KHCJIOTHI
N3BectHO, uTO conepkanue ABK yBennunBaercst B KileTKe O] JeHCTBHEM cTpecca

(IHaxupona, 2001). ITOT TOPMOH UTpaeT OOJIBIIYIO POJbh KaK B Pa3BUTHUH HEMEIJICHHOTO
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CTPECCOBOIO OTBETA, TaK WM IpHU akKiIuMmaruzanuu. B HopmanbHbix ycioBusix ABK
CUHTE3UPYETCS B PACTCHMSIX W3 KapOTCHOUIHBIX MPEAIIECTBEHHUKOB Ha 0a3ajibHOM
ypoOBHE, HeoOxomumMoM sl pocta u pasputus (Tuteja, 2007). [TocnenoBaTebHbIC 3TAIIBI

omocunTe3a ABK npencraBiensl Ha puc. 3.

3eakcanTHH Puc. 3. Perymsmus merabommima ABK.
ABAT ﬂ ABAT1 benbie CTpPEJIKU 0003HaYar0T
AHTEpaKCaHTUH CTPECC [MOCJIEIOBATENILHBIE JTAIlbl OMOCHUHTE3a U
ABA1 ﬂABAT katabonu3ma. [1o3uTHBHBIC pEeryIaTOpPHBIC
BuonakcaHTuH
CUTHAJIBI 0003HaYEHBI YEpPHBIMU
NCED3 ﬂNCED3 )
CTpEJIKaMH; TOJICThIE CTPEJIKM O3HAYaAIOT
KeaHTOKCHH Haubomee 3HAYMMYIO pEryJISLHI0
ﬂ ABA2 (amanTupoBano u3 Barrero et al., 2006, ¢
AGCUM30BbIM anbaerda, ABA3 I[OHOJ'IHCHI/IHMI/I).
AAO3 ﬂAAOS‘
ABK

AOG@ Q CYP707A2

[ IMKO3UN0BbIM 8'-rnapoKcMABK

3admp ABK %

dasenrHoBan KMCNoTa

[Ipu ocMoTHYECKOM cTpecce Ca’*- 3aBHCHMBIH Kackaz dbochopunupoBanus 6eIKOB
BbI3bIBaeT  MHAyKOuto  dkcnpeccurn  TeHoB  NCED  (9-mmc-smokcukaporeHown
nuokcurenasel) (Tuteja, 2007). TIlocnmemyromiee Hakomienne ABK —unaymupyer
aKcmpeccuro  apyrux TeHoB OuocuHTe3a ABK: AAO3 (ampaerun okcujasa),
MCSU/LOS5/ABA3 (cyasbypasza momubmenoBoro kodakropa) u ZEP/LOS6/ABAL
(3cakcantuH smokcuaaza) (Tuteja, 2007). I'en okcumoreHassl/penykrazsl ABA2 He
uHynupyercs crpeccom u ABK (Barrero et al., 2006). CornacHo He1aBHO MOJTy4eHHBIM
JTAaHHBIM, HU3KOTEMIIEPaTypHBIH CTpECC MPHUBOJUT K IOBBINICHHIO JKCIIPECCHU TEHA
NCEDS3 Bo ¢uopanbHBIX MepuCTeMax, a B JHUCTbIX PO3ETKH, HA00OpPOT, MHTHOUPYET
(Baron et al., 2012). Dkcnpeccuss rena ABALl akTuBHpyeTCSs OCMOTHYECKHUM |
HHU3KOTEMIIepaTypHbIM cTpeccamu mo Bcex TkaHsx (Tuteja, 2007; Baron et al., 2012),
ABK kaTtabonusupyercsi myTéM THAPOKCUIMPOBAaHUS Wi KoHbioranuu (puc. 3) (Tuteja,
2007). Konsbtoraiusi MpoMCXOAUT B OCHOBHOM C 0Opa30BaHHMEM TJIMKO3WIOBOTO 3(upa
ABK mon xontponem rinmkoswnrpancdepazsl (AOG). U3BectHbl Tpu myTH

ruapokcuiupoBanus  ABK, opgHako  OCHOBHBIM  cuuTalOT  oOpa3oBaHue  &'-
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T'UIPOKCHAOCIIM30BON KHCIOTHI C MOCTCAYIONICH wu30Mepu3anueid B (a3eHHOBYIO
KHCJIOTY, KOTOPO€ OCYIIECTBISETCS & -THAPOKCHIA3aMH, KOJUPYEMBIMH T'€HAMHU
cemeiicta CYP707A (CYROCHROME P450 707A), CYP707A1-CYP707A4 (Kushiro et
al., 2004). IToka3ano, uro skcnpeccus rera CYP707A2 noBeiimaeTcss BO BCEX OpraHax B

OTBET Ha HHU3KHE Temrieparypsl (Baron et al., 2012).

PoJib Apyrux pacTuTeJbHbIX TOPMOHOB U MeTA00JIMTOB

B To#i nny MHOM CTENeHNn BCE TOPMOHBI pACTEHUM y4acTBYIOT B Pa3BUTHHU OTBETA HA
ctpecc. OnHOM M3 (QyHKIMIA ABYXKOMIIOHEHTHOW CHCTEMbl CUTHAJUIMHTA IUTOKWHUHA
TCS (two-component signaling system) siBisieTcsi HeraTHBHAs pPEryisiiius OTBETa Ha
XOJIOJIOBOM CTpecC IMyTeM CHIbKeHHs 4yBcTBUTEeNbHOCTH K ABK (Urao et al.,, 1999).
[Tokazano ywacTue OpPACCMHOCTEPOMIOB B TOBBIIMICHHUH YCTOWYMBOCTH PACTCHUH K
(OTOOKUCIUTENEHOMY U XOJIOJIOBOMY CTpEccaM, a TakKe K 3apa)KeHUIO0 BHpycamu. JTU
TOPMOHBI OTBEYAIOT 3a HakoruieHue POK, xoropeie oTBeuyaroT 3a peryisiuo reHoB (Xia
et al., 2010). M3BectHo 1 0 poau 3THiIeHa B oTBeTe Ha cTpecc (Wang et al., 2007).

Ilon nmeucTBMEM HU3KOW TeMIeEpaTypbl PAacTEHHMs HAKAIUIMBAKOT OPraHUYECKHUE
ocmonuThl, uinu ocmomnpoTekTopsl (Kamata and Uemura, 2004). OTu BemiecTBa UMEIOT
HU3KYI0 MOJIEKYJIIPHYIO MacCcy M BBICOKYIO PacTBOPMMOCTBH B BOJE, IIPU 3TOM OHHU HE
TOKCUYHBI NIl PacTeHHs] JaXe B BBICOKOM KOHIEHTpauuu. K HUM OTHOCSTCS aMHHbI
(rmumunbeTanH, TMOJMHMAMHUHBI), caxapa (TJII0KO3a, Tperanos3a, (pyKTo3a, caxaposa,
padduHO3a), cOoMM OpraHMYEcKHX KHUCIOT (OKcanar, MajiaT), ajdbAUThl (MaHHUTOI,
MHOWHO3UTON, COpPOHTON), AaMHUHOKHUCIOTH (TMpoiuH). TpaHCreHHBIE pacTeHHS,
CYIIEPIKCIPECCUPYIOIINE TeHbl OMOCHHTE3a OCMOMPOTEKTOPOB, 00JIaJal0T MOBBIIIEHHON
ycroitunBocThio K cTpeccam (Kishor et al., 1995; Sakamoto et al., 2000). Hexotopsie
OCMOITPOTEKTOPBI U OCMOJIUTBI TAKKE U3MEHSAIOT IKCIPECCHIO T€HOB XO0JIOZAOBOIO OTBETA.
K nmnpumepy, HU3BECTHO, 4YTO TPOIMH MHAYLHUPYET OIKCIHPECCHI0 MHOTUX TEHOB,
conepxamux nocienoBatenbHocth PRE  (proline-responsive element), ACTCAT, B
npomorope (Satoh et al.,, 2002). HuskomoieKkyispHble OpPraHMYCCKHE KATHOHBI-
[0JIMAMUHBI (ITyTPECLUH, CIEPMUH, Ka/JlaBEpUH, CIEPMH/IMH) TAKKE YYACTBYIOT B 3aILUTE
pactennii ot POK. OHu cnocoOcTBYIOT 00€3BpPEKMBAHUIO KUCIOPOJIHBIX PaJHUKaJIOB,
aKTUBALlMKA HKCIPECCUM TE€HOB (EPMEHTOB CHHTE3a AHTUOKCHUIAHTOB U TE€HEpaluu

MIEPOKCHU/Ia BOJOPO/IA, CITY)KAIIETr0 CUrHAIbHOM MoJiekysoi (Ky3ueros u ap., 2006).
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1.2.5. B3aumMocBsi3b MKy peryJisiliieii 0TBeTa Ha X0J10/1 U BpeMeHH 3alBeTAHUSA

[lenTpanpHas pojib B CHCTEME KOHTpOJIA LBETEHMs NpUHAIe)KUT reHam FRI
(FRIGIDA), FLC wu SOCl. FRI xomupyer ©0eI0K, KOTOpPBIi B COCTaBe
MOTUGUIMPYIOMIETO XPOMAaTHH OEJKOBOTO KOMILIEKCAa TOJAECPKUBAET BBICOKYIO
skcnpeccuto rena FLC u mpenorBpaiaet pannee nsereHue A. thaliana 6e3 spoBuzanuu
(Choi et al., 2011). I'en FLC xomupyet Oegok ¢ MADS goMeHOM, pemnpecCHpYIOIInii
[IBETEHUE MyTeM MojaBiieHus dkcnpeccuu reHoB FT (FLOWERING LOCUS T) u SOC1
(Helliwell et al., 2006). SIpoBu3anus mpuBoaUT K cHIkeHHUIo 3kcnpeccun FLC (Heo and
Sung, 2011). HenmaBhno Obuta mokazaHo, 4to reH SOC1l HaxomuTcs B IEHTpPE CeTel
PETYISIMK 3al[BeTaHus, 00beAuHsA pa3nuunblie nenu perysamuu (Immink et al., 2012).
CymecTByeT MEepeKpecTHON CBA3M MEXKIY OTBETOM Ha XOJOJ M PETYJSIUCH [BETCHHS
(Seo et al., 2009). KitroueBBIMU KOMITIOHEHTAMHU B3aUMHOM PETYJISIMH [IBETCHUS U OTBETA
Ha tunorepmuro sABIsAOTCA TeHbl SOCL, CBF1-3 u FLC. I'enst CBF aktuBUpyrOTCS
XO0JOJOM M aKTHBHPYIOT dKcmpeccuto FLC, KOTOpBIi HEraTHMBHO pETrylIHpPYeT TEHBI
[IBETCHHS, YTO IPUBOIUT K ero 3ajaepxke. I envr-aktuBaropsl 1iserenns FPA, FVE, Gl u
SOC1 (SUPPRESSOR OF OVEREXPRESSION OF CONSTANS1) HeratuBHO
perymupyrot skcrpeccuio CBF (Kim et al., 2004; Seo et al., 2009). SOC1 xaeiicTByeT Kak
peripeccop Tpanckpunimu reHoB CBF myTtem cBsi3piBanus ¢ nuc-snementamu CArG B ux
npomortope (Seo et al., 2009), a taxxke penpeccupyer psiag Apyrux T X0a010BOrO
otrBera, B yactHoctt GNC m GNL (Richter et al., 2013). Ora cxema neicTByeT mpu
KPaTKOBPEMEHHOM BO3JICCTBUY ITOHWKEHHON TEMIIEpaTypbl. BO3MOXHO, CyIIECTBYIOT U
Jpyrue MeXaHU3Mbl, OCYIIECTBISIOUINE CBSI3b  PErYJIHPYIOIIHE OTBET HA XOJIOA H
userenne: T®d cemeiictea NAC LOV1 (LONG VEGETATIVE PHASE 1)
KOHTPOJIMPYET TeHbl oTBeTa Ha Xxonoj no CBF-nezaBucumomy myTtn U JeiCTBYeT Kak

dnopansHbIi perpeccop (Yoo et al., 2007).

1.3. CemeiicTBo ICE: cTpyKkTYypHBIEe 0CO0O€HHOCTH H (PyHKIHH
1.3.1. CTpyKTYypHBI€ 0COOEHHOCTH
Kak Bce unenwmr cemeiictBa bHLH, Oenkum ICE wummeror 001acTh KHCIOTHBIX
aMuHOKHUCIIOT B N-koHIIeBOM ydacTke U JJHK-cBs3bpiBaromuii u/winm nuMepu3ariioOHHbIN
nomedn bHLH B C-xonme (Purugganan and Wessler, 1994). OGiacte yMepeHHOI

romosiorun ICE1 u ICE2 B N-kon11e 6enka comepxut koHcepBaTuBHBIN MOoTHB KRAAM,
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otBeuvaroruii 3a posb ICE1 u ICE2 B nuddepennuposke ycroui (Kanaoka et al., 2008).
®dochopunuposanue/negochopuiinpoBaHrie ocTaTka CEprHa B CEpUH-OOraToil 001acTu
perymupyet aktuBHoctu 6enkoB ICE (Chinnusamy et al., 2003). C-koniieBsie 001acTH

ICE BbICOKO TOMOJIOTHYHEI H COJiepKaT caiT cymomnupoBanus (Miura et al., 2007).

JTHK-cBsi3p1Baronuii nomen bHLH

benku cemeiictea bHLH cogepxar KOHCEpBAaTHBHBIM JOMEH THIIA OCHOBHAs
cnupane-neTig-ciupanb (basic Helix-Loop-Helix), kotopslii cBsi3pIBaeTCs ¢ JOMEHOM
MYC, mpucyrcTByomuM B mpoMoTope uX reHoB-mumneneid. bHLH cocroutr u3 60
AMHHOKHUCIIOTHBIX OCTaTKOB M UMEET J1Ba ()YHKIIMOHAIBHO pa3audHbIX MoTuBa (Anthony-
Cahill et al., 1992). OcHoBHO# MOTHB J0KaKu30BaH B N-TepMHUHAIBHOM PErHOHE JTOMCHA.
OnH coctouT m3 15 KOHCEPBATUBHBIX AMHHOKHCIOT M OOYCIIaBIIMBACT CHCHU(PUIHOCTH
JIHK-6enkoBbIX B3auMoJelcTBH. Tpu aMHUHOKHCIOTHBIX ocTaTka B N-KOHIIE ToMeHa
(Asp, Glu, Arg) sBistotcest kimroueBbiMu it cBsi3biBanust ¢ JJHK (Grandori et al., 2000).
Motue HLH noxammzoBan B C-xonrme. OH OoraT ruapodOOHBIMH OCTaTKaMH,
dbopMupyOImMME  BE  aMPUIATHYCCKHE  O-CIOUPATU,  COCAWHCHHBIC  TICTIICH
BapuabenpHON NIUHBL. DTOT MOTHB OTBEUAET 3a AUMEpU3AINio (HaKTOPOB H/WIH HX
B3aumoseiicteue ¢ JJHK. Hekoropsie 6eaxku bHLH dhopMupyior Tobko roMoauMepsl, a
npyrue GopMUPYIOT TETEPOAMMEPHI C OJHUM HIIM HECKOJIBKUMHU POJICTBEHHBIMH OCITKaMU
cemeiictBa (Ellenberger et al., 1994).

AMuHOKHUCIOTHBIE TocaeaoBaTenbHOCTH JoMeHa bHLH uaentuunsl y ICE1 u ICE2
(Fursova et al., 2009). ICE1 cneun¢u4HO CBS3BIBACTCS C PETYISATOPHBIMHU 3JIEMEHTaAMH
MY C-tuna, npucyrctByronmmu B npomotope rena CBF3 (Chinnusamy et al., 2003).
Zarka et al. maeHTHQHUIMPOBATM KOPOTKHE IOCIICIOBATEIBHOCTH B MPOMOTOpPE TCHA
CBF2, ICErl u ICEr2 (inducer of CBF expression region 1 u 2), HeoOXoaumble s
axtuBarmu (Zarka et al., 2003). Ognako Benedict u 1p. 0OHapYKHIIH, YTO IIHC-3JIEMEHTBI
ICEr3 u ICEr4 ssnstorcs 601ee BepOATHBIMU KaHAUATaMU Ha POJIb TJIABHBIX AJIEMEHTOB

panneii aktuBaiuu CBF xoso10m (Benedict et al., 2006).

JluMepu3alMOHHBbII IOMEH THIA «JIeHIIHHOBAS 3aCTEKKA)
Muorum MY C-dakropam HeoOXOMuMBI JOMOJHUATEIbHBIE Td 171 akTHBaMH

TPAHCKPUIIIIMKA TeHOB-MUIeHeH. OHU GOPMUPYIOT JUMEPHBIE KOMIUIEKCHI C MOMOIIBIO
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nomenoB bHLH wmu «eiiiaoBbIX 3acTeskek». Jlomen bZIP MoxeT BBICTYIaTh B POJIH
numepu3zanmonHoro B Oenkax ICE (Murre et al., 1989; Baxevanis and Vinson, 1993).
ICE1 u ICE2 00pa3yroT rerepoauMepsl C peryisTopaMu OOpa30BaHHS YCTBHUIl, HO HE
cBsa3pIBatoTcs apyr ¢ apyrom (Kanaoka et al., 2008). Ecth maHHBIC 0 B3aUMOJCHCTBHH
ICE1 ¢ MYBI5, neratuBHbIM perynstopom skcripeccun reHoB CBF (Agarwal et al.,
2006).

1.3.2. ®ynkuumn

Poab B oTBETE HA X010

benox ICE1 mpuCyTCTBYET B KJIETKE M MPU HOPMAIBHBIX TEMIIEpaTypax, OJHAKO
JUT aKTUBAIlMKM €ro palboThl TpeOyeTcs WHAYIUPYMOE XOJOAOM MOCT-TPaHCISIIMOHHOE
dochopunuposanue (Saibo et al., 2009). Kpome toro, Oenok ICE1l nHeraTuBHO
perymupyercs 6enkom HIGHER EXPRESSION OF OSMOTICALLY RESPONSIVE
GENES 1 (HOS1). HOS1 sBnsercs nurazor Tuma RING E3, mnpuBogsmed x
yOukBuTHHUpOBaHUIO u Tmocnenyroomei nerpaganuu ICE1 (Dong et al., 2006). B
HOpMaJIbHBIX ycnoBuaAXx HOS1 nokanu3oBaH B LUTOIUIa3ME, HO INPU IOHWKEHHOMN
TEeMIIepaType OH TpaHclouupyercs B s1apo, riae u B3aumojeictsyer ¢ ICEL. Tlokazano,
yto youkButruHupoBanue ICE1 MoxeT ObITh OJOKHMPOBAHO MYyTEM CYMOUJIUPOBAHUS, T.€.
HaBemwmBanuss ~ Oenka  SUMO  (SMALL  UBIQUITIN-LIKE  MODIFIER),
orocpenoBanHoro Oenkom SIZ1, nurazorr tuma SUMO E3 (Miura et al., 2007).
Herpagaumst ICE1 HeoOxoauma nnsi aTTEHBIOALMH XOJOJOBOTO CHUTHANa, 4YTO
o0ecrieunBaeT BpEMEHHYIO SKCIIPECCUIO XOJI0-HHIyIIUPYEMBIX T€HOB.

AxtuBupoBanHbiii 6enok ICE1 unaymupyer tpanckpunuuio CBF3, uro Obuto
JIOKa3aHO C HCIOJB30BAHMEM MYTAaHTOB 10 TE€HY M TPAaHCT€HHBIX JIUHHM,
cynepakcnpeccupyomux ICEL (Chinnusamy et al., 2003). Kpome Toro, mo JaHHBIM
aHanmu3a TpaHckpuntoma Ha Mukpoummnax, |CEL1 B Toil wiu WHOW CcTEeNeHW y4acTBYeT B
perynsinuu kcrpeccuu 38% TreHoB, YYacTBYIOIIMX B NEpeaade XOJI0/I0BOr0 CUTHala, a
takxke psaga TP cemeiictB AP2, bZIP 1 WRKY (Lee et al., 2005). Ects nanubie 00
yuactuu |ICEL B aktuBanuu sxkcnipeccun ZAT12 u NACO072 (Benedict et al., 2006).

Ponr ICE2 B X05I00BOM OTBETE€ MEHBIIE H3y4eHA. [paHCTEHHBIC pPaCTEHUS
A.thaliana, cynepakcnmpeccupytromme |ICE2, o6manany moBeIIeHHONH YCTOHYUBOCTBHIO K

XO0JIOAY IMOCIJIC aKKJIMMAaTHUu3alu, a UX CEMCHA COACPIKAJIN ITOBBINICHHOC YHUCJIO JIMIINIOB
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(Fursova et al., 2009). Takxke ObutO MOKa3zaHo, 4to 3kcrnpeccuss CBF1 moBbimaercs y
TPAHCTEHHBIX pACTEHWH TMOJ JeiCTBUEM Xxonoaa, ciienoBatenbHo, ICE2  sBrnsercs

O3UTHBHEIM perynsropom peryinona CBF/DREBL (Fursova et al., 2009).

I'eHeTn4eckrit KOHTPOJIb PA3BUTUA YCThUIL

Kanaoka ¢ komneramu nokasanu, uro ICE1 (SCREAM (SCRM)) u ICE2 (SCRM2)
yuacTBYyIOT B pa3Butuu yctbull (Kanaoka et al., 2008). JlomunantHas mytanus SCRM
BBI3bIBACT KOHCTUTYTUBHYIO JTU(PQPEPEHINI0 YCTHUIl B OJIHICPMHCE. PeleccuBHBIC
myTtanThl Mo reHam SCRM u SCRM2 ¢denotunuyecku cxoxu ¢ Myrantamu fama, mut, u
spch. I'east SPCH (SPEECHLESS), MUTE u FAMA. perynupyioT o0pa3oBaHHE YCTHHIL
B pe3yJIbTaTe CEpUU CTEPEOTUNMHYECKUX neneHuil (puc. 4). [IpoTomepmManbHbie KICTKH,
Ha3bIBaeMble MaTepuHCKUMH MepuctemounasiMu (MMC — meristemoid mother cells),
ACHMMETPHYHO JENIATCSA, O00pa3ys HEOONbIINE TPEYrojbHbIC KICTKU. OTH KICTKH,
MEPHUCTEMOU/IBI, 00/1aJal0T BPEMEHHBIMH CBOWCTBAMH CTBOJIOBBIX KIJIETOK M MPOXOJST
HECKOJIbKO PAayHJIOB aCUMMETPUYHBIX JCICHUI, TakKuM OOpa3oM YyBEIHYMBAS YHCIIO
KIeTok okpyxenus (Stomatal lineage ground cells - SLGCs). 3atem MmepucTeMOUIbI
T PEpeHITUPYIOTCS B KPYTJIbIe MaTePUHCKHE 3aMbikaromue kietku (guard mother cells
-  GMC), o6pa3zyromue mapy 3aMBIKAIOIIMX KJIETOK B PE3yJbTaTe CHUMMETPUYHOTO
JCNICHUST M TIOCJCAYIOIIero HepaBHOMepHOro pactsbkenus (Bergmann et al.,, 2007).
Pazsutne MMC B mepuctemousil koHtponupyercs renom SPCH, mepucremounsioB B
GMC - MUTE, GMC B 3ambIkaromue ket — FAMA.

SCRM u SCRM2 ¢opmupytot rereponumepsl ¢ 6enkamu SPCH, MUTE u FAMA,
obecrnieunBas Crenu(GUUHOCTh AKTHBAIIMA T€HOB, HEOOXOMUMBIX Ha KaXJOH CTaauu
pa3BUTHS YCTBHII. Perynsius 3TUMH TPAHCKPUIITUOHHBIMU (haKTOpaMH OJHOBPEMEHHO
X0JI0JI0BOr0 O0TBeTa U JUGGEPEHIIUPOBKH YCTHHII MOXKET OBITH OTPa)KEHHEM CTPATETHH
pacTeHuil OObEIUHHWTH BHEIIHWE CHTHAIBI W IPOTPaMMBI Pa3BHTHs, Han0OJCE TOYHO

HOJICTPAUBAsICh TAKUM 00pa30M K YCIOBHUSM OKPYKaIOIIEH Cpebl.



ICE1 ICE2 ICE1 ICE2 ICE1 ICE2
SPCH MUTE FAMA

SPCH{;CD@{} ! (@

@ npotoaepma MepHrcTeMoM DI MaTepuHCKan 3aMblKaloLLMe KNeTKM
’ (MMK) 3aMblKaloLLan KNeTKa YCTbULL

anuaepmanbHble K/TIeTKU

Puc. 4. Cxema reHeTHYEeCKOr0 KOHTPOJISI pa3BUTHS YCThII (amanTupoBaHo u3 Kanaoka et
al, 2008, ¢ monoaHEeHUAMN).

1.4. BHyTpMBH/I0Basi ”3BMEHYHUBOCThH M0 YCTOHYMBOCTH K X0JIOAY U ee
reHeTH4eCKHe OCHOBBI
1.4.1. Heo6xoauMocTh U3yUeHHS NPHPOIHOTO PAa3HOOOPa3us pacTeHuil

B mporecce 3BoNOIMK pacTUTENbHBIC MOMYJSIIIUU BbIpaOOTanu creruduueckue
MEXaHU3Mbl aJanTalluyd K Pa3IUYHBIM YCIOBHAM. AJanrtanuss MOXeT oOecHeuynBaTh
BbDKMBA€MOCTh B YCJIOBHUSX KOHKPETHOIO MECTOOOMTaHHS, YCTOMYMBOCTH K
abnoTuyeckoMy U OMOTHUECKOMY CTpecCy, a TaKKe yCleX B KOHKYpPEHIMH C JPYTUMHU
BUaMu U nomymauusMud. OcoOblii pa3ien 3BOJIOLMHUOHHOW OHOJOTHH 3aHMMAETCs
U3y4YCHHUEM JIOKAIBHO aJalTUPOBaHHBIX TeHoTtunoB (wim skotumnoB) (Clausen et al.,
1941). OgHako reHeTUYECKUE MEXAHU3MBI, JIEKAIIUE B OCHOBE aJlalTalllil K pa3InyHbIM
yCJIOBUSM, JIO KOHIIa He u3yueHbl. MccnenoBanus npupojHoro pasnoodpasus A.thaliana
MO3BOJISIOT UACHTU(UIIUPOBATh TEHBI, KOHTPOJHPYIOLIUE HKOJOTHYECKH 3HAUYUMBIC
CIIOXHBIE TMPU3HAKH, a TaKXkKe [JaloT IOHUMAaHUE TMPOIECCOB HBOJIOLUUA T'€HOMA,
reorpau4eckoil CTPYKTYphl TOMYJSIIMA M MEXaHU3MOB O0TOOpa, (opMupyromumx
pa3HoOOpa3ue MO CIOXKHBIM TPU3HAKAM MEXIy MPUPOIHBIMU momynsiusmu (Fournier-
Level et al., 2011; Hancock et al., 2011; Agren and Schemske, 2012; Weinig et al, 2014).
CnusiHue MOJEKYJISIPHOM OMOJOTMU € 3KOJOTHEH MO3BOJISET HMCCIENOBATENsIM pelaTh
dbyH1aMeHTaJ bHble BOMPOCHI 3BOJIOLMU W 3KOJOTUU. MONEKyIsIpHO-TEHETHYECKUI
aHaJN3 TIOMOTAET YCTAaHOBUTH MOJIEKYJSIPHBIE MEXaHHU3MbI, 00YCIaBIMBAIOUINE TE WU
UHbIE (PEHOTUIMYECKUE BAPUAHTHI, B TO BPEMs KaK SKOJIOIMUYECKUI aHaINU3 [TOKa3bIBaeT,
HACKOJIbKO TaHHBINA ()EHOTUITUYECKHUI BapHAHT aJalTUPOBAH K ONPEACICHHBIM YCIOBUSIM

cpensl. AnanTUBHBIE CIIOCOOHOCTH PACTEHUI MHTEPECYIOT MIUPOKUN KPYT YYEHBIX, OT


http://ru.wikipedia.org/wiki/%D0%90%D0%B1%D0%B8%D0%BE%D1%82%D0%B8%D1%87%D0%B5%D1%81%D0%BA%D0%B8%D0%B5_%D1%84%D0%B0%D0%BA%D1%82%D0%BE%D1%80%D1%8B
http://ru.wikipedia.org/wiki/%D0%92%D0%B8%D0%B4_(%D0%B1%D0%B8%D0%BE%D0%BB%D0%BE%D0%B3%D0%B8%D1%8F)
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HKOJIOTOB M MOJIEKYJSPHBIX TE€HETHKOB, H3y4arommx (yHIaMEHTaJbHbIE MpPOOJIeMbI
pa3BUTHS ajanTanuii, 1O CEJEeKIMOHEPOB, HAXOAAIIUXCA B TOUCKE MNPHUPOIHBIX
NOMyJISIMH, obecreunBaoIe MaTepral s AalbHenei cenekuun. B cBoio ouepens,
U3y4EeHHUE TEHETHYECKOTO pa3HOOOpa3usi SBISIETCA  aJbTEPHATHBHBIM  METOIOM
omnpeneiacHus GYHKIMN KaHIUIATHRIX TEHOB B onpezeieHHbIX nporeccax (Mitchell-Olds
and Schmitt, 2006). Amnamu3 npupoAHbIX pecypcoB A.thaliana momomamsier
UCTIONBh30BaHUE  JaOOpAaTOPHBIX MYTAaHTOB B  IIeNAX  aHalW3a  HACJICJOBAHUS
KOJIMYECTBEHHBIX MPU3HAKOB U (DYHKIIMOHAIBHOU XapaKTEPUCTUKH T'€HOB.
PernonanpHble pa3inuus B KJIMMare — MOLIHBIM MHCTPYMEHT AEHCTBUS OTOOpAa,
NPUBOASIIUHN K AuddepeHIuanu Momysiiuid 1 JoKaabHbIM aganTtanusaM (Clausen et al.,
1941), a Temmeparypa ¥ KOJHMYECTBO OCAJKOB CUHMTAIOTCA HaumOoliee BaXKHBIMU
dakTopamu, omnpeaessromumMu MukposBoronio A. thaliana (Hoffmann, 2005). Bce
BO3pACTAIONIMI HMHTEPEC K HCCICIOBAaHHIO TIPUPOAHOTO pasHooOpasus A.thaliana
00YCJIOBJIEH JOCTYMHOCTBIO MIPUPOIHBIX MOMYJALNM (pac) U TEHOMHBIX 0a3 TaHHBIX, YTO
OTKpPBIBAET IIMPOKHUE TEPCHEKTUBBI I JadbHEHIIEero W3y4eHUs PErMOHaIbHBIX
aJanTanii K KIAMaTy. OTH JaHHbIE [eNal0T BO3MOXXHBIMH CPAaBHEHUS MEXKIY
TCHETUYECKUMHU U KIMMATUYECKUMH PACCTOSTHUSMHU MEXKIY TOIMYISIUSMU, MO3BOJSIOT
OILICHWBATh IBOJIOIMOHHBIA MOTCHIIMAT M, TAKUM 00pa3oM, Mpe/ICKa3bIBaTh BO3MOYKHBIC
W3MEHEHHS B apeajax paclpOCTPAHECHUS BUIOB U MOIMYJSINUN B YCIOBUSX MEHSIOIIETOCS
kiumara (Weinig et al.,, 2014). TTomumo u3ydeHUs acCOIMALMU OJTHOHYKJICOTHIHBIX
noimumopdusmoB  (single-nucleotide polymorphism, SNP) ¢ ximmartoMm, wuHTepec
OPEJCTAaBISCT TaKXKe U3YUYEHHE CBS3M DOKCIPECCHH TEHOB C Teorpaduueckum
pacmpeieieHHeM TOMYJISIMA, YTO TO3BOJISIET OOHApYXXKMBaTh BIHMSHHE KIMMaTa Ha
HKCIPECCHUI0 TEHOB, UTPAIOIIUX POJIb B mpucriocodsienHocty (Richards et al., 2012).
HccnenoBanue cBsazeit SNP-kimumaT BegeTcs Takke U Ha JAPYrHMX BUJAX PacTEHHIA.
B xoMOMHAIMK ¢ IOUCKOM M U3YYEHHUEM OPTOJIOTOB MIACHTHU(MHUITMPOBAHHX KaHIUIATHBIX
reioB B reHome A.thaliana, Taxoil moaxox TO3BOJSAET ONPEICIUTh MEXAHU3MBI

aJanTaliy K KIMMaTy TakXke U U1 HeMozenbHbIX opranuzmoB (Weinig et al., 2014).

1.4.2. T'eneTnueckue pecypesl A. thaliana
Ente 10 et Ha3ax OONMBIIMHCTBO U3 U3BECTHBIX HA TOT MOMEHT HECKOJIBKUX COTEH

pac A.thaliana mpoucxomuno u3 3anaanoit EBpombl. OHAKO K HACTOSIIEMY BPEMEHH
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omucano yxe 6ojee 7000 reHoTHNHUECKU pasiauuHbIX pac Bcero mupa (Weigel, 2012)
(puc. 5). Otu pacer A.thaliana mocTymHbI UCCIIEAOBATENISAM Yepe3 MEKAyHAPOIHbIC OaHKH
cemasa (ABRC, NASC). Ywucio I0CTYymHBIX pac MOCTOSHHO pacteT. Ha BakHOCTH
U3y4YeHHs IPUPOAHOTO pazHooOpaszus A.thaliana odparwn Banmanne Maarten Koornneef
u ero yueHuku. C cepenunbl 1990-X umu ObLT BBINYILEH Psii CTAaTeH, YKa3bIBAIOIIMX Ha
3HAYMMOCTh H3YYCHUS BHYTPUBHUIOBOTO IMOJUMOpGU3MA IS Pa3BUTHA PA3IAIHBIX
obmacteir Owosormu A.thaliana w OTKpBIBIIMX JOpPOTY I MHOXECTBA JIPYTHX
UCCIIeIOBATeNICH, 3auWHTEpecoBaBIIMXCS dTok  mpobiemoit  (Alonso-Blanco and
Koornneef, 2000; Koornneef et al., 2004).

PasznuyHoe maBieHHe 0TOOpa B pa3HBIX YacTAX apeana 00yCIOBICHO pa3iHuusIMU B
KIMMAaTHYECKUX YCIOBUSAX. DTO MPHUBOJUT K BO3HWKHOBEHHIO JIOKAJTHHBIX aJarlTallHid,
CJIEJIOBATEIHHO, MOKHO OKHIATH CBSI3b MEKIY (PEHOTHIIOM pachl U KIMMAaTOM B 30HE €€
TIPOUCXOXKICHHSI, 00YCTIOBIICHHYIO TeHETHYECKUA. MacTadbl MPUPOTHOTO pa3HOOOpasus
A.thaliana mo skonormyeckd 3HAYMMBIM MpHU3HaKaM jgocratouHo mmmpoku (Weigel,
2012). CymiecTBOBaHHE 3HAYUTEIHHOTO BHYTPUBUIOBOTO MOJUMOP(PU3MA OMUCAHO JIS
nroboro ¢enorunuyeckoro npusnaka A.thaliana (Koonneef et al., 2004), a Taxxke
NpPOSIBIISICTCS HAa YPOBHE TCHETHUECKMX MEXaHHW3MOB, TaKHX KaK METHIHPOBaHUE
mutosuna (Riddle and Richards, 2002), u Ha ypoBHE cojep)KaHUs METabOJUTOB
(Keurentjes et al., 2006).

['eneTnueckue pa3inuuusi MeEXIy pacaMd IMOJOXUTEIBHO KOPPETUpPYIT C
reorpapuueckum paccrossauem Mexay mumu (Nordborg et al., 2005; Schmid et al.,
2006). DT0 TOBOPHUT O MPOUCXOAMBINEH ATUTEIBLHONW Teorpaduueckoll H3O0SAMUN U
OTPaHWYCHHOM IOTOKE TeHOB. J[aHHBIC O MPOUCXOXKICHUU EBPOIEHCKUX pac yKa3bIBAIOT
Ha TO, 4To Ooblmas dYacTh apeana Oblda 3aceleHa W3 HECKOJBKHX JICTHUKOBBIX
pedyruyMoB ¢ OIHOBPEMECHHBIM CMEIICHHWEM Ha TpaHWIaX 30H 3aceneHus. OgHako
BMEIIATEIhCTBO YEIIOBEKA MPHUBEIIO K HEKOTOPOH TOMOTEHU3AIIUN MEXKTY MOIYJISIHSIMHY,
0COOEHHO B CEJbCKOXO3SMCTBEHHBIX PErMOHaxX EBpOMNBI, 1 MHTPOAYKUUHU MONYJALUNA B
Cesepuyio Amepuky u Smonuro (Jorgensen and Mauricio, 2006; Schmid et al., 2006). B
HacTosIee BpeMsi  HaumOoJsiblllee  BHYTPHBHIOBOE  pa3HooOpasme  A.thaliana
3auKCHpPOBAHO B 3alaJHOM YacTu apeana Bua, Ha MOepuiickoM OIyoCTpOBE, a TaKXKe
B CeBepnoii A¢dpuke, HaumeHbIIMN momuMopdu3mM obHapyxkeH B LleHTpanbHoil Asun.

DTO COOTBETCTBYET MPEACTABICHHSIM O TOM, 4YTO 3amagHble mnomyasiuud A.thaliana



30

UMEIOT OoJiee IpeBHEe MPOUCXOXKICHUE, U pactpocTpaneHue A.thaliana nuio ¢ 3anana Ha
Boctok (Nordborg et al., 2005; Weigel, 2012). B To e Bpems, CYIIECCTBYET
ambTepHaTHBHAs Teopusi pacmpoctpanenus A.thaliana, ¢ Boctoka Ha 3amaj, BMecTe ¢
pacnpoctpanenuem 3emienenus (Frangois et al., 2008). CyriecTByeT Takxe BBICOTHBIN
KJIMH TI0 BHYTPUBHUJIOBOMY pPa3HOOOpa3UIO: C BBHICOTOM OOUTAHHUS yYMEHbBIIAETCS OOIIUit
noaumopdusm mexxay nomynsuusmu (Weigel, 2012).

[Mpuponusie BapuantTsel A.thaliana panee 0003HAaYaIUMCh Kak «IKOTHIIB». ITOT
TEPMUH TMpEIInojiaraeéT HE MPOCTO OTJIWYHMS Ha TEeHETHYSCKOM YpOBHE, HO H
CYIIECTBOBAHUE T'PYIIBI MOMYJISIUN B YHUKAIBHOW JKOJOTHUYCCKOW HUIIE M HATHYUC
aJanTaluii, BOSHUKIIUX IO/ BIMSHUAEM KIMMaTa B Pa3JIMYHBIX YacTsax apeaina (Turesson,
1922a). B nactosmiee BpeMsi B 3apyOeKHON JUTEpaType HanOojee MPEeAOIYTUTEIIEHBIM
CUMTACTCSI  MCIOJb30BaHHE HEHTpPAJIbHOTO TEpPMHHA  «oOpasery  («accessiony),
YKa3bIBAIOIIETO0 TOJHKO HA TO, YTO JaHHAs TpyIa MONyJsiui Obuia oToOpaHa IS
KOJUIGKIIMU H TOJyYHJa YHHKAIBHBIH HICHTUOUKATOP M HE IOAPa3yMEBAIOIIUIA
00513aTETPHOT0 HAJIMYHMS JIOKAJIBHBIX aJanTaliid y JHHAN, OJJHAKO HE UCKIFOYAIONINN UX
Hanmuus (Alonso-Blanco and Koornneef, 2000).

3HaHWE O TMPOUCXOXKACHUH U (EHOTHMHYECKHX d(PQexTax HYKICOTHTHOTO
noiuMoppusMa  SIBIISICTCS  KIIOYEBBIM  JUIS  [OHMMAaHHS  TOTO, KAk  BUJBI
NpUCTocadIMBalOTCS K OKpykaromied cpene. OIHAKO HM3Y4YEHUE TIE€HETUYECKOTO
pasHooOpa3usi A.thaliana wumeer Ttakke u Jpyroe MOTCHIUAIBHOC 3HAYCHUE:
uieHTH(UKAIUS TEHOB, HE MPEICTABICHHBIX B JlabopaTopHbix pacax (Weigel, 2012).
JHoctarouHo Gomnbimas noist pedepencHoro reaoma pacsl Columbia (Col-0) otcyrerByer
B Hekotopbix Apyrux pacax A.thaliana (Weigel, 2012). CremnoBaTenbHO, BIIOJIHE
BO3MOXXHO, 4TO ¥ B reHOMe packl COl-0 OTCYTCTBYIOT HEKOTOpBIE T€HBI, CIICI0BATEIBHO,
BOXHO TIIATEJIBHO HCCIEAOBATh TNCHOMBI PAa3IMYHBIX pac JUisi OOHAPYKCHUS HOBBIX
reHoB. C TOSBJICHUEM HOBBIX TEXHOJOTHI CEKBEHHUPOBAHUS 3Ta 11€J1b CTAHOBUTCS BITOJHE
JTOCTIXKUMOM 1o pa3zymHoil riene. B 2007 roay 6bu1 anoncupoBan mnpoekt 1001 T'enom
A.thaliana (Weigel and Mott, 2009). Ileapio mpoekTa cTajgo ONpeaecHHE MaHreHoMa
A.thaliana. 3amaueii mepBoro 3tamna siBisiercsi coop oopasnos (pac) A.thaliana mo Bcemy
apeanry oOMTaHMs BHJA JJIS aHAIW3a pa3HOOOpasus Ha TII0O0ATBLHOM, PETHOHAIBHOM H
MECTHOM YypOBHsX. Ha BTOpOM 3Tame OCYIIECTBISETCS CEKBEHHPOBAHHWE METOJAMH

nosoro nokosenus (Next Generation Sequencing, NGS) u coopka reHOMOB.
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boratoe mnpupoanoe pasnooOpasue A.thaliana nomomHsieTcss aHHOTHPOBAHHBIM
TEHOMOM, YTO JI€JaeT BO3MOXHBIM T'€HOTUIIMPOBAHUE C BBICOKON TOYHOCTBIO, a TAKKE
KOJUICKIIMSIMM ~ HOKayT-MYTaHTOB, TMPEJOCTABIAIONIMX MOIIHBIA HMHCTPYMEHT IS
MOATBEPKJICHUST TPEANoaraeMbeiX (PYHKIUNA TE€HOB, JEXKaIllMX B OCHOBE IPHUPOIHOTO

pazHooOpa3us.

Puc. 5. T'eorpaduueckoe pacnpenenenue 6osnee 7000 mukopactymmx pac A.thaliana.
XKentbiM OTMEYEeHBI a0OpPHIeHHBIC pachl, KPAaCHBIM — BEPOSITHBIC HHTPOIYIICHTHI.
3acenena nm tepputopusi Kuras no modepexbs Tuxoro okeana abOpUTreHHBIMH PacaMH,
He sicHo. Kpome Toro, ecth nanHbie o Hanmuuu pac A.thaliana taxke u B FOxnol Kopee
U HEeCcKOoJbKHMX cTpaHax Adpuku (He mokasano) (Alonso-Blanco and Koornneef, 2000)
(13 Weigel, 2012).

1.4.3. MeToabl M3yYeHHUs aJanTaluil K KJIUMAaTy

Jns uneHtudukanuu reHOB (M ajUieJied TeHOB) M YCTAHOBJICHUST MEXaHH3MOB,
JeXKaIMX B OCHOBE aJamnTalliii M SBOJIOIHUOHHBIX COOBITHH, B XOJE KOTOPBHIX OHHU
MOSIBUJIUCh, WCIOJB3YIOT TPH OCHOBHBIE TpyIIbl MeToA0B (puc. 6). MonekyaspHo-
TeHETUYCCKHE UCCIICIOBAHUSI ~ HEOOXOIMMBI Il HWACHTU(HUKAIUU I'€HOB,
KOHTPOJIUPYIOIIUX pazIuYHbIe MIPU3HAKHU. DKOJIOTUYECKHE HCCIICAOBAHUS
JEMOHCTPUPYIOT, KaK OPraHW3M B3aUMOJICUCTBYET C OCOOSIMH CBOETrO BHJA, JPYTUMH
BUJIaMH M OKpYXKarollel cpenoil. DBOJMIONMOHHAS TE€HOMHKA H3y4aeT MEXaHU3MBbl
BIIMSIHUS CPEJIbI HA CTPYKTYPY MOMYJALMN MyTeM aHalii3a UX T€HETUYECKON CTPYKTYphI

(Trontin et al., 2011).
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Puc. 6. Cxema paznu4HbIX MOIXO0B MO U3YYEHUIO (DAKTOPOB, BIUSIONINX HA TPUPOTHOE
pasnooOpasue A. thaliana. B BepxHeii yacTi cxembl IpeACTaBiIcHa B3aUMOCBS3b MEXIY
pa3uyHBIMU  (paKTOpaMH, BIMSIOIMIMMU Ha TPUPOIAHOE pa3HOOOpasWe, B HWKHEU
OMHCAHBl CTPATETHM WM CPEACTBA I M3ydeHHs 3Toro paszHooOpazus (QTL = mnokyc
KoJau4yecTBeHHOro mnpu3Haka;, LD = nepaBHoBecue mo cuemienuto; QTG = ren
koysimdecTBeHHOTOo mpu3Haka, QTN = nykieoTna(bl) KOJHMYECTBEHHOTO IIPU3HAKA)
(amanrupoBano u3 Trontin et al., 2011).

IKOJOrH4eCcKHii Moaxo/

MeTo1 pelrIIPOKHBIX MEPECcasoK MO3BOISAET MPOJIEMOHCTPUPOBATh, HACKOIBKO TOT
WIM MHOW TEHOTHUMN (PKOTHII) SBISETCS MPUCIOCOOJIECHHBIM K CBOEH KIMMaTHYEeCKOU
aume (Mitchell-Olds and Schmitt, 2006). DkcnepumenTsl mo nepecaake (Transplant
experiment), Taxxe M3BECTHbIC Kak «COMMON garden experimenty - 3TO SKCHEPUMEHT,
IPU KOTOPOM OJIMH OPTaHU3M I[IEPEMEIIAETCS U3 POAHBIX YCIOBHM OKpY’KaIOIIEH Cpesibl B
Ipyryoo  cpeay.  PeuumpokHas ~— mepecagka — MOApa3yMEBaeT  MEPEKPECTHOE
MHTPOAYLIMPOBAHUE OPTAHU3MOB Pa3HbIX MOMYJISALNNA B HOBBIE YCIOBUS.

Takue »SKCIEPUMEHTHI MO3BOJISIIOT IOHSTh, CYILECTBYET JIM T'€HETHYECKHUU
KOMIIOHEHT, OOYCIaBIMBAIOUIMN paziuyusl MEXIy MNONYJIAIUSIMH. ITOT MOAXO,

CUHMTAIOIIANACA «30JI0TBIM CTaHmapTom» B skojoruu (Turesson, 19226), kpaiine penko
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ObLT HMcmoab3oBaH B pabore ¢ A.thaliana. B mocnennee BpeMs ycrieXu MOJICKYJISIPHOM
OMOJIOTUM HECKOJBKO OTOJIBUHYJIW HAa BTOPOM IJIaH Takue SKCIEPUMEHTHI, TaK KakK C
MOMOIUIBI0 MOJIEKYJISIPHO-TEHETHUECKUX METOJIOB M3y4aTh M€HETHYECKOE pa3zHooOpasue
CTajJ0 BO3MOXXHBIM HampsiMyro. OJHAKO TOJIBKO KOMOWHAIIMS TOJIEBBIX HCCIEIOBAHUM,
OIICHKH KJIMMATUYECKUX XaPAKTEPUCTHK U MOJICKYJISIPHO-TEHETUYECKUX METOJ0B MOTYT
naTh HambOoJee MOJHOE NPEJCTAaBICHUE O TEHETUYECKOM KOHTPOJE aJanTalud K
paznuuHbM ycnoBusaM. K cuacteio, B moclienqHee BpeMs HaOIrogaeTcs BO3BpaT K
UCIIOJIb30BAHUIO ATOTO MeTo/a. Pe3ynbTarbl MHOTOJETHHX 9SKCIEPUMEHTOB I10
BBIPAIMBAHUIO Pac B HEMIPUBBIYHBIX JIJII HUX YCIOBUSX TOBOPST O TOM, YTO CYIIECTBYET
3HauuTeNbHas auddepeHnuanys mo ypoHi0 anmanrtaiuu pac A.thaliana (Agren and
Schemske, 2012).

Fournier-Level u ap. u Hancock u ap. (Fournier-Level et al. 2011; Hancock et al.
2011) mpoBenu wHCCIEAOBAHMS IO PEIUIPOKHON TIepecajKe HECKOJIbKHUX COTEH pac
Athaliana BHyTpu eBpomeiickoro apeaja BHAAa C OICHKOW TaKUX XapaKTEPHCTHK
MPUCTIOCOOTIEHHOCTH, KaK BBDKUBAEMOCTh U TUIOJOBUTOCTh. 3aTeM Obljia MPOTECTUPOBAHA
accormanus BebKuBaeMocTH ¢ 213 SNP. Takas xkomOuHaIus MONEBBIX U JTa0OPATOPHBIX
HCCIICOBAHUN I03BOJMIA BBIIBUTH, 4TO SNP cBsg3anbl ¢ JIOKajnbHOHW ajmanTamuei, u
UICHTU(DUIIMPOBATH TOTCHIIMAIBHBIX KaHAWAATOB HAa POJb TE€HOB, OMPEICTSIOMIMNX ITY
aganTanuioo. Takum oOpazom, ObUTIO mMoOkazaHo, 4To cBs3b SNP ¢ knumatuueckumu

YCIIOBUSIMU SIBIISIETCSI PE3YJIBTATOM JIEUCTBHSI €CTECTBEHHOTO 0TOOPA.

KapTrupoBaHnue JiokycoB, FeHOB H HYKJI€0TH/I0B KOJIHYeCTBEHHbIX IPU3HAKOB
(QTL/QTG/QTN mapping)

QTL (;1oKyc KOMMYECTBEHHOTO MpPHU3HAKA) - 3TO PAaliOH JOKATU3AIMU T'eHa/T€HOB,
KOTOpbIe BIMAIOT HAa mpu3Hak. OcHoBHasg uzaes kaptupoBanus QTL Oblna pazpaborana
oonee 30 ner nazax (Thoday, 1961). QTL wuneHTUUUUPYIOTCS CTATUCTHUECKHUMU
npoueaypamMu. Meroa BKIIOYAET TOUCK acCOLMAlMil  MEXIy CEerperupyroummMu
MOJIEKYJISIDHBIMH ~ MapKepamMl M H3y4aeMbiM MPU3HAKOM B OSKCIIEPUMEHTAIbHON
NONyJALMK N1 ONpeAeNieHHus] cCHeruieHuss Mexnay Mapkepamu u  QTL. [us
UICHTU(QUKALMM YYaCTKOB T€HOMa, KOHTPOJUPYIOIIMX CJIOXKHBIE [UId aHalu3a
KonmdyecTBeHHble npu3Haku (QTL) ananm3upyroT cerperupyomue mnonyisinud. B

KayecTBE CErperupyrollell Momyjisiud MOTYT BBICTyNaTh MokosieHus F2, renepanuu
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BO3BpaTHBIX ckpermmBanuii (BC), Habopbl pekoMOMHAHTHBIX UMOpeaHbix auHui (RIL),
MOJIYYCHHBIE OT CKpENIMBaHUS JBYX WM Oojlee  POIUTEIBCKUX pac, JIBOWHBIC
rarmtouaneie uaud (DHL) (Kover et al., 2009). Knaccuueckuii MeToa Ipeamoiaraer
WCIIOJI30BAHUE TOJBKO JABYX POJIUTEIBCKUX TOIMYJSIIUN JJIT KapTUPOBAHUS, OHAKO
BO3MOYKHO TaK)K€ HCIIOJb30BAHUE HECKOJBKHMX POAMTEIbCKUX JuHME (Symonds et al.,
2005). HecmoTpst Ha IOJATYIO MCTOPHIO METO/a M Pa3BUTHE HOBBIX IMMOJAXOJO0B aHAIN3a
reHoma, MeToj kapTupoBanus QTL ocraeTcss akTyaapHBIM M 1O cei jaeHb (Shimizu,
2002).

QTL-kapTupoBaHHe TNPUMEHSETCS JUISI W3YyYEHUS TCHETHYECKOTOo KOHTPOJIS
pa3IMYHBIX TMPHU3HAKOB, TAKUX KaK BpPEMs 3allBETaHUs, CTPOCHUE IIBETOHOCA, pa3Mep
CeMsIH, YCTOMYMBOCTH K OMoTHuYeckuM M abmormueckum crpeccam (Koornneef et al.,
2004). BuenpeHue COBpPEMEHHBIX TEXHOJIOTMM, HAalpuMep HCIOJb30BAHME T'€HOMHBIX
MUKPOYHMIIOB MHOTOKPATHO YBEJIHYUBACT MOITHOCTh U TOYHOCTh METOJIa KaPTHUPOBAHUS
JIOKycOB KonnuecTBeHHBIX mpu3HakoB (Wolyn et al., 2004).

Hogsriit nonxon k uaentudukanuun QTL mpeanonaraer ucnonb3oBaHuE JAHHBIX O
HepaBHOBecHOM crierieHur reHoB (anri. linkage disequilibrium (LD)). Dtot meron
MPEJIIOJIaracT YCTAHOBJICHHUE CBSI3M MEXKY OIpeIeNIeHHOW KOMOUHAIIMEN HYKICOTHUTHBIX
nosmmMopu3MoB  (ayuienei) pasHbIX JOKYCOB U (DEHOTUIIOM C UCIOJIH30BAaHUEM
craructuueckoro moaxona (Atwell et al., 2010). HecnyuaiiHoe pacmnpenencHue 4acToT
aJIJIeNiel pa3HbIX JIOKYCOB MOXKET OBITh OOYCIIOBICHO HE TOJHKO TECHBIM F€HETHYECKUM
CICIUICHHEM T€HOB, HO W HAJIWYUEM aJalTHBHOTO IPEUMYIINECTBA KOHKPETHOMN
KOMOHMHAIMK aJuleliel, 4acToTa KOTOPOW COOTBETCTBEHHO BO3PACTAa€T B CPABHEHHUU C
4aCcTOTOM, OKUTAEMOM TIPH CITydalfHOM pacrlpe/eieHul. ITOT METO/I TIOJTYYHI Ha3BaHHE
«ITonmHOTEeHOMHBIH Mouck acconmaruiiy (anrin. GWAS - Genome-wide association study)
(Weigel, 2012).

CrnenyronuM marom mociie kaptupoBanuss QTL sBiaseTcs TOHKOE KapTHpPOBaHUE
reHoB (QTG) unmu nykneorunos (QTN), Haxoasmuxcs B 3Tux jokycax. [lonrBepxxnenue
pOJIM KaHJAWJATHBIX TCHOB/HYKJICOTHJIOB JIOCTUTACTCS TPAHCTEHHOW KOMILICMCHTAIIMECH,
IIPY 3TOM KaHJIUJATHBIC aJUIENIA BBOJSATCS B TCHOM Pa3IUYHBIX JIMHUM, JTMOO C TTIOMOIIBIO

WHIYIIMPOBAHHOI'O MyTareHesa 1o caiitam npeamnonaraemMbix QTN (Trontin et al., 2011).
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Jerexkuus geiicTBUs 0TOOPa HA reH METOAAMHU MOMYJISIIHOHHON M IBOJIOLUOHHOM
TeHeTUKH

Meroabl MONYJSIIIUOHHOW M 3BOJIIOMOHHON TE€HETHKH IOMOTalT ONpPENENUTh,
KaKHe dBOJIOLMOHHBIE CHIIBI (0TOOp, Apel( reHoB, NOMYISUOHHAS CTPYKTYpa) BIUSIN
Ha BO3HMKHOBEHHME U 3BOJIOLMIO a/IallTUBHBIX JOKYCOB. LleHTpaibHOE mpeanosiaoxkeHue
HBOJIIOIIMOHHON T€HOMHUKH COCTOUT B TOM, UTO OTOOp NIEHCTBYET Ha OTHAEIbHBIC I'CHBI, B
TO BpeMsl KaK MOMYJISIITUOHHBIE TTPOLIECCHl (M3MEHEHUE Pa3MEPOB MOMYJISIIIUU, MUT AL )
ABJISIIOTCA CIIy4ailHBIMU CUJIaMH, ACHCTBYIOIIMMHM Ha Bce reHbl reHoma. lIporpecc B
Pa3BUTUHU TEOPETUUECKUX U CTATUCTUUECKUX METOJIOB, a TAKXKE JIOCTYIMTHOCTh JaHHBIX MO
noJMMOp(HU3My TEHOMOB TO3BOJSIOT HCCIEOBATENsIM OTIMYaTh JeicTBHEe 0TOOpa OT
MOMYJISIIMOHHBIX MPOIECCOB W, TAKUM 00pa3oM, WACHTU(DUIIMPOBATH T€HBI, JIEXKAIUE B
OCHOBe ajanThBHBIX Bapuarwmii (Luikart et al., 2003).

OT60p M3MEHsIET ypOBEHb pa3HOOOpasusi Ha BHYTPH- U MEXBUIO0BOM ypoBHe. OO
aJanNTUBHONW 3HAYMMOCTU T€X WJIM HMHBIX aJlJielieil TeHOB MOXKHO CYIUTh C TOMOIIBIO
aHalM3a HYyKJICOTHIHOro moiauMmopdusMa monyssmia (Wright and Gaut, 2005).
[TonynsimoHHass TEHETUKA MOXET TMpeJCKa3biBaTh MATTEPHBl  HYKICOTHUIHOTO
nonmuMopdu3Ma Ha OCHOBE CTaHJAPTHOM HEWUTPAJIbHOW MOJENH MJisi HJeaTbHBIX
(paBHOBECHBIX) MONyJALMNA. 3aTeM HaOmoAaeMblii MOIMMOpP(U3M CpaBHUBAETCA C
0’KHUJJAEMBIM C TIOMOIIbIO TECTOB CTATUCTUYECKUX Tunote3. B Tabn. 1 mpeacrasieHo, Kak

pasHble BUIBI 0TOOpa BIUSIOT HA pa3HOOOpasue.

Tabnuua 1. Bnusaue ot6opa Ha BHYTPH- U MEXBHIOBOE pa3HOOOpasue (aJ0onTHPOBAaHO
u3 Nielsen, 2005).

dakTop BuyrpuBuaosoe MexBuaOBOE OTHomIeHue CrniekTp a/1ebHBIX
IBOJIIOIM U pa3HooOpasue pa3Hoobpa3ue MEKBH/IOBOT0 4acToT
pa3HooOpasus K
BHYTPHBHI0BOMY
HeraruBHbIi CHmKeHo CHIDKEHO CHIDKEHO, ecin  IloBeImeHa JIOJISt
oroop 0oTOOp HE CIUIIKOM HHU3KOYaCTOTHOTO
CUJTbHBIHN nonumMopduzmMa
ITo3uTHBHBIH Mosxer mnoBblmathcsi I1OBBIIIEHO IToBrIlIEHO IToBbIIEeHa OIS
oroop WJIU TIOHM)KAThCS BBICOKOYaCTOTHOT'O
nonumMopduzmMa
Banancupyromuii  IloBeimeno Mosket CHMXEHO TloBrIIEHA JoJIs
oT6op MOBBIIATECS WU noauMopduzMa
TIOHUKATHCS CpeIHUX YacTOT

Ha puc. 7 mnpeacraBneHsl Tpu (HIOTEHETHYECKUX JpPEBa, OTOOpa)karomine

9BOJIIOIMMOHHBIC B3aMMOOTHOHICHUA MCXKAY aJUICJLIMHM OAHOI'O TI'CHA. TunuuHbIN
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CEJICKTUBHO HEUTpaNbHBIA JIOKYC H300pa)KeH cjieBa, OH HUMEET CpeIHUN YpOBEHb
HYKJICOTHAHOTO mnonumopdusma. bamancupyromuii ot60p (B LEHTpE) MOACPKUBACT
MOCTOSIHHBIM ~ ypOBEHb HHU3KOYACTOTHOTO MojduMopdu3mMa, HE MNPHUBOIAIIETO K
BO3HUKHOBEHHIO HOBBIX MOP(GOPHU3NOIOTHUSCKUX afanTanuii. Ho 17 3BOTIOMMOHHBIX
OMOJIOTOB CYIIECTBEHHBIN MHTEpEC IIPE/ICTaBISAET JBHOK YA oTOOD,
OIarompUATCTBYIONIUI COXpaHCHHMIO Moie3Hbix MyTamuii (Smith and Haigh, 1974).
JBrxymuii or00p (UKCHpPYET B MONYJSALUU ajliedb, HECYIIMHA IOJIE3HYIO MYTAIUIO,
MOBBIAIONIUN  MHIWBUIYAIbHYIO TPUCIIOCOOJIEHHOCTh. YacToTra Takoro —ajiens
MOBBIIMIACTCS TIOJ[ JAaBJICHHEM OTOOpa B TMAaHMHUKCHYCCKOW MOMYJSAIAN TOCTOSHHOTO
pasmepa (Stephan et al., 1992), yTo NpUBOAUT K SNMMHHALIMKM WIM CHUXCHHIO JIOJIU

JpYTUX ajuiesiei rena (puc. 7).

CenextieHad HellITPaTEHOCTE Banamcupyromuit otbop Jerxymuit otoop

"Bemepmrie”
AN

Iloneznan
MY TALMA

Cpenuaa papmabensHOCT Beicokas BapnabensHocTs Huskan sapmabensHoCTs

Puc. 7. BapuaHThl 5BOJIIOIMOHHBIX B3aMMOOTHOILICHHN MEXIy aJJIeJs MU TIeHa
(amanruposano u3 Mitchell-Olds and Schmitt, 2006).

CymecTByeT MHOXKECTBO METOJIOB JETEKIMU OTOOpa, pPa3MYaoOIUXCS KaK II0
YPOBHIO aHAIM3HPYEMBIX MPOLECCOB (MUKPO- ¥ MaKPOIBOIIOIMOHHBIN), TaK U 110 THIIAM
UCTIONB3YEeMbIX I aHaIW3a JaHHBIX (BHYTPUBUAOBOH MOMMMOP(H3M, MEKBUIAOBAS
nuBeprennus win ux komOuHarwmst) (Nielsen, 2005; Vitti et al., 2013). Ot6op Ha
MaKpOdIBOJIIOLIMOHHOM YPOBHE MOKHO OOHAapy>KUTh C TOMOINBIO TECTOB XaJICOHA-
Kpeiitmana-Aryane (HKA), Mak/lonanpaa-Kpeiitmana (MK) u K, /K. O BiusHuu
oTOopa Ha aMHHOKHCIOTHYIO MOCJEI0BAaTEIbHOCTh O€lKa TOBOPUT HM3MEHEHHE YHCIIa
HECHUHOHUMHUYBIX MYTallMii Ha HECHHOHUMHYHBIN calT (K,) Mo CpaBHEHHUIO C YHCIIOM
CHHOHMMHUYHBIX MyTalui Ha CHHOHUMHYHBINA calT (Kg): HeraTuBHBIA OTOOP CHIDKAET
YHCI0 HECMHOHMMHYHBIX 3aMeH, mo3uTuBHBIA — yBenuumBaer (Nielsen, 2005). Dror

3 eKT CuIbHEe MPOSBISETCS HAa MEXBHIOBOM YPOBHE, YEM BHYTPH MOMYJISINI OJHOTO
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BU/A, 4TO U ucnonb3yercs B Tectax HKA u MK s nerekuuu BiustHus 0TOOpa Ha T€H
(McDonald and Kreitman, 1991; Hudson et al., 1987). Kpome Toro, cootnomenue K,/Ks
paBHsieTcs | B OTCyTCTBHE OTOOpa, MONOKHTEIbHBIA 0TOOp mpuBoauT K K /Ks > 1,
orpunatenbHbii — kK K,/K; < 1. Ha MUKpOIBONIOIMOHHOM ypOBHE (BHYTPH BHIA)
MPUMEHSIIOTCSL clienytone TecTbl. OTOOp HM3MEHSET TCHETHUYECKYI0 CTPYKTYpPY BHIA,
TIOBBIIIAsT YPOBEHb MU (HEepeHINAIIIN MEX Ty TOMYIISIUIMHI, YTO MOKET OBITh U3MEPEHO
¢ nomoineto uHaekca ¢ukcamuu (Fst) (Akey et al., 2002). Ha ananuse pacrpeneneHus
YacTOT YacCTOT aJIeNiel B MOMYJISIIIMM OCHOBAH Psiji TECTOB Ha HeWTpaimbHOCTH (Tajima,
1989; Fu and Li, 1993; Fay and Wu, 2000). YpoBeHb HEpaBHOBECHS IO CIICTIICHHIO
(LD), nnu xoppemnsiue MeXIy alIesIMH Pa3HbBIX JIOKYCOB, MOBBIMIACTCS O] ICHCTBUEM
oroopa (Kim and Nielsen, 2004), Ha 3TOM NPHUHIHUIE OCHOBAaHO HECKOJBKO
craructuueckux tectoB (Hudson et al., 1994; Kelly, 1997; Depaulis and Veuille, 1998).
MeTopl, TO3BOJSIONIME BBISIBUTH  CJICABI  JICHCTBUS OTOOpa B TEHOME W
UACHTU(QUIMPOBATh JIOKYChl, IpETEpIEBIINE HANpaBlIEHHOE JelcTBUE OTOOpA,

pe3tomupoBansbl B Taba. 2 (Nielsen, 2005).

Tabmmma 2. MeTosl IeTeKIMK 0TOOpa ¢ TOMOIIBIO aHaln3a nociienoBarenbHocTeil JIHK
(amonrruposano u3 Nielsen, 2005).

Tect H3yuyaemblii IaTTEpH CcblIKH

Tajima’s D, Fu and Li’s D, Fay Cnekrpsl aJUIeIbHBIX YaCTOT Tajima, 1989; Fu and Li,. 1993; Fay

and Wu’s H and Wu, 2000

TecTwl, ocHOBaHHbLIe HA LD Hepasnogecue mo crerutennto w/uwam  Hudson et al., 1994; Kelly, 1997
CTPYKTypa raIioTuma

Fst ¥ nogoGubIe YpoBeHb MOJpasIeeHus B Vitalisetal., 2001; Akey et al., 2002
HOHyHﬂHI/II/I

HKA Yucio 3aMeH Hudson et al., 1987

Macdonald-Kreitman Yucno HECHHOHMMMYHBIX u McDonald and Kreitman, 1991
CMHOHUMMYHBIX 3aMEH

Ka/Ks Yucmo HECHHOHMMHWYHBIX u Hughes and Nei, 1988

CHMHOHUMHUYHBIX 3aMCH

B peanbHbIX mOMyNSAIUAX Jpyrue (akTophl, Takhe KaK IEPEeHOC TEHOB WIIH
U3MEHEHHE pa3Mepa MOMyIAINN, TakKe BIHUSIOT Ha ajuleabHoe pasHooOpasue (Wright
and Gaut, 2005). Mcnonb3ys qaHHBIE TOJIBKO 00 OJHOM JIOKYCE, CTATUCTUYCCKHE TECTHI
4acTO HE CIIOCOOHBI OIPEACTUTh, SBISIOTCA JIM Pa3Iuuds MEXIAY OXHUIAECMBbIM U
Ha0JII0JIaeMbIM TIATTEPHOM BapHaIlMi TPOSIBICHHEM JEHCTBUS €CTECTBEHHOTO OTOOpa
WIH  JUIIb  OTPAXKAIT  JeMOrpapuYecKyrd  HCTOpHio  mnomyisinuu.  OgHako

I[eMOI‘pa(bI/I‘ICCKI/IC IMPpOLICCChI ,HGP'ICTBYIOT OJHOBPEMCHHO Ha BCC JIOKYCBHI I'CHOMA, B TO
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BpeMsi Kak OTOOp JeiCTBYeT TOJBKO Ha ONpeAeCHHBIC JIOKYChl. Takum o00Opaszom,
IpeaIosaraeMoe AecTBUE OTOOpa HAa MHTEPECYIOIIMA T'€H MOYKET OBbITh BBISBIEHO C
MIOMOII[I0 CPaBHEHHsI Pa3HOOOpa3us B IEJIOM [0 TEHOMY C XapaKTepPUCTHKaMH
OTACTBHOTO JIOKyCa WM METOJIOM CHMYJISIMA HECTaHJAPTHBIX IMOMYJISSIIHOHHBIX
mopeneit (Mitchell-Olds and Schmitt, 2006).

Takum 00Opa3omM, C TMOMOIIBIO MOJEICH  MOJICKYISIPHOW  OSBOJIOIMH U
HOMYJISIIIMOHHO-TeHETUIECKOW TEOPUH MOXKHO OIHCATh, KaK OTOOp JIeHCTBOBAN HA I'eH U
BBISIBUTh KaHAMIATOB HA POJIb MCTOYHHMKOB Pa3HOOOPA3Hs MEXAY MOMYJISLHMSIMH HIIH
sugamu (Luikart et al.,, 2003). IlogoOHbIe HCCIEAOBAHUS CO3IAIOT OCHOBY IS
9BOJTIOIIMOHHBIX TEOPHUH, OJHAKO OHHU JOJDKHBI OBITH JOMOJHEHBI ()YHKIHOHAIBHOM
XapaKTePUCTUKOW TCHOB, KOHTPOIUPYIOIIUX U3YYaeMbIil MPU3HAK: U3YUCHUEM BIIUSHUSI
OOHApYXCHHBIX aJUICIBHBIX BAPUAHTOB Ha DKCIIPECCHUIO TEHOB M (YHKIHUIO OEIKOBOTO
npoaykra (Vitti et al.,, 2013). PaGoTel 1m0 H3yYeHHIO MOJCKYJISIPHON SBOJIONUN U
¢unorernn reHoB kak A.thaliana, Tak u XO3SHWCTBEHHO IEHHBIX PAaCTCHWH, BEIYTCS B

BEAYIIMX POCCHICKHX U 3apy0OexHbIX Jaboparopusx (Goryunova et al., 2012).

1.4.4. BHyTpUBHUI0BOIi MOJIUMOP(U3M N0 yCTOUMBOCTH K X001y A. thaliana
€ro reHeTH4eCKNe OCHOBBI

BiusHue TemmepaTypbl Ha OHOXMMHUYECKHE U (PH3HOJIOTHYCCKUE TPOIECCHI
OKa3bIBaCT OIpEJeNsIoNlee 3HAYCHWE Ha ONpEJACICHUE apeajoB OOWTaHHA W
YHCICHHOCTH OpPraHu3MOB. Pa0oOThl 10 CpPaBHCHHIO PA3IUYHBIX BHJOB IO3BOJIHIH
BBISIBUTH OCHOBHBIC MATTEPHBI TEMIIEpaTypHOI ajanTtanuu. Ho TONBKO M3ydeHHE POIIH
TEMIIEPATYPhl B YCTAHOBJICHUU TOHKUX MATTCPHOB YCTOMYMBOCTH B OJM3KOPOICTBEHHBIX
BUJIaX WU CPEJIH IMOIYJISAIUI OJHOTO BUA JACT MPECTABICHUE O TOM, KaKOBa MPHPOJIa
aJallTUBbIX BapUalMUi [0 TEMIEPAaTypHOU YCTOWYMBOCTU. B3anMMOCBA3b yCIOBUU
OKpYIKAroIel cpeapl ¢ BapHALUSAMH 0 YCTOMYMBOCTH K PA3JIUYHBIM TEeMIIEpaTypam
aKTHBHO M3ydaeTcs Ha MojenbHoM o0bekTe A.thaliana.

BHYTpHUBHIOBBIC pa3ivuusi MOTYT OBITh CBSI3aHBI C pPa3HUIICH B HHAYLHPYEMOMN
xos10710M ipoaykiuu MetabonutoB (Cook et al., 2004; Hannah et al., 2006), pa3nuuusix B
skcrpeccuu renoB npu akkaumatuzamuu (Cook et al., 2004; Alonso-Blanco et al., 2005;
Hannah et al., 2006).



39

1.4.4.1. KnunajbHas U3MEHYUBOCTD MO YCTOHYHUBOCTH K X0JIOAY

A. thaliana mmpoko pacmpoctpaneH B CeBEpHOM IMONyIIAPUH: OH OXBATHIBAET
pernoHsl OT dkBatopa A0 llonmspHoro kpyra. Pachkl OTIHMYarOTCS 3HAYUTEIBHBIM
TCHETHYECKIM pa3HOoOpas3reM, Jiesiasi BO3SMOKHBIM N3YUEHHE B3aUMOJICHCTBUS TEHOTHUIIA
¢ okpyxaromei cpemoit (Koornneef et al., 2004; Mitchell-Olds and Schmitt 2006;
Weigel, 2012). B yacTHOCTH, €CTh JaHHBIC O KJIMHAIBHOW U3MEHYUBOCTHU IO Pa3IMIHBIM
npusHakam. [IpuMepbl: BRICOTHBIE KIUHBI 110 TuiogoBuToctd (Montesinos-Navarro et al.
2011), Bpemenu 3anBeranus (Méndez-Vigo et al. 2011) mupoTHBIE KIMHBI 110 BpEMEHHU
sanBeranus (Stinchcombe et al. 2004), pa3smepy pactenust u ckopoctu pocta (Li et al.,
1998), ckopoctu pocra runokotwiis (Stenoien et al., 2002), mmHe TUPKaIHOTO MEPHOAA
(Michael et al., 2003), uyscTBUTENnEHOCTH K spoBu3anuu (Stinchcombe et al., 2005).
[IupoTHBIE KIUHBI SIBISIOTCS CACICTBUEM M3MEHEHUS TaKUX (haKTOPOB BHEIIHEH CPE/Ibl,
KaK CBET, TeMIIepaTypa ¥ KOJUYeCTBO ocaakoB, ¢ mupotoit (Weigel, 2012).

CyliecTByeT 3HAYMTENIbHOE pa3HooOpasue Mexay pacamu A.thaliana mo
YCTOMYMBOCTH K XOJIOAY M CIIOCOOHOCTHM K aKKIMMATHU3allUH, KOTOPOE MOXKET OBITh
UCIIOJIb30BAHO JIJISI MCCIICIOBAHUS MOJICKYJISIPHBIX OCHOB 3THX IpoleccoB. KimHanbHas
u3MeHunBocTh A.thaliana mo ycrolumMBOCTM K XOJIOAY W3ydaiach pa3HBIMU
WCCIIeIOBATEIISIMU Ha pa3nuuHbIX Kosutekiusx pac A.thaliana (Lin et al. 2008; McKhann
et al. 2008; Zhen and Ungerer 2008a; Zhen and Ungerer 20086; Zuther et al., 2012). B
pabore Zhen m Ungerer, Obula m3ydeHa ycToiumBocTh K xonoay 71 pac A.thaliana,
COOpaHHBIX M3 Pa3IMYHBIX YacTell apeaja BUJA B JIBYX CEpHSX JKCICPUMEHTOB: 0e3
XOJIOJIOBOM aKKIMMATHU3AlMK U IOCIIe X0J010BoM akknuMatusanuu (Zhen and Ungerer,
200806). JIuHeiHas 3aBUCHUMOCTh YCTOMYMBOCTH K XOJIOJY OT INUPOTHI MPOUCXOXKICHHS
pac 0e3 WM Tociie TPeABAPUTEIBHON XO0JI0A0BOW aKKIMMaThu3auu (prc. 8) TOBOPHUT O
HAJIMYMH [TUPOTHOTO KJIWHA 10 YCTOHYHUBOCTH. [IJIs1 MOATBEPIKACHHS TOTO, YTO Pa3IUYUs
0 YCTOWYMBOCTH K XOJOJYy MEXKIy pacaMd CBsi3aHbl HE MPOCTO C IIUPOTOM
NIPOUCXOXK/ICHHS, HO, TIaBHBIM O0Pa30M, C PA3JIMYMSIMH B TEMIICPATYPHBIX YCIIOBHSIX,
ObLT MPOBEICH PErPeCCHOHHBIA aHAJN3, MOKA3aBIIWH, YTO CYHIECTBYET CBSI3b MEXIY
CPEeIHUMH TeMIIepaTypaMH SHBAPSI U MIOJIA U IIHUPOTOH, JJI1 KOTOPOH HAOJIIOIAIMCh 3TH
temnepatypsl (Zhen and Ungerer, 2008a). B pabote Zuther et al. mo u3ydyenuro 54 pac
HOJITBEPINIICS OOHAPYKCHHBIN paHee IMUPOTHBIN KIMH 110 YCTOMYMBOCTH K X0JI01y (pHC.

9) 1 Oblla BBISIBJICHA TaK)KE B3aUMOCBSI3b JO0JITOThI MMPOU3pACTAHUA C YCTOfIqI/IBOCTI)IO
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(Zuther et al., 2012). Taxxe MOATBEPANUIOCH BBHICKA3aHHOE paHee MPEAMOIOKEHNE, YTO
MMEHHO JIOKAJIbHBIC aJIalTallui K OMPEe/IeICHHOMY KJIMMAaTy, a HE T€HETUYECKOE POJCTBO
MEXAY TOMYJSAIUSAMHU, SBJISIOTCS OMNPENEISIONMMH B OTHOIIEHHHM  XOJIOJ0OBOM
ycroitunBocTr monyssiuii (Fournier-Level et al. 2011; Hancock et al. 2011). Takum

o0pa3oM, J0Ka3aHa B3aUMOCBS3b YCTOMYMBOCTU K XOJOIY M LIMPOTHI MPOU3PACTAHUS

pacsl.
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Puc. 8. TIlokaszarenn yCTOHYMBOCTH K XOJOAY KOPPEIUPYIOT C MIHPOTOM
npoucxoxaeruss pac: (A) Pacrenms monseprammch aeiictBuio  -10°C  mocne

npeaABapUTeIbHON XomonoBod akknumatusanuu, (b) be3 akkmumaruzanuu. Ilo ocu
a0CIMCC OTJIOKEHA IMHUPOTa MIPOUCXOXKIACHUS, TT0 OCH OPJIUHAT — HHJIEKC YCTOMYUBOCTH K
xojo1y (amantupoBano u3 Zhen and Ungerer, 20080).

4L ® =053 P<0.0001 Puc. 9. KoppensuuoHuslii  aHamu3
3HaueHu LT50 (remmepatypsl, mnpu
| KoTopo mpoucxoauT yreuka 50%
5 AJIEKTPOJIUTOB) TUTSE
= i HeakkuMatusupoBanubix  (NA) u
:m AKKJIMMaTU3UPOBAHHBIX (ACO)
P<0.0001 . o
_10L é . pacTeHMii ¢  IIMPOTOM  peruoHa
¢ MIPOUCXOKICHHS pachl (a1anTHPOBAHO U3
_o-NA p a pacsl (agantup
12 —e—AcC 7 Zuther et al., 2012).
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1.4.4.2. Poasb renoB peryjiona CBF B (popMupoBannu BHYTPHMBHAOBBIX Pa3au4uii

nmo ycroiiunmBocTH K xouoay A.thaliana

KntoueBbiMu  akTopamMu, OOYCIaBIMBAIOIIMMHU  BHYTPUBHUIOBBIE — pa3Inyus,

sBisitorest reHbl perynona CBF (CBF1, 2, 3 u ux rensi-mumenn COR), a Taxke
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HEKOTOpbIe MeTabOJMMThI. PacTeHHMs W3 pErHoHOB C 0ojice CYpOBBIM KJIMMAaTOM
XapaKTePU30BAINCh TAaK)KE€ IMOBBIIMICHHBIM  COJACP)KAaHMEM pPaCTBOPHMBIX —CaxapoB
(rimroko3b1, GpyKTO3BI, caxapo3bl U padduHosbl) u nmpoauHa (Zuther et al., 2012). Poas
renoB peryiaona CBF B ¢opMupoBaHuM BHYTPHUBHIOBBIX Pa3IHYUi 110 YCTOMYHBOCTH K

XoJioay A0KaszaHa C MOMOIIbIO PAa3JIMYHBIX MCTOIOB.

KapTupoBaHue JJ0KyCOB KOJHYeCTBEHHBbIX mpu3HakoB (QTL)

BHYTpUBUIOBBIC pPa3Nu4Msi MO YCTOMYUBOCTH K XOJOay Mexmy pacoit Cvi
(rponueckue OctpoBa 3eneHoro Meica) u Ler (CeBepnast EBpomna) Ob11M MCTIOJIB30BaHbI
st morcka QTL, KOHTpoMpyOMKX yCTOMYMBOCTh K XonoAay. [lokazaHo, 4To pacteHus
ITHX pac HUMEIOT PA3IUYHYI0 YCTOHYMBOCTH K XOJOAY KakK 10, TaK H IOCIe
aKKIMMaTth3anuyd.  KapTupoBaHWe — TO3BOJHJIO — BBIIBUTH — HEcKoimbko — «QTL
xononpoycroitunBoctn» (FREEZING TOLERANCE QTL wnm FTQ). Oaun u3 HUX,
FTQ4, oOnamarommii HaWOONBIIMM BIMSHHEM Ha WCCICIyeMbId TPU3HAK, OBLI
KOJIOKAJIM3UPOBAH ¢ TaHAeMHBIM KiactepoM reHoB CBF1-3 (Alonso-Blanco et al., 2005).
[ToHwkeHHass YCTOHYMBOCTH K XOJNOAY pacTeHuid packl CVi okazanach CBSI3aHHOH C
nenenuel B mpoMoTopHOil obmactu reHa CBF2, mpuBosiieil K CHUKSHHIO dKCIIPECCUU
ATOTO T€HA M €T0 TeHOB-MUIIIEHEH. DTO MPEANOoI0KEeHHE OBIIIO TOTBEPIKEHO C TIOMOIIIBIO
TECTa Ha MEKaJUIeJbHYIO0 KOMILIeMeHTaluo: ajmiens rena CBF2 u3 pacel Ler noblinaer
YCTOHYMBOCTH K XOJIOTy TPaHCTeHHBIX pacTeHuit pacel Cvi (Alonso-Blanco et al., 2005).

OTH maHHBIC TOATBEPAUINCH M B HETABHEM MCCIICIOBAHUN METOJIOM KapTUPOBAHUS
QTL monodunernyeckoit rpynmnsl nomyrsinuii A.thaliana w3 monwabl pekn SHIBH B
Kurae. MccnenoBaTenu yCcTaHOBWIIM, YTO B OCHOBE Pa3IMUUil MEXIy TOMYJISAIUSMHA IO
YCTOMYMBOCTH K XOJIOAY JIKHUT MOIMMOP(HU3M B JOKyce, coaepxkamem rensl CBF.
Kpome Toro, ObUTO BBISBICHO BBIPAKEHHOE [EHCTBHE €CTECTBEHHOrO OTOOpa Ha
nocnenoBarenbHocTh reHa CBF2 B Gonee ycToiunBbIX momymisiusax. YyBCTBUTEIbHBIE K
XOJIOly TIOMYJIANNK conepkanu uHcepnuio B rene CBF2, mpuBonsmyro k oOpazoBaHUIO

HedyuknuoHanpHoro 6enka (Kang et al., 2013).

AHAJIN3 IKCIPECCHH T€HOB, KOHTPOJIUPYIOIIHUX YCTOHYNBOCTH K XOJI0AY
B uccrnenoBannu nesitu pac A.thaliana, mpoucxomsimmx U3 pa3HbIX PErHOHOB OT

CkannunaBuu 10 OcTpoBoB 3eneHoro Meica, OblI0 0OHAPYKEHO, YTO C YCTOMYHBOCTHIO
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K XOJIOAY KOppEIUpYyeT coJepKaHue psifga MeTabOJIUTOB, a TaKXKe YPOBEHb IKCIPECCUU
psana reHoB, B ToM uuciae TO. IloBbleHHas yCTOWYMBOCTH K XOJIOAY CBs3aHa C
uHrHOUpoBaHueM  (POTOCHHTE3a, HHIAYKIUU  (IAaBOHOMAHOTO  MeTaboiu3mMa U
TOPMOHAJIEHBIMHU CUTHAJIAMH B YCTOWMYMBBIX CEBEPHBIX pacax. [lomydeHsl Takke qJaHHBIC
0 TOM, YTO B YCTOHYMBOCTH CEBEPHBIX pac K XOJIOAY MOTYT UTpaTh TeHbI perynonoB CBF
u ZAT12 (Hannah et al., 2006).

B xone ananmza 48 nuauit A.thaliana McKhann et al. o6Hapyxwunm, 4ro pactenus
pac, oOjamarmux HauOONbIIEH YCTOWYMBOCTBIO K XOJIOAY, UMEIOT 0oJiee BBICOKHI
ypoBeHb dkcnpeccun reHoB CBF m COR mox aeiictBuem Xoioja, 4eM pacTeHUs
YYBCTBUTENBHBIX K XOJIOJy pac U3 IOKHBIX PErHoHOB apeana. OMHAKO OHU HAOIIOaIu
TaKXKe W MCKIIOYCHHS M3 ATON OOIIei TeHACHIINU, YTO TOBOPUT O TOM, YTO B OTBET Ha
XOJIOZIOBOH CTpECC BOBJICUEHBI TAKXKE M MHOTHE APYTHe TeHeTHYeCcKue myTH, u TeHsl CBF
peryioHa He MOTYT OOBSCHUTH Bce pa3nuuus B ycroiunBoctu (McKhann et al., 2008).
HecmoTpst Ha ycTaHOBIEHHME HEKHMX OOMMX MpaBwi, OOYCIABIMBAIOIINX Pa3IHYUs B
YCTOWYMBOCTH K XOJIOZYy MEXKIY pacamu, He ObLJIO YCTAaHOBJICHO YETKON KOppPEeNsIuu
MEXTy YPOBHEM IKCIPECCUU ITUX TCHOB, MOJIUMOP(HU3MOM KX TOCIEIOBATEIBHOCTEN 1
YCTOMYMBOCTBIO K X0J101y pac. HemaBHee uccienoBanue 54 pac A.thaliana ne BbIsSBHIIO
KOPPEJALNN YPOBHSI OTHOCUTENBHOM 3Kcrpeccuu TeHoB CBF1-3 ¢ ycToMuMBOCTBIO K
X0J10y, oaHako ypoBeHb 3kcmpeccur reHoB COR (COR6.6, COR15A, COR78) wu
TPaHCKPUIIIMOHHOTO (hakTopa ZAT6 Koppenupyet ¢ reorpadguuecuM MpOUUCXOXKICHUEM
pacel u ¢ ypoBHeM ycroiumnBocTH (Zuther et al., 2012). UccnenoBanue 48 muHUE Takxke
HE BBISIBUJIO B3aUMOCBSI3U ypOBHS dKcrpeccuu reHoB CBF ¢ ycTOWYMBOCTBIO packl K

xomnoxay (Gery et al., 2011).

AHaJm3 AeficTBUSI 0TOOPAa HA TeHbl YCTOMYMBOCTH K X0JI0AY
O 3HaYMMOCTH ONpEeeNCHHBIX TeHOB ISl Pa3BUTHS IPUCIIOCOOIEHHOCTH K XOJI01y
OTIPE/IETICHHBIX pac MOXHO CYAWUTH IO TOMY, KaKOe BIMSHHE OKa3bIBal OTOOp Ha HX
HYKJICOTUIHBIE NOCIEAOBATEILHOCTH B XOJ€ 3BOJIOLUUU. Tpu rpynmsl uccienoBarenei
HE3aBUCHMO M NPAKTUYECKH OJHOBPEMEHHO IPHUIIM K BBIBOAY, YTO B Pa3JIMUUAX II0
YCTOHYMBOCTH K X0JI0y Mexay pacamu A.thaliana pasHbeIX MIUPOT OMpeNesIiCHHYO0 POJIb
MOTJIA CHITPaTh pa3HbIe CEJEKTUBHBIC CHIIBI, JCUCTBYIOIIME Ha TeHbl cemeiictBa CBF

(Lin et al., 2008; McKhann et al., 2008; Zhen and Ungerer, 2008a) Iloka3aHo, 4to B
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I0)KHBIX, YYBCTBUTEIBHBIX K X004y pacax A.thaliana rensr cemeiicrBa CBF Hakommiu
OO0JIBIIIOE YUCIIO PEIKUX MOTUMOP(PU3MOB B KOTUPYIOMIEH YacCTH IMOCIEI0BATEIbLHOCTH,
NPUBOJAIIMX K aMUHOKHUCIIOTHBIM 3aME€HaM B COOTBETCTBYIOIIMX OelKaX. JTO MOXKET
TOBOPUTH O TOM, YTO HETATHBHBIA OTOOP OKa3bIBaJ HEOOJBIIOE BIMSHUE HA YBOJIOLHUIO
9THX I'eHOB B OoJjiee Teruioit yactu apeana A.thaliana (McKhann et al., 2008). B Hu3kux
MIUPOTaX, XapakTepU3ylIIUxcs Ooyiee TEMIbIM KIMMAaToM, OOJbIIE BEPOSATHOCTH
HAKOIUICHHSI B MOMYJSIIMM HYKJICOTHAHOTO mnonumopdusma mo reHam CBF kak B
KOAWPYIOUIEH, TaKk W B PEryIATOPHOM ydacTkax mocienoBarenbHocTd. CuibHOE
NEHCTBUE OYUCTUTENBHOIO 0TOOpa 3a(pUKCUPOBAHO B OOJEE€ CEBEPHBIX, YCTOMYMBBIX K
xoiony pacax A.thaliana (Lin et al., 2008; Zhen and Ungerer, 2008a). Ha cBs3b
naBieHust otoopa Ha reHsl CBF ¢ X011010BO# yCTOMYMBOCTBIO PACTEHUH OMpPEIEICHHOMN
pachl ykasbiBatoT U nanubie Kang et al. (Kang et al., 2013).

[ToHmxeHHass yCTOWYMBOCTh K XOJIOAY pac, OOUTAIONMIUX B PETHOHAX C MATKUM
KJIMMaTOM, BKYIIE€ C X HU3KOH CITIOCOOHOCTBIO K aKKJIMMATHU3allly HAaBOJIUT HA MBICIb O
TOM, YTO pAacTEHUE 3aTPAauMBaET 3HAUYMUTEJIbHBIC HSHEPreTHUECKUE M MaTepualbHbIe
pecypchl Ha pa3BUTHE YCTOHYMBOCTH. OUEBUIIHO, YTO aKTHBAIUS SKCIIPECCHH OOJBIIIOTO
YKciIa TCHOB U BBIPa0OTKAa METabOIUTOB TPEOYIOT 3HAUUTENbHBIX pecypcoB (Cook et al.,
2004; Hannah et al., 2006; Vogel et al., 2005). M3yueHne TpaHCTEHHBIX PACTCHHIA
Athaliana, cynepakcmpeccupyromx reHbl  cemeiictBa CBF/DREB1  ciyxwur
HNOATBEpXkKACHUEM JTOH Teopur. OOHapyKeHO, 4YTO TakuWe pacTeHus oO0IagaroT
TIOHKEHHBIM POCTOM, 3aTOPMOKEHBI B Pa3BUTHUU M MEHEE IUIOJOBUTHI, Y€M PACTCHUS
nukoro tuma (Kasuga et al., 1999; Gilmour et al., 2000). ITpennosoXuTeIbHO, PECYPChI
pacTeHus, B HOPME pacCXOAYIONIMECS Ha POCT W PENPOAYKIHUIO, HAMPAaBISIFOTCS Ha
pa3BuTHE akkiIuMatuzanmuu. HeobxomgumMo OTMETHTb, 4YTO MOAOOHBIE 3(PPEKTHI
HaOsroanuck He Beeraa (Jackson et al., 2004).

OTu HaOIIOICHUS IPUBEIU K IBYM BO3MOXKHBIM OOBSICHEHHUSIM IPUYHH HAKOTUICHUS
HECHHOHUMHMYHBIX 3aMeH B TMociefoBareinbHOCTH TeHoB CBF B pacax W3 10XKHBIX
PETHOHOB: a) MYTAllMH, BBI3BIBAIONINEG HEPYHKIMOHATLHOCTh TEHOB XOJIOJOBOM
aKKJIMMATHU3allid MOTYT HAKAaIUTUBAaThCS B TaKUX MOMYJSAMHUSIX CIydailHO U OBITH
CEJICKTUBHO HEUTpaJbHBIMH;, ©) TakuMe MYTAallMM HAXOASTCS TOJ IOJOKHUTEIbHBIM
BJIIMSTHIEM €CTECTBEHHOTO OTOOpa, TaK KaK MO3BOJISIOT M30eraTh HETaTUBHOTO BIIMSHUS

MOBBIIICHHON aKTUBHOCTHM T'€HOB XOJOJOBOTO OTBETA. OI[HaKO HCCIICAOBAHHUC C
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UCIIOJIb30BaHUEM PsiJia TPAHCTEHHBIX JMHUN U mpupoanbix pac A.thaliana nokasao, 4ro

OoJiee BeposTeH MepBbIi BapuanT (Zhen et al., 2011).

1.5. 3aka0uenune

AHanu3 JIUTEpaTypHBIX MCTOYHHKOB TOKAa3bIBAET, YTO MPOOJIEME TE€HETUYECKOTO
KOHTPOJISI yCTOMYMBOCTH pPACTEHMM K XOJOAy YyAenserca OoJbllioe BHUMaHUE
UCCIIEIOBATEIIMA BCero Mupa. MaeHTn(uimpoBaHO MHOXKECTBO TE€HHBIX CEMEHCTB U
NyTel Peryysiuy 3TOTO Ipoliecca. 3HAYUTENBHBINA Tporpecc ObUT JOCTUTHYT OJiaronapsi
U3y4CHHUIO MOJICNBHOTO TreHetndeckoro obObekra A.thaliana. HMcciemoBanus 1o
yCTOMUMBOCTH K Xoiony psma pac A.thaliana mpomemoHcTpupoBaiv 3HAYUTEIBHBIC
pa3nuums MEXIy pacaMH W BBISBIIM KIWHATBHYIO W3MEHYHBOCTH MO 3TOMY IPU3HAKY,
CBA3aHHYIO C reorpauyeckoil MUpoToil U TemnepaTypoil. TeM He MeHee, OCTaloTCs He
BBISICHEHHBIMH TaKHE€ BOMIPOCHI, KaK CreNU(PHUHbIE MEXaHU3MBbI PEryJsiMd OTBETa Ha
XOJIOZl B PA3JIMYHBIX TKAHSIX PACTEHHS W HA PA3IMYHBIX CTamusX pa3BuTHs. l3BecTHO,
yro MHorue TXd o6namaroT MIECHOTPONHBIM JIEHCTBUEM, OOecreunBas B3aUMOCBS3b
MEXy Pa3TUYHBIMH MPOIECCAMU Pa3BUTHS M (U3MOJIOTUU pacTeHus. B To ke Bpewms,
BO3MOXXHA U CHEIUANTHM3AIUS ACUCTBUS KakuX-In6o T u UxX MUIIEHEH, pa3BUBIIASACS B
xo7e KodBoMOUMU. OCHOBHBIM MEXaHW3MOM BO3HHMKHOBEHHUS TaKHX CHEIH(pUIHO
JEHCTBYIOMIMX MEXaHU3MOB SIBJISIETCS JYIUIMKAILUS T€HA C TMOCIEAYIONeH TUBepreHnen
ero GpyHKIMK OT npeakoBoro reHa. HenaBHo niueHTHUIIMpoBaHHbIN romoor rera |CEL
red ICE2, xomupyroumii T®, yyacTByroUMil B peryiasludyd XOJOJOBOTO OTBETA,
NPEJCTABIISIET UHTEPECHBI B 3TOM OTHOIICHHWU OOBEKT MccienoBanus. Mcnonp3oBanue
TPaHCTEHHBIX PAaCTCHUH, a Takke mpupoaHbix pac A.thaliana m mocnemoBarenbHOCTEH
TOMOJIOTOB T€HAa M3 JAPYTrUX BHUJOB PACTCHHUH IMO3BOJIAT MOAPOOHO M3YYUThH POJIb T'eHA
ICE2 B oTBeTe Ha XO0JI0/, YCTAHOBUTbH, KAKWE JOMOIHUTEIbHBIC (DYHKIIUU OH BBHITIOJIHSIET
B OpraHM3M€ W KaKHe OBOJIONHMOHHBIE TPOIECCH TPUBEIM K BO3HUKHOBEHHUIO U

crnenuaian3alny reya.
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I'/TABA 2. MATEPHUAJIBI U METO/bI

2.1. PacTuTe bHBIN MaTepHaJl U YCJI0BHS BbIpalllMBAHHUS

B pabore wucnonp3oBanu 9 npupomnsix pac A.thaliana w3 komnexknuu kadenps
reHetuku MI'Y (SnymkeBuu, 1985), mony4eHHbIX M3 MEXAYHApOJHOTO OAaHKa CEMSH
ABRC u KapHII PAH, a Taxke 2 tpancrennsie junuu A.thaliana Super-Half2-1CE2,
nonydeHubsie u3 MOI'en PAH (tabn. 3). Cemena crepunuzoBaiu cMmecbio 70% crnupra u
nepeKucu Bojopoaa 5% B TedeHue 3 MUHYT W spoBu3upoBasd mpu 4°C B TeMHOTE B
TeyeHue 2-X JAHed. PacTeHuss BbIpallMBaIMCh B  aCENTUYECKUX YCIOBHUSAX Ha
arapuzoBanHoil cpene Ksutko (KButko, 1960), unu B cMecu mouBsl U BepMukynura (2:1)
npu 14 - 16-gacoBoMm ¢oTomeprone (UIMHHBIA [€Hb) B YCIOBHUAX TEIUIUIBI, MPHU
uHTeHcuBHOCTH ocBemeHuss 100 ME u temmeparype 22-25°C. ns akkIUMaTH3AIHHA
JIBYXHEJICJIbHbIE PACTEHHUsI, BBIPAILIEHHBIE B AaCENTHYECKON KyIbType, MOMELadu Ha

cytku Ha 4°C npu nocrosaHoM cete 100 ME.

Tabmuua 3. Jluauu A.thaliana, ucnonb3oBanHbie B paboTe

Hasanue Hctounnk
Col-M (Columbia), 1abopaTopHast Konnekuust xadenpsr renetuku MI'Y
muaus K-8
Dj-M (Dijon), nabopaTopHas JIUHUS Komnekuust kadenpsr reaetnkn MI'Y
K-1
Cvi-0 (Cape Verde Islands), CS902 MesxayHnapoanbiii 0ank cemsin ABRC
[yiickas KapHI[ PAH
[TapeBuun KapHII PAH
Konueszepo KapHII PAH
MenBexberopck KapHI[ PAH
Pankonse KapHIl PAH
bonpmoit Knumenkuit KapHI[ PAH
Super-Half2-1CE2 NOI'en PAH

2.2. [TosryyeHre TOMO3UTOTHBIX JIMHUHM TPAHCTCeHHBIX PACTEHHH €
cynepakcnpeccueii rena |[CE2
Tpancrennsie nuauu A.thaliana, cymepskcnpeccupyromme ren |ICE2, Opum
co3nanbl B MHCTHTYTE 00mel renetukn um. H.M. BaBunosa PAH moa pykoBoacTBom
n.6.H, podeccopa B.A. TapacoBa mMeTomom TpaHCHOpMalMKM HEOIBUICHHBIX OYTOHOB

pacrenuii pacel Columbia renernyeckoii KoHcTpyKuuei, comepikaiieir red ICE2 mox
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KOHTpoJieM 35S mpomMoTopa BHpyca Mo3auku HBeTHOH KamycThl (CaMV) ¢ momorbio
Agrobacterium tumefaciens. [lyis cenekiuu TpaHCPOPMAHTOB B KOHCTPYKIIMIO OBLI
BBeAcH TeH  (Qochunorpurma-N-anernarpancdepassr  bar  u3  Streptomyces
hygroscopicus, o0yciaBIMBalONUi YCTOWYMBOCTh K repOUImay (GpochuHOTPUIIMHY
(“Basta™). IIpodeccopom B.A. TapacoBsiM HaMm ObLIH MPEAOCTABICHBI CEMEHA PACTCHUI
nokojenus T2 aByx He3aBucuMbIx juHHE Super-Half2-ICE2. Tak kak panee B
nokoJieHnu T2 ObUIM TONyYeHbl TPAHCTEHHBIC JIMHUM C MOHOTCHHBIM XapaKTepOM
HACJIEIOBAHUS, T.€. PACTEHHUS OKAa3aJUCh TE€TEPO3UTOTHBI MO BCTABKE T'€HETUYECKOUN
xoHctpykimu (Fursova et al., 2009), To Obuta mocTaBiieHa IETb OTOOpPaTh JUIS
MANbHEWUIEro W3y4eHUs JMHWM, HE Jalollie paclelUIeHHs] B TIOTOMCTBE, T.C.
TOMO3UTOTHBIE TIO0 WHCEpIHH. s 3TOro Ha mepBOM dTame HaMH OBLTO HCCIETOBAHO
paclierieHue Ha ycToiunBocTh K “Basta” B mokonenuu T3: cpenu 15 cemeit AByX JMHUN
ObUTH 0TOOpaHbl § TOMO3UTOTHBIX ceMell. XapakTep HacleJOBaHUS OMPEEIISITA METOI0M
xz (ITpunoxenue, Tabu. 1). BeipalieHHbIe B MOYBE MPOPOCTKH OBLTH 00pabOTaHBI
BOJHBIM PACTBOPOM TrepOuIMaa ¢ KoHIeHTparueidl 250 Mr/m, depe3 Hemenro mocie
00pabOTKH TOJICYUTHIBAIOCH YMCIIO BBDKUBIIHUX PACTECHUH. 3aTeM IS MOATBEPIKICHUS
HAJIMYWsl MHCEPIUU OBbLTM BBIOpaHO 1O 1 cembe B KaXJ0W W3 IWHUN mokoneHus T4.
Metogom OT-IILP Obiia moaTBEep Xk AcHA MOBBIMIEHHAS IKCIPECCUS U3Y4aeMOTO IreHa B
TPAaHCTEHHBIX PACTCHUSAX 1O cpaBHeHUIO ¢ pacteHusMd JIT 1o oOTHOmIEHWIO K
CTaOMITLHOM AKCIIPECCUU KOHTPOJIBHOTO TeHa. Ha 3aKkiIiounTeIbHOM dTare U3 MOKOJICHUS

T5 sTux nuHUil ObUIM 0TOOPaHBI HE3aBUCHUMbIE TOMO3UTOTHBIE TuHUU D7 u D14.

2.3. ®u3H0JI0rHYeCcKHil TECT HA YCTOMYHUBOCTD K X0JI01Y
[Mpumensncst Tect Ha 3amopaxuBanue u3 Xin et al., 2007, ¢ m3menenusmu. 10-
JTHEBHbIE TPOPOCTKH, BBIPAlllCHHbIE Ha arapu3oBaHHoW cpene KButko, Obuin
noJIBepruyThl akkaumanuu npu 4°C B teuenue 10 nHeit. 3aTeM Yallky ¢ pacTEHUSIMU U
N00aBICHHBIMUA YEITyWKaMH JIbJla BBIACPKUBAIUCH B TeueHue 16 wacoB mpu -1°C B
TeMHoTe U B TeueHue 20 yacos npu -5°C. [locne 3amopakxuBaHusl paCTEHUSI TOMEUIAINCH
Ha 12 vacoB mpu 4°C B TEMHOTY M NMEPEHOCHIUCH B CTAHIAPTHBIC yCIOBHS TETUTUIIHI.

BpikrMBaeMOCTh paCTEHUHN OLIEHMBAJIACh BU3YAIBHO YEpE3 S5 JHEM.
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2.4. Cxanupyomas 3JJeKTPOHHAS MUKPOCKONMS

VY4acTKM TMOJIHOCTBIO PACKPBIBIIUXCA PO3ETOYHBIX JIUCTHEB (DUKCHpPOBAIM B
pactBope 4% rmoTapansaeruaa B 0.025 M docdarnom 6ydepe (300 mr Na H,PO,-H20
Ha 100 mi Bogsr), pH 7.0, npu 4°C B Teuenue 18 4acos, 3ateM WHKYOHpOBaIH IIPH 4°Ce
2% 0Os04 B Teuenue 12 yacos, 3 paza npombiBasin ¢pocharueiM Oydhepom, 00€3BOKUBATI
cepueit ciptoB (30%, 50%, 70% u 80% - mo 10-15 munyt, 96% - 2 paza no 30 MuUHyT),
3areM uHKyOupoBamu B 100% aunerone B TeueHue yaca. IlogroroBneHHsIi MaTepuan
BBICYIIMBAIH MIPU KpUTHYECKOM Touke Ha yctaHoBke “Dryer HCP-2” (Hitachi, Snonwus),
TIOKPBIBAJIM CIIOEM 30710Ta ¢ MajulajueM TOMmuHOH 150 A Ha MOHHO-HANMBUIMTENHLHON
ycranoBke “IB-3 lon Coater” (Eiko, Slmonust) u uccienoBaiy ¢ mOMOIIBIO MHUKPOCKOMA
JSM-6380LA (JEOL, Smonus). [llupuny ycTbuuHON anmepTypbl u3Mepsiin y S0 yCThHII.
[TnotHOCTH pacmonoxkenus yctbuil (Stomata density, SD) u snuaepManbHBIX KICTOK
(epidermal cell density, ED) paccuuThiBanM Kak OTHOIICHHE 4YHCIA YCTBUI[ M
AMUAEPMANIbHBIX KJIETOK, COOTBETCTBEHHO, K 00ILIEMY YHCILY KJIETOK. YCThUYHBIA MHJIEKC
(stomata index, Sl) paccuutsiBanu o dpopmyne Sl [%] = ((SD)/(SD + ED))«100 (Pino et
al., 2008). ITo Tpu He3aBHCUMBIX (OTOrpapuu MOBEPXHOCTH JIUCTA C KOKIOH JTMHUH (T10

1 Mm?) OBIITH KCTTONB30BaHbI 11 ozacuera SD, ED u Sl.

2.5. MoJiekyJsIpHbIE METOAbI

Boinenenue JHK

['enomuyto JIHK aig ananu3a HykIeoTHAHBIX TocaeaoBarensHocTel amuieneit ICEL
u ICE2 Brigensiu, ucnons3ys meron Dellaporta et al., 1983 ¢ mogudukanusmu. HaBecku
TkaHu 50-150 mr pactupanu B KuAKOM a30Te B ¢aphopoBOl CTYIKE, MEPEHOCHIH B
mukpornpooupky Eppendorf. Jo6asmsimm 500 mxin TES-6ydepa (100mM Tris/HCI (pH
8,0); 10mM DJITA; 2% nonemmincynbdar Na). MakyoupoBammu 45 mun. npu 60°C.
JHo6asmnsuu 0,2 oobema SM NaCl u 0,1 oobema 10% L[TAB. Uukyouposanu 10 MuH. npu
65°C. HoGapnsmu 0,75 obbema cmecu xjopodopma u u3zoammioBoro crmpta (24:1),
nepememnBanu. Llentpudyrupoanmu 10 mun. npu 14 000 g. Bepxnioio @pakiuro
NEPEHOCUIIN B HOBYIO POOUPKY, 100aBisiin 1 00beM 96% stanona. Ocaxxianyu He MeHee
2-x yacoB npu -20°C. Lentpudyruposasm 30 mun npu 140009, XKHUAKOCTh CIUBAIUA U
npoMbiBaiu  ocagok 70% staHomoMm. Ocalok BBICYHIMBAIM M PACTBOPSUIM B

IIEMOHU30BAHHON BOJIE.
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Brigeaenune PHK

PHK nmns ananmsa skcnpeccud BBIACISIIN U3 TyJia ABYXHEACIBHBIX po3eTok (~10
pacTeHuii), BRIPAILICHHBIX B aCENITHYECKOM KyIbType, ¢ momorisio RNeasy Plant Mini Kit
(Qiagen, CIIA) wu oo0pabateiBamn J{Hazoi (Qiagen, CIIA) mno wMeToauke
npousBoautens. Llenoctnocts Bhimenennoit PHK mposepsiin Ha snextpodopese B 1%
arapo3Hom reine. KonnuectBo PHK onpenensinu cnekrpodoromerpuuecku Ha npudope

NanoDrop (Thermo Scientific, CIIIA).

Cunre3 nepBoii nenu kIHK
[TepByto nenb k/IHK cunTe3npoBaiiv ¢ MOMOIIBI0 PEAKTUBOB M MPOTOKOJIA (PUPMBI
“Cunexc” B o0veme 20 . Ilomyuennyro kJIHK pasbaBnsaniu 10 KOHEUHOM

koHuentpauuu kJIHK B pactBope 12,5 ur/pi.

AHaJIN3 OTHOCHTEJILHOM IKCIPECCHH TeHOB

[TIP B peansnom Bpemenu (I1L[P-PB) npoBogmimu Ha ammnudukaropax AHK-32
(Poccus) u MiniOpticon Real-Time PCR System (Bio-Rad, CIIIA) ¢ Habopom peareHTOB
st mposenenus 1ILP-PB B npucyrctBun kpacurenss SYBR Green (Cunron, Poccust) u
1,5 pn x/IHK B peakiimonnom ooweme 15 . TlocnenoBaTensHOCTH TipaiiMepoB Opaiu U3
JIMTEPATYPHBIX UCTOYHUKOB HJIM MOJOHMPAIId MPU TOMOIIM mporpamMmbl Primer 3 takum
o0Opa3om, uToOBI B peakiuio Berymana toibko kJ[HK, crmcok mpaiimepoB mpuBeneH B
tabn. 4. Cunre3 mpaiimepoB 3akaspiBanu B ¢upme EBporen (Poccus). s
amruuKauy ObUIa MCIIOJIb30BaHa cieayromas nporpamMa: 1 mukn 10 mun npu 95°C;
40 nukioB 15 ¢ mpu 95°C, 1 mun npu 60°C. CnenupuvHocTs aMIUIMpUKaIUd Oblia
IPOBEpEHA C IOMOILNBIO aHAIM3a KPUBOM IUJIABIEHMS W BU3yaJM3allMd HPOAYKTOB B
arapo3HoM reje. AHanu3 OTHOCUTENBHOIO COAEpKaHUS TPAHCKPUNTOB MPOBOAUIHU IO

2744 (Livak and Schmittgen, 2001) myreM HOpMAaIM3alMH JAHHBIX IO

METOIY
AKCIPECCUH OTHOCUTENHHO JABYX pehepeHCHBIX T€HOB, UCIONIB3YS JABE OMOIIOTHYECKHUE U
TPU TEXHUYECKHE MOBTOPHOCTH. PaccumrthiBanack pasuuna 3HaueHuin C; (AC;) Mexmay
IIEJIEBBIM U pe(hepeHCHBIMY T€HaMU, 3aTeM CPaBHUBAIUCH 3HaYeHUS Ci KOHTPOJIHHOTO U
OMBITHOTO 00pa3iioB. B kaudecTBe pedepeHCHBIX OBLIM HCIONBb30BaHBl TeHbl PP2A u

At5g46630, koTOphIe XapaKTepU3YIOTCS KOHCTUTYTHBHOU 3Kcrpeccueit (Czechowski et

al., 2005).
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JuiekTpodope3 B arapo3HoOM reJie

Jns pazneneHust MpoAyKTOB aMIUTU(PUKALIMKM UCTIONB30BANIN AjieKTpodope3 B 1 uinu
1,5 % arapozHom rene B mnpucyrctBur Opomwuctoro stuaus (0,Imr/mm). Beiia
UCIIOJIb30BaHA JJIEKTpOodopeTHdecKas KaMepa Uil TOPU30HTAJIBHOIO 3JeKTpodopesa
npousBojicTBa (pupmel «Xenukon» (Poccus). Dnexrpodopes npooamiu B 6ydpepe TBE

(100 MM Tris / HCI pH 8,0; 10 MM DITA; 2% SDS).

CexBeHMpOBaHHE

[TocnenoBatensHoctn reHoB ICE1 m ICE2 Obutn aMmmmdummpoBaHbl Kak [Ba
NEePEKPBIBAIOIINXCS CETMEHTa C HCIOJIb30BaHHEM peakTUBOB s nposeaeHus [P u
Encyclo momumepassr (EBporen, Poccus), mnocinenoBaTeIbHOCTH HUCIOJIB30BAHHBIX
npaiimepoB npuseneHbl B Tada. 4. [lpoaykter [IHP Obuin Bu3yanusupoBansl B 1,5%
arapo3HOM Teje, JMIoIMs (parMeHTOB HpOBOAMWIACH € MoMmollblo Habopa Cleanup
Standard (EBporen, Poccus). CexBenupoBanue JJHK mnpoommmm B LIKII “T'enom™.
[TonmumopdHble caifTbl ObUTM TPOBEpEeHBl BHU3YyalbHO Ha XpoMmMaTorpamMmax u

MOATBCPIKACHBI C MOMOINBIO CPABHCHUS MIPAMBIX U O6paTHI)IX pUIOOB.

2.6. MeToabl 0MOMH(OPMATUKH

AHanu3 noJuMop¢usMa 1 puJIoreHun reHoB

Jns pekonctpykiuu punorennu renoB ICEL u ICE2 A.thaliana morenmanbHbIe
OpTOJIOTH HMX OEJTKOBBIX TPOAYKTOB OBUIM HWACHTH(PHUIIMPOBAHBI IyTEM IOHWCKA
TOMOJIOTHYHBIX OEIKOBBIX TOCIEAOBATEILHOCTE B 0a3ax MaHHBIX TPACITHPOBAHHBIX
T'€HOB Phytozome  v9.1 (http://www.phytozome.net/), GenBank  (http://
www.ncbi.nlm.nih.gov/BLAST/) u UniProt (http://www.uniprot.org/) ¢ nomoibto
anmroputma BLASTP (Altschul et al., 1990; http://blast.ncbi.nlm.nih.gov), ucmons3ys
napameTpbel 1o ymoidaHuio. [locienoBatenbHocT ¢ E-value <le-05 Obuin
UCTIOJIb30BAaHbI, M30BITOYHBIE  TOCIEOBATENLHOCTH  Obutn  ypaneHbl.  CHucOK

MOCJIEI0BATEIILHOCTEH MPUBEICH B Ta0I. 5.


http://www.phytozome.net/
http://www.ncbi.nlm.nih.gov/BLAST/
http://www.uniprot.org/
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Tabnuia 4. Vicrions30BaHHBIC B pab0Te MpaiiMepBl.

I'en HasBanmne Ha3nauyenue IlociaenoBareabHOCTH HcTounuk
npaiimMepa
ICE1 ICE1-1f CekBeHHpOBaHHE 5’-TGTGCAAATGTTTTGTCTGTCTT-3’ Primer 3
ICE1-1r CekBeHHpOBaHHE 5’-GGTGGTTTTGTTGGGAACAG-3’ Primer 3
ICE1-2f CekBeHHpOBaHHE 5’-CCTCCTCCTCCAATCTGAAC-3’ Primer 3
ICE1-2r CekBeHHpOBaHHE 5’-TGACGGTGAGAGAGAGAGAGA-3’ Primer 3
ICE1-f [111P-PB 5’-CCCATTAAAACAGCTGATCACA-3’ Primer 3
ICE1-r [111P-PB 5’-CCAGCAAGCTAGAGTTGAGGTT-3’ Primer 3
ICE2 ICE2-1F CexBeHUpOBaHNE 5>-TTTGATTATTAACGGTCGGATT-3’ Primer 3
ICE2-1R CexBeHUpOBaHNE 5>-TCGTCAATCTCTCTCTCGTAGC -3’ Primer 3
ICE2-2F CexBeHUpOBaHNE 5-GCTCGCAGCCAACTCTGTT-3’ Primer 3
ICE2-2R CexBeHUpOBaHNE 5>-AGCCTTTTCTCATGACAGACTC -3’ Primer 3
ICE2-f [T1P-PB 5’-TAAAGGCCAACAACCAAGAGTT-3’ Primer 3
ICE2-r [T1IP-PB 5’-TAATCACCGCTTGTTGAACATC-3’ Primer 3
CBF1 CBF1-F [T1P-PB 5-GGAGACAATGTTTGGGATGC-3' Linetal., 2008
CBF1-R [T1P-PB 5-CGACTATCGAATATTAGTAACTCC-3' Linetal., 2008
CBF2 CBF2-F [T1P-PB 5-CGACGGATGCTCATGGTCTT-3' Linetal., 2008
CBF2-R [111P-PB 5-TCTTCATCCATATAAAACGCATCTTG-3' Linetal., 2008
CBF3 CBF3-F [111P-PB 5-TTCCGTCCGTACAGTGGAAT-3' Linetal., 2008
CBF3-R [111P-PB 5-AACTCCATAACGATACGTCGTC-3' Linetal., 2008
COR15a COR15a-F [T11P-PB 5-GAAAAAAACAGTGAAACCGCAGAT-3 Linetal., 2008
COR15a-R [111P-PB 5'-CCACATACGCCGCAGCTT-3 Linetal., 2008
COR47 COR47-F [T1P-PB 5-ACAAGCCTAGTGTCATCGAAAAGC-3' McKhann et al., 2008
COR47-R [T1P-PB 5-TCTTCATCGCTCGAAGAGGAAG-3' McKhann et al., 2008
CORY78 COR78-F [T1P-PB 5'-GCACCAGGCGTAACAGGTAAAC-3 McKhann et al., 2008
COR78-R [T1P-PB 5-AAACACCTTTGTCCCTGGTGG-3' McKhann et al., 2008
SFR6/MED16 SFR6-F [T1P-PB 5-TTGTGCCGTAACTTCAGTGC-3' Primer 3
SFR6-R [111P-PB 5-GTATTTGCCTTGGAGCTTGG-3' Primer 3
MED?2 MED2-F [111P-PB 5-AGCTACACCAGAGCCACGTT-3 Primer 3
MED2-R [111P-PB 5-TCTCCCTCCCATTAGTGCAG-3' Primer 3
MED14 MED14-F [111P-PB 5-TCTTTGTCGGTGGCTATGTG-3' Primer 3

MED14-R [1L1P-PB 5-CCATTTTGTTGTGCTTGGTG-3' Primer 3
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ABA1l
CYP707A2
RD29B
RAB18
ADH
NCED3
RD22

FLC

SOC1
PP2A

At5g46630

ABAI1-F
ABAI1-R
CYP707A2-f
CYP707A2-r
RD29B-f
RD29B-r
RAB18-F
RAB18-R
ADH-F
ADH-R
NCED3-f
NCED3-r
RD22-F
RD22-R
FLC-f

FLC-r
SOC1-f
SOC1-r
PP2A-F
PP2A-R
At5g46630-F
At5g46630-R

TIL(P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL[P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB
TIL{P-PB

5'-GGCATTTGGTCTAAGGTGAGAA-3’
5'-CAGACTCGATATCCGCTGGTA-3’
5-AAATGGAGTGCACTCATGTC-3'
S-CCTTCTTCATCTCCAATCAC-3'
5-GAACCAATCAGAATTCACCATCCA-3'
5-AGAGCATCATGAGAAGG-3'
5-ATCCAGCAGCAGTATGACGAGT-3'
5-ACCGGGAAGCTTTTCTTGATC-3'
5-AGCTGCTGTGGCATGGGA-3'
5-TCTGCGGTGGAGCAACCT-3'
5'-CGGTGGTTTACGACAAGAACAA-3'
5'-CAGAAGCAATCTGGAGCATCAA-3’
5’-ATGGCGATTCGTCTTCC-3’
5’-TAAATCGGTCTTCCCTTGTG-3’
S-GATTTGTCCAGCAGGTGACATCTC-3'
S-TTCTCCAAACGTCGCAACGGTCTC-3'
5-GCCTTTGAGCTCTCAGTGCTTTG-3'
5-CTTCGCTTTCATGAGATCCCCAC-3'
5-TGGCCAAAATGATGCAATCTCT-3'
5-AAGCATGGCCGTATCATGTTCT-3'
5-TCGATTGCTTGGTTTGGAAGAT-3'
5-GCACTTAGCGTGGACTCTGTTTGATC-3'

Barrero et al., 2006
Barrero et al., 2006
Primer 3

Primer 3

Primer 3

Primer 3

Nishimura et al., 2004
Nishimura et al., 2004
Primer 3

Primer 3

Barrero et al., 2006
Barrero et al., 2006
Primer 3

Primer 3

Primer 3

Primer 3

Kendall et al., 2011
Kendall et al., 2011
Baron et al., 2012
Baron et al., 2012
Czechowski et al., 2005
Czechowski et al., 2005
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Ta6mz1ua 5. benkoBrie IO CJICA0BAaTCIIbHOCTHU, UCIIOJIB30BAHHBIC JIA q)HHOFCHeTI/I‘IeCKOI‘O aHaJIu3a.

Ha3zBanue Ha ACHApOrpamMmme AHHOTHpOBaHﬂoe Ha3BaHUC U3 Bﬂ HcTounuk
Thellungiella halophila ICE1 tr|D7R822|D7R822_THEHA Inducer of CBF expression 1 OS=Thellungiella halophila GN=ICE1 PE=4 SV=1 GenBank
Thellungiella salsuginea ICE-like protein tr[D2DHG7|D2DHG7_THESL ICE-like protein OS=Thellungiella salsuginea PE=2 SV=1 GenBank
Eutrema halophilum ICE1 gi|296881976|gb|ADH82413.1] inducer of CBF expression 1 [Eutrema halophilum] GenBank
Isatis tinctoria ICE1 0i[381415424|gb|AFG29442.1| inducer of CBF expression 1 protein [lsatis tinctoria] GenBank
Brassica rapa ICE1 gi|172053609|gb|ACB70963.1| ICE1 [Brassica rapa subsp. chinensis] GenBank
Brassica juncea ICE1 tr[I6LUG1[16LU61_BRAJU Inducer of CBF expression 1 OS=Brassica juncea GN=ICE1 PE=2 SV=2 UniProt
Brassica napus ICE1 gi[342731393|gh|AEL33687.1| ICE1 [Brassica napus] GenBank
Capsella bursa-pastoris ICE1 gij45934582|gb|AAS79350.1| inducer of CBF expression 1 protein [Capsella bursa-pastoris] GenBank
Capsella rubella Carubv10017099m >Crubella|Carubv10017099m.g|Carubv10017099m Phytozome
Arabidopsis thaliana ICE1 Sp|QILSE2|ICEL1_ARATH Transcription factor ICEL OS=Arabidopsis thaliana GN=SCRM PE=1 SV=1 UniProt
Arabidopsis lyrata 484449 >Alyrata|484449]|484449 Phytozome
Brassica rapa Bra032947 Brapa|Bra032947|Bra032947 Phytozome
Raphanus sativus ICE1 i|324983869|gh|ADY68771.1| inducer of CBF expression 1 protein [Raphanus sativus] GenBank
Brassica rapa Bra034246 Brapa|Bra034246|Bra034246 Phytozome
Brassica rapa Bra019794 Brapa|Bra019794|Bra019794 Phytozome
Brassica rapa Bra016749 Brapa|Bra016749|Bra016749 Phytozome
Thellungiella halophila Thalv10007566m Thalophila|Thhalv10007566m.g|Thhalv10007566m Phytozome
Arabidopsis thaliana ICE2 Sp|QILPW3|SCRM2_ARATH Transcription factor SCREAM?2 OS=Arabidopsis thaliana GN=SCRM2 PE=1 SV=1 UniProt
Capsella rubella v10009081mg gij482576166|gh|EOA40353.1| hypothetical protein CARUB_v10009081mg [Capsella rubella] GenBank
Arabidopsis lyrata 911072 Alyrata|911072(911072 Phytozome
Vitis vinifera ICE1 0i|385251598|gh|AF149627.1| inducer of CBF expression 1 [Vitis vinifera] GenBank
Carica papaya evm.TU.supercontig_70.77 Cpapayalevm.TU.supercontig_70.77|evm.model.supercontig_70.77 Phytozome
Eucalyptus globulus ICE1 gi|333470596|gh|AEF33833.1| ICE transcription factor 1 [Eucalyptus globulus] GenBank
Eucalyptus camaldulensis ICE1 gi|324983879|gh|ADY68776.1| inducer of CBF expression 1 protein [Eucalyptus camaldulensis] GenBank
Eucalyptus grandis Eucgr.G01938 Egrandis|Eucgr.G01938|Eucgr.G01938.1 Phytozome
Aquilegia coerulea Aquca 100 00035 Acoerulea]Aquca_100_00035|Aquca_100_00035.1 Phytozome
Vitis riparia ICE1 gij455475496|gb|AGG34703.1| inducer of CBF expression 1 [Vitis riparia] GenBank
Vitis amurensis ICE14 gi[324103763|gb|ADY17816.1| ICE14 [Vitis amurensis] GenBank
Picea sitchensis D5A934 tr|D5A934|D5A934_PICSI Putative uncharacterized protein OS=Picea sitchensis PE=2 SV=1 UniProt
Poncirus trifoliata BHLH tr[KONBJ4|KONBJ4_PONTR BHLH OS=Poncirus trifoliata PE=2 SV=1 UniProt
Citrus clementine Ciclev10015052m Cclementina|Ciclev10015052m.g|Ciclev10015052m Phytozome
Medicago truncatula gb|AFK36041 0i|388495950|gb|AFK36041.1| unknown [Medicago truncatula] GenBank
Cicer arietinum ICE1-like gi|502106825|ref|XP_004493068.1| PREDICTED: transcription factor ICE1-like isoform X1 [Cicer arietinum] GenBank
Lotus japonicus BHLH23 tr|C0JP29|C0JP29 LOTJA Putative basic helix-loop-helix protein BHLH23 OS=Lotus japonicus PE=4 SV=1 UniProt
Glycine max ICE1 0i|351723481|ref[NP_001238560.1| inducer of CBF expression 1 [Glycine max] GenBank
Glycine max ICE2 gi|351723971|ref[NP_001238577.1| inducer of CBF expression 2 [Glycine max] GenBank
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Glycine max ICE3

Glycine max ICE4

Glycine max ICE5

Glycine max ICE6

Lactuca sativa ICE1
Chrysanthemum dichroum ICE1
Phaseolus vulgaris Phvul.009G 162000
Linum usitatissimum Lus10032542
Mimulus guttatus mgv1a004396m
Solanum lycopersicum ICE1
Solanum tuberosum M1CT37

Cucumis sativus ICE1-like
Camellia sinensis ICE

Malus domestica bHLH
Prunus persica gb|EMJ11175
Fragaria vesca ICE-like
Corylus heterophylla ICE-like

Gossipium raimondii |Goraj.007G044800

Theobroma cacao ThecclEG014741
Citrus sinensis orangel.1g047004m
Populus trihocarpa ICE1

Ricinus communis ICE1

Manihot esculenta cassava4.1 005158m
Musa AB Group ICE1-1

Musa AB Group ICE1-2

Musa AB Group ICE1-3

Musa AB Group ICE1-4

Musa AB Group ICE1-5

Musa AB Group ICE1-6

Sorghum bicolor Sb069g032208

Brachypodium distachyon ICE-like
Sorghum bicolor Sb05g019530

Zea mays HLH

Panicum virgatum Pavirv00068969m
Oryza sativa Osl 36299

Aegilops tauschii ICE1

Qi[351724377|refiINP_001238591.1]| inducer of CBF expression 3 [Glycine max]
gi|351727749|ref[NP_001238707.1| inducer of CBF expression 4 [Glycine max]
0i|213053820|gb|ACJ39215.1] inducer of CBF expression 5 [Glycine max]

0i|213053822|gb|ACJ39216.1] inducer of CBF expression 6 [Glycine max]
0i[323482034|gb|ADX86750.1| inducer of CBF expression 1 protein [Lactuca sativa]
0i|346722062|gh|AEO50748.1| ICEL [Chrysanthemum dichroum]
Pvulgaris|Phvul.009G162000|Phvul.009G162000.1

Lusitatissimum|Lus10032542.9|Lus10032542

Mguttatus|mgv1a004396m.g|mgv1a004396m

gij460392085|ref|XP_004241648.1| PREDICTED: transcription factor ICE1-like [Solanum lycopersicum]

tr[M1CT37|M1CT37_SOLTU Uncharacterized protein OS=Solanum tuberosum GN=PGSC0003DMG401028788 PE=4

Sv=1

0i|449454802|ref|XP_004145143.1| PREDICTED: transcription factor ICE1-like [Cucumis sativus]
0i[399145795|gb|AFP25102.1| ICE1 [Camellia sinensis]

0i[302398593|gb|ADL36591.1| BHLH domain class transcription factor [Malus x domestica]
gij462405711|gb|EMJ11175.1| hypothetical protein PRUPE_ppa005038mg [Prunus persica]
gi|470122941|ref|XP_004297495.1| PREDICTED: transcription factor ICE1-like [Fragaria vesca subsp. vesca]
gi|325976998|gh|ADZ48234.1| ICE-like protein [Corylus heterophylla]
Graimondii|Gorai.007G044800|Gorai.007G044800.1

Tcacao|ThecclEG014741|ThecclEG014741t1

Csinensis|orange1.1g011370m.g|orange1.1g011370m

gi|125863280|gb|ABN58427.1| inducer of CBF expression 1 [Populus trichocarpa]
0i|255540073|ref|XP_002511101.1| Transcription factor ICE1, putative [Ricinus communis]
Mesculenta|cassava4.1l 005158m.g|cassava4.1l_005158m

0i|449811523|gb|AGF25259.1| inducer of CBF expression 1-1 [Musa AB Group]
0i|449811525|gb|AGF25260.1| inducer of CBF expression 1-2 [Musa AB Group]
gij449811527|gb|AGF25261.1| inducer of CBF expression 1-3 [Musa AB Group]
gij449811529|gb|AGF25262.1| inducer of CBF expression 1-4 [Musa AB Group]
gij449811531|gb|AGF25263.1| inducer of CBF expression 1-5 [Musa AB Group]
gij449811533|gb|AGF25264.1| inducer of CBF expression 1-6 [Musa AB Group]
tr|C5YA30|C5YA30_SORBI Putative uncharacterized protein Sb06g032280 OS=Sorghum bicolor GN=Sh06g032280
PE=4 SVv=1

gi|357152141|ref|XP_003576023.1| PREDICTED: transcription factor ICE1-like [Brachypodium distachyon]
gi|242068603|ref|XP_002449578.1| hypothetical protein SORBIDRAFT_05g019530 [Sorghum bicolor]
0i|413920949|gb|AFW60881.1| putative HLH DNA-binding domain superfamily protein [Zea mays]
Pvirgatum|Pavirv00068969m.g|Pavirv00068969m

0i|218185838|gh|EEC68265.1| hypothetical protein Osl_36299 [Oryza sativa Indica Group]
gij475567554|gh|EMT15292.1| Transcription factor ICEL [Aegilops tauschii]

GenBank
GenBank
GenBank
GenBank
GenBank
GenBank
Phytozome
Phytozome
Phytozome
GenBank
UniProt

GenBank
GenBank
GenBank
GenBank
GenBank
GenBank
Phytozome
Phytozome
Phytozome
GenBank
GenBank
Phytozome
GenBank
GenBank
GenBank
GenBank
GenBank
GenBank
UniProt

GenBank
GenBank
GenBank
Phytozome
GenBank

_GenBank _
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Hordeum vulgare M0Z4F3
Triticum aestivum ICE87
Triticum urartu ICE1
Selaginella moellendorffii ICE
Physcomitrella patens A9S695

Medicago truncatula ICE
Setaria italica Si006877m

Oryza sativa Os02t0120500
Arabidopsis thaliana AT1G01260

tr[M0Z4F3|M0Z4F3_HORVD Uncharacterized protein OS=Hordeum vulgare var. distichum PE=4 SV=1
tr|B2CZS5|B2CZS5_WHEAT ICE87 OS=Triticum aestivum PE=2 SV=1

trIM7Z1P4|M7Z1P4_TRIUA Transcription factor ICE1 OS=Triticum urartu GN=TRIUR3_16046 PE=4 SV=1
tr[D8RIG6|D8RIG6_SELML Putative uncharacterized protein ICE OS=Selaginella moellendorffii GN=ICE PE=4 SV=1
tr|A9S695|A9S695 PHYPA Predicted protein OS=Physcomitrella patens subsp. patens GN=PHYPADRAFT_209063

PE=4 SV=1

tr|G7IWT3|G7IWTE3_MEDTR Inducer of CBF expression OS=Medicago truncatula GN=MTR_3g030700 PE=4 SV=1
tr|K3XY69|K3XY69 SETIT Uncharacterized protein OS=Setaria italica GN=Si006877m.g PE=4 SV=1

Oryza sativa 0s02t0120500
Arabidopsis thaliana AT1G01260

UniProt
UniProt
UniProt
UniProt
UniProt

UniProt
UniProt
GenBank
GenBank

Tabmuma 6. I'eorpadmyeckoe mpoucxoxaenue pac A. thaliana, wucnonmp3oBaHHBIX IS aHaIU3a

nocnenoparenbHocTeit renoB ICEL and ICE2 ¢ renamu pacer Col-0.

nonmuMmopdusMa, u % CXOICTBa

HasBanmue Pernon % cxoJcTBa Ha3s Perunon % cxoJacTBa HaszBanme Peruon % cxoJacTBa
aHue
CeBepHble ICE1 ICE2 YmMepennbie ICE1l ICE2 FO:xnbIe ICE1 ICE2
Oy-0 Hopserus 97 100 Bur-0 Upnannns 100 97 Sus-1 Kupruszus 100 99
Ber Hanns 99 99 Col-0 CIIA 100 100 Co-1 optyranus 100 99
Hau-0 Hanust 99 100 Di-G Dpaniyst 100 99 Aitba-1 Mapokko 100 98
St-0 IIBenus 100 99 Edi-0 IoTnanaus 97 97 Can-0 Ucnanus 100 96
Pog-0 Kanana 99 99 Gre-0 CIIA 100 100 Fei-0 Hoptyranus 100 98
Est OcToHus 100 99 Hi-0 Hunepnaumast 100 96 Ct-1 Uranus 100 96
Es-1 Ounmstaaus 100 100 Kn-0 JlutBa 100 96 Mt-0 JluBus 100 96
Lom-1-1 Hopserust 100 99 Ler-1 Mosnbima 100 96 Sf-0 Hcnanust 97 99
Lu-1 [IBerus 100 99 No-0 Tepmanms 97 96 Had-1 JluBau 100 99
Hel-3 Ounnsaanst 100 99 Pi-0 Ascrpust 99 99 Bik-1 JluBau 99 99
Sprl-2 IBemus 100 99 Po-0 Tepmanns 97 100 Hal-1 Uranus 100 100
Sprl-6 IIBenus 100 99 Rsch-0 Poccus 100 96 Cvi-0 Ka6o-Bepne 100 97
Ko-2 Hanus 100 99 Rub-1 VYkpauna 100 99 Anz-0 Wpan 99 99
Van-0 Kanana 99 99 Stw-0 Poccus 100 99 Dja-1 Kupruszus 100 99
Tamm-2 Oumistaaua - 100 99 Tsu-0 Snonus 98 96 Shahdara TamKkukucTan 100 99
Ull2-3 IIBenus 100 99 Wil-2 JlurBa 100 96 Kondara TamKukucTan 100 99
Ull2-5 [senms 99 99 Ws-0 Benopyccus 100 96 Bla-1 Wcnanus 100 99
Var2-6 [Iserus 99 100 Wu-0 Tepmanust 98 96 BI-1 Uranust 99 99
Fab-2 IBerus 100 99 Yo-0 CIIA 100 100 Nemrut-1 Typuus 100 98
Bil-5 [Beuns 100 100 Zu-0 [Beiinapus 100 99 Kas-1 Wunust 100 100
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[Touck wykneotuaHsix mnocienoBaTenbHocTedt ICE1 w ICE2 pasnuyHbIX pac
Atthaliana ocymectBnsiin B 0ase nmanubix 1001 renom (http://1001genomes.org/).
Crucok pac mpuBefcH B TaOiu. 6. Busyanuzamuio M CcpaBHEHHE HYKJICOTHIHBIX W
AMHHOKHCJIOTHBIX TOCJIE0BAaTEIFHOCTEN poBoamwiH B mporpamme BioEdit v7.2.0 (Hall
1999). MHOXeCTBEHHbIC BBIPABHUBAHHUS TMPOBOJIWIN C HCIIOIB30BAHUEM IPOTPAMMBI
ClustalW (Thompson et al. 1994). Jlns anamu3a ypoBHS MOJIMMOpP(H3Ma C ITOMOIIBIO
nokasarenss n (HaOmogaemasi cCpefHss J0Jds  HYKICOTHIHBIX PA3NIHUud  MEXIy
cekBeHupoBanHbiMu  aymiensiMa - (Tajima and  Nei, 1984), oOIEHKH OTKJIOHCHHIA
HabOmrogaeMoro moauMophu3Ma HYKICOTHAOB OT HEHTPANIbHOCTH C TIOMOIIBIO TECTa
Tamxumer (Tajima, 1989), Mak/lonansaa-Kpetitmana (McDonald and Kreitman 1991) u
WHJIeKCa HEHTPaIbHOCTH HCMob3oBanu makeT DnaSP 5.2 (Rozas et al. 2003). Tect Ha
FeTEepOTeHHOCTh pacipeaesieHus noauMopduszMa Kk auBepreHunu (tect Mak/loHanbaa)
npoBoawiin ¢ momoripio mporpammel  DNA - Slider (McDonald 1998). IIpouent
UIACHTHYHOCTH HYKJICOTHUIAHBIX IOCIICIOBATCIILHOCTEH TMOJCYUTHIBAIA C TIOMOIIBIO
nporpammbl UGENE v1.11.5 (Okonechnikov et al. 2012). Hdns ¢unoreHeTnyeckoro
aHaJM3a UCIOJIb30BaIU METOIBI MaKCUMaJIbHOTO npaBnonoaoous (Maximum likelihood,
ML) u npucoenunenust coceneii (Neighbour joining, NJ) (Saitou and Nei, 1987) B nakere
MEGA 5.2 (Tamura et al. 2011, http://www.megasoftware.net). Hyknaeotuansie
NIOCTPOCHUSI TPOBOJMIIMCh C TPUMCHEHHUEM O3BOJIIOIMOHHBIX Mojeneit p-distance u
Poisson substitution model, cooTBercTBeHHO. OlleHKa JTOCTOBEPHOCTH  Y3JIOB

BBHITIOJIHSUIACH C UCTIONIb30BaHueM OyTcTpamn-tecta (Felsenstein, 1985).

Hcnosb3oBanue 0a3 JAHHBIX st aHaJmn3a HYKJICOTHTHBIX
MOCJIe0BATEILHOCTEH M IKCIPECCHU TeHOB

[Tock BO3MOXXHBIX CAWTOB CBSI3bIBAHUS TPAHCKPUIIIMOHHBIX (AKTOPOB B
MpoMOTOpHOM mocnenoBatenbHocTedt TeHoB ICE mpoBogmnmm ¢ momombio AthaMap
database (Steffens et al., 2005, http://www.athamap.de/) u A Database of Plant Cis-acting
Regulatory DNA Elements (PLACE) (Higo et al., 1999;
http://www.dna.affrc.go.jp/PLACE/), B peruone 1 T.m.H. 1 1,2 T.IL.H. BbIIIE caiiTa Havyaia
tpaucisaiuu reHoB |ICEL1 u ICE2, coorBeTcBeHHO. JlaHHBIE MUKPO3ppE MO IKCIPECCUU
TeHOB B Pa3IMYHBIX YCIOBUSX M opraHax Obutn momydensl u3 GENEVESTIGATOR

(Zimmermann et al., 2004) u Arabidopsis e-FP Browser (http://bar.utoronto.ca/efp/cgi-


http://1001genomes.org/
http://www.megasoftware.net/
http://www.dna.affrc.go.jp/PLACE/
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bin/efpWeb.cgi). Hcnoasdyembie B pabore mpaiiMepsl MOAOHpPAIX C ITOMOIIBIO

nporpammbl Primer3 (v. 4.0.0) (Untergrasser et al., 2012; http://bioinfo.ut.ee/primer3/).

AHaJan3 CTPYKTYPHI Oesika

J1J1s TorCKa KOHCEPBAaTHBHBIX IOMEHOB O€JIKa UCIOb30BaIN 0a3bl aHHBIX MYHIts
(Pagni et al., 2007, http://myhits.isb-sib.ch/), KEGG Genes Database (Kanehisa, 2002,
http://www.genome.jp/kegg/genes.html), UniProtKB (Magrane and Consortium, 2011,
http://www.uniprot.org/uniprot/). Jlns mpencka3aHus BTOPHYHBIX CTPYKTyp Oelika
ucnoib3oanu PSIPRED (McGuffin et al., 2000, http://bioinf.cs.ucl.ac.uk/psipred/). dns
npejcka3anus noreHnuanbHbix PEST qoMeHOB Oelika MCIojIb30Baid alroputM Emboss
epestfind (Rogers et al. 1986, http://emboss.bioinformatics.nl/cgi-bin/emboss/epestfind),
JIOMEHOB NLS - NLStradamus (Nguyen et al. 2009,
http://www.moseslab.csb.utoronto.ca/NLStradamus/), caiiToB mnoanaaeHUINPOBAHHUS -
Poly(A) Signal Miner (Liu et al. 2005, http://dnafsminer.bic.nus.edu.sg/PolyA.html),
caiitoB  ¢ocopuwnupoBanuss -  KinasePhos 2.0 (Wong et al, 2007,

http://kinasephos2.mbc.nctu.edu.tw/index.html).

AHaJIU3 TeHOMHOIl MUKPOCUHTEHUHU

CHHTCHHBIC YYaCTKH XPOMOCOM OBbUIM HICHTHU(HUIMPOBaHBI ¢ momolibio Plant
Genome Duplication Database (PGDD) (Lee et al., 2012,
http://chibba.agtec.uga.edu/duplication/) u moaTBepkaeHBI € MOMOIIBIO MPOTPAMMBI
SynFind (Lyons et al., 2008; https://genomevolution.org/CoGe/SynFind.pl).

Bolunc/ieHre BpeMeHH TyNJIHKAIIMY TeHa

[TpuMepHyIO 1aTy NMPOUCXOXKICHHS AYIUIMKAI[MK OIEHWBAIH C IOMOIIBIO YHCIIa
3aKPEMUBIIMXCS CHHOHMMHUYHBIX 3aMEH K YHCIY [OTEHIHAJIbHO BO3MOXKHBIX
cMHOHUMHUYHBIX 3aMeH (Kg) Kak XapaKTepUCTHKH TEeMIla MOJICKYJISPHOM SBOJIIOIMU IO
dopmyne T = K2\ (Lynch and Conery, 2000), rae A - 3T0 CKOPOCTh MOJEKYJISAPHOMH
9BOJIONMH, cocTaBisaromas it A.thaliana 1.5610283%10° 3amen Ha CHHOHMMUYHBIA
caiir B rox (Blanc and Wolfe, 2004). 3nauenus Kg aas mapaioroB ObUIM HMOJYYCHBI C

nomortisio DnaSP 5.2 (Rozas et al., 2003).


http://myhits.isb-sib.ch/
http://www.genome.jp/kegg/genes.html
http://www.uniprot.org/uniprot/
http://bioinf.cs.ucl.ac.uk/psipred/
http://emboss.bioinformatics.nl/cgi-bin/emboss/epestfind
http://www.moseslab.csb.utoronto.ca/NLStradamus/
http://dnafsminer.bic.nus.edu.sg/PolyA.html
http://kinasephos2.mbc.nctu.edu.tw/index.html
http://chibba.agtec.uga.edu/duplication/
https://genomevolution.org/CoGe/SynFind.pl
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Perucrpanus nociaenosareabHocteii JIHK B 6a3e nannbix GenBank NCBI

Jns peructpanui HyKJICOTUAHBIX mocienoBaTenbHocTedt reHoB B GenBank NCBI
HCITOJTH30BAJIN MpOTpaMMy Bankit (http://www.ncbi.nlm.nih.gov/BanklIt/).
3apeructpupoBanubie nocieaopatenbHocT KM593299 u KM210288 npencraBieHs B

[Ipunoxxenuu.

CrarucTudeckasi 00padoTKa JaHHBIX

O6pabotky pesynbTatoB [IIIP-PB u BbIuMClIeHHE CTaHOAPTHON OMIMOKUA CPETHETO
(SEM) mpoBoaumu ¢ momoipio  Microsoft Office Excel. OpnodaxropHbIii
nucriepcronHbi aHanmu3 (One-way ANOVA), ¢ mocneyromuM pa3ieIcHHeM JTaHHBIX Ha
TOMOTCHHBIEC TPYIIIBI (CTATUCTHYCCKH HE OTIMYAIOIIMECS JPYr OT JAPYyra) Mo METOMY
Hrromana-Keionca (¢ ypoBHem 3HauuMoctu 1%), t-rect CrtbiojeHTa (C ypoBEeHEM
3HaYUMOCTH 5%). U KOPPESIUMOHHBINA aHanu3 npoBodwin B nporpamme STATISTICA

6.1 (StatSoft. Inc.).
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I')IABA 3. PE3YJIBTATbBI

3.1. Anaau3 ¢punorennu rena |CE2

enst ICE1 u ICE2 A.thaliana morim BO3HUKHYTH B pe3yJbTaTe IyIDTHKAIUU
NPEIKOBOTO TeHa. J[Is yCTaHOBIEHHS BPEMEHH JTOTO COOBITHS MBI OINpPEACIUIN
snadenne K mist maper renoB |CE, xotopoe cocraBuio 0,56. Ha ocHOBE 3TOH BeTHMUMHBI
MOYKHO paccyuTaTh MPUMEPHOE BpeMsl OYIUIMKAWU C HCIOJB30BAHUEM METOAa,
npemaoxennoro (Lynch and Conery, 2000) (cm. pasmen «Marepuanbl U METOMIBI»).
Pacder moxka3zam, 4TO IyIUIMKAIMS MPOHW30NLIA MPUOTU3UTENHHO 17.9 MWIITHMOHOB JeT
Ha3ajl.

s moaTBepkaeHus npoucxoxaeHus reaa |ICE2 B pesynprare mymimuKanuu ObLT
npoBeAeH ¢uioreneTnuecknii aHanus OenkoB-optoioroB ICE1 m ICE2 u3 pazmudHbIX
pactenuid. Jlns pexkoncrpykumu ¢unorennn reHoB ICE1 u ICE2 moreHmuanbHbIC
OpPTOJIOTH WX OEJNKOBBIX TMPOAYKTOB OBUTM HWACHTU(QUIIMPOBAHBI IyTEM IOMCKA
TOMOJIOTHYHBIX ~OEJIKOBBIX IOCIEI0BAaTEIIbHOCTEH B JIOCTYMHBIX 0a3zax JIaHHBIX
TpaHcaupoBaHHbIX TeHOB. Cnucok OenkoB |CE, ucnonb30BaHHBIX NpH aHaJIU3eE,
BKJIFOUIIT 79 mocnenoBarenbHocTel u3 61 Buaa (tadm. 5).

dunoreneTnyeckne AepeBbs OBUIM TOCTPOCHBI IO METOIY MAaKCHMAIBHOTO
npasaonooous (maximum likelihood, ML) u o0benunenus cocexaeii (neighbor joining,
NJ). Tomonorus neHaporpaMm, MOCTPOEHHBIX HAa OCHOBAHUU IOCJIEJI0BATEIIBHOCTEH
6enkoB KamycTHbIX pa3HbIMH MeTo/aMH, Oblia oauHakoBa (puc. 10; Ilpunoxenue, puc.
1). B remomax Heckonbkux BumoB KamyctHbix (Arabidopsis lyrata, Brassica rapa,
Thellungiella halophila « Capsella rubella) 6putn 0O6Hapy)eHbI rerbi-romonioru ICEL u
ICE2. Ha ¢unoreHeTn4eckoM JpeBe TIOCIEIOBATEIbHOCTH OenkoB KamycTHbIx
dbopmupyroT n8a knactepa: ICE1 u ICE2 (puc. 1). Cyns mo OyTrcTpen-3HaueHusM, 3TH
KJacTepbl  BBINEISIFOTCSI C  BBICOKOW  CTENEHBIO  JOCTOBEPHOCTH. B  TreHomax
MPEJACTABUTENICd APYTHUX CEMEMCTB LBETKOBBIX PACTEHUW, KaK OIHOAOJIBHBIX, TaK H
JIBYIOJIBHBIX, a Takke mxa Physcomitrella patens u mnayna Selaginella moellendorffii,
MO-BUAMMOMY, HaXoAsTcs oprojiord Toibko omnoro reHa ICE A.thaliana (puc. 10).
Kpome toro, 66110 00HapyKEHO HaIu4KMe HECKOabKuX optojoros renoB ICE y Brassica
rapa u Glycine max, 4ro roBoput o Bo3mMoxkHoi nyrummkanun rera ICEL y Glycine max u

ICE1 u ICE2 y Brassica rapa mocie BblaejeHHs B OTAeIbHBIN Bua. Y Brassica rapa



59

obuapyxeno mo 2 mapanora ICE1 u ICE2. ¥ cou 6 mapamoros rema ICE1l A.thaliana
rpynmupytores B a8e knanel: ICEL, 3, 4 u ICE2, 5, 6. [lo-BunuMoMy, OHU TIOSIBHIIACH
HezaBucumo oT ICEL1 u ICE2 KanyctHbix. UTO HHTEPECHO, B 3TH KJIaJbl BXOJAT TAKXKE
romoniorn ICE w3 npyrux BuaoB cemeiictBa boOoBwie. BepostHo, mepBoHaYambHO
nymumkanus |CE mpownsoma y ogHoro m3 mpenkoBbix boOOBBIX, 3aTeM MOCIEIOBAIH
JOIOJHUTENbHBIE AyIunkanuu (kak y com Glycine max), nubo morepss OJHOTO HU3
napajioros (kak y Jsornepasl Medicago truncatula, nsasenma Lotus japonicus, dacomnu
Phaseolus vulgaris).

[Touck romomoroB renoB ICE B renomax rpuboB (Boletus edulis) u 3eneHbIx
Bogopociaeit (Chlamydomonas reinhardtii, Ostreococcus tauri) He nmpuHecC pe3yJIbTaTOB.
Takum o6pazom, rer ICEL npucyTcTByeT B reHOMaxX BCEX UCCIIEIOBAHHBIX OJHOIOIBHBIX
U JBYIOJBHBIX pacTeHuid, B To Bpems kak |CE2 mosBuics B pesynbrare HemaBHEH
OyIuMKanuu B cemeiictBe KamycTHeie. B pasmuyHBIX HMCTOYHHMKAX BO3PACT ATOTO
cemeilicTBa oneHuBaercs oT 24 no 40 mmwummonoB ner (Franzke et al., 2011). Buyrpu
CEeMEHCTBA MPOM3OINLIN YIUIMKAIIMA TEHOMa, MPHUBEIIINE K MalCOTUIOUINH, camas
HE/IaBHSS U3 KOTOPBIX mpowu3onuia 29-35 mummnonos et Hazaa (Simillion et al., 2002;
Bowers et al., 2003; Maere et al., 2005). Takum 00pa3om, YCTaHOBJICHHAS JTyTUTHKAIIHSI
reHoB |CE mnpennonoxurensHO Mpou3olUIa YyKe Tmocie BblaeneHus KamycTHeIX B

CaMOCTOSITEIbHYIO TPYIIITY, HO HE B XOJ€ MOTHOT€HOMHOM TYIUIMKALIHH.
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Puc. 10. (A) Henmporpamma 79 ICE-
noA00HBIX OenKkoB pacteHuid. JlepeBo
OBUIO  TIOCTPOEHO  C  TOMOIIBIO
anroputMa NJ B mporpamme MEGA 5.2
" YKOPEHEHO OTHOCHUTEIIBHO
AMHHOKHCIIOTHON TIOCJIEIOBATEILHOCTH
oenkoB cemeiictea bHLH A.thaliana
(At1lg01260) u puca (0Os02t0120500).
(b) Henaporpamma 20

oenxoB ICE Kamyctasix. JlepeBo Obu10

T'OMOJIOTOB

MOCTPOEHO € MoMoIlbio anroputmMa ML
B nporpamme MEGA 5.2 u ykopeHeHO

OTHOCHTCIIBHO AMHUHOKHCJIOTHBIX

nocinenoBareiibHOocTeE  |CE-nomo0HbBIX
oenkoB u3 Eucalyptus globulus u Carica

papaya.

JlnmHa BETBEN OTpPaXKaeT  YUCIIO

AMHHOKHCJIOTHBIX 3aMCH Ha CaﬁT,

MacmTad 0003HAYeH B HUXKHEW YacTH
pucyska. byrcrpen paccuuran s 1000

ITOBTOPOB;, TOJIBKO 3HA4YCHUA

OoyTrcTperr™>50 HaHECEHBI HAa CXEMY.
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ICE2

Carica papaya evm TU.supercontig 70.77
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3.2. AHaJIM3 TeHOMHO MHUKPOCHHTEHUH y4acTKoB xpomocoMm 1 u 3 A.thaliana

Jlynnukanuuy TEeHOB 4YacTO SBJSIOTCA PE3yJbTaTOM JYIUIMKAMM CErMEHTOB
xpoMocoM. Jlns  mony4yeHus  JAONOJIHUTEIBHOTO  MOATBEPKACHUS  BO3MOXKHOTO
npoucxoxaenuss reHa |ICE2 B pesynpraTe IymiIuKanuy ObUT TMPOW3BENEH aHaU3
MUKpPOCUHTEHHH, TO €CTh KOJUIMHEAPHOTO PAaCIOJIOKEHHUS] T€HOB Ha OINpeesIEHHbIX
ydacTkax xpomocoMm. CpaBHeHHE CTPYKTYphl Xpomocom 1 u 3 A.thaliana 0wt mpoBeeH
¢ wucnois3oBanueM pecypca Plant Genome Duplication Database, PGDD
(http://chibba.agtec.uga.edu/duplication/). Bweisicaunocs, uyto renslt ICE1 u ICEZ2,
pacrnojoxkeHHble Ha 3 u | Xpomocomax, COOTBETCTBEHHO, OTHOCSTCS K OJHOMY
CUHTEHHOMY OJIOKY, cojepkaiieMy 18 map roMmonorudnsix renoB (puc. 11). OTu nannbie
ObLIN TTOITBEPKACHBI c IIOMOIIBIO IPOTPaMMBbI SynFind
(https://genomevolution.org/CoGe/SynFind.pl). Crucok 18 map romMoJOrHYHBIX TE€HOB
npencrasieH B [Ipunoxxenun (tabn. 3). [lopsamok pacroyioxkeHuss TeHOB COXpaHsAeTCs Ha
00enx XxpoMocoMax, OHU OPUEHTUPOBAHBI B OJIHY CTOPOHY, 32 UCKIIOYEHHEM HEKOTOPBIX
I€HOB. DTH JaHHBIE MO3BOJIAIOT MPEANONIOKUTh, YTO MPOU30ILIA TYIUIMKALUS JaHHOTO
¢dparMeHTa C MOCIEayIOIIe MHBEPCUEH, YTO, BEPOSATHO, MPHUBEIO K BO3HUKHOBEHUIO

psiZia HOBBIX MapaJIOTMYHBIX TeHOB, BKiItovast |CE2

Arabidopsig

ov At Chrl
4.33-4.43Mb

=wAt Chr3
9.78-0.88Mb

Arabidopsig

o
&
2

Puc. 11. CxemMa KOJJIMHEAPHOIO paCIOIOKEHHUS I'€HOB Ha y4yacTKax XxpomocoM 1 u 3
A.thaliana. Kpacusie crpenku — rensl ICE1 u ICE2, cuHuUM BBIJECTICHBI HEKOTODHIC
KOJUIMHEApHO pacrojiokeHHbIe reHbl (McTouHuk — PGDD). Xpomocoma 1 mpencraBieHa
cMmbicnoBoi HUTHIO JIHK, XxpomMocoMa 3 — aHTUCMBICIIOBOM.

3.3. CrpykrypHble ocobenHocTH reHoB ICE1 n ICE2
I'en ICE2 noxanuzoBan Ha 1 xpomocome B mpsmoii opuentanuu, ICEL - na 3ei
XpoMocoMe B 0OpaTHOW OpHMEHTaluu, 00a TeHa COCTOSAT U3 4 SK30HOB U 3 MHTPOHOB.
Benxu ICE1 u ICE2 coctost u3 494 n 450 aMMHOKHUCIIOTHBIX OCTaTKOB, COOTBETCTBEHHO.
C uenpto Hatitn cnenubuuaslii s Oenka ICE2 momen (wim gomensl) ObLIO

OCYIIIECTBJICHO BhIpaBHHMBaHWE 14 aMUHOKUCIOTHBIX MocieaoBaTenbHocTer 6enka ICEL


https://genomevolution.org/CoGe/SynFind.pl
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u 6 mocnenoBarenbHocTe ICE2 psga BugoB pactenmii cemeiictBa KamycTHble C
nomomnipto anropurma ClustalW. Ha puc. 12 mnpencraBieHO BBIpaBHUBAaHHE |
COOTBETCTBYIOIIIME Yy4JacTKaMm Oeyka 00JlacTH TeHa. BBIICHHIIOCH, 4TO y4yacTok m3 190
aMHUHOKHCIIOTHEIX ocTaTkoB Ha C-koHIle Oeika, Bkiarodaroniuii qjomen bHLH, sBisercs
BBICOKOKOHCEPBATUBHBIM. JTa 00JIACTh COOTBETCTBYET YACTH IEPBOTO U 2-4 3K30HAM
reHa (puc. 12).

Nzectro, uro rensl ICE1 wm ICE2 o6mamatoTr WACHTHYHON HYKICOTHIHOMN
MOCJICI0BAaTeIbHOCTRIO, Komupyromei gomen bHLH (Fursova et al., 2009). Bonpmas
4acTh MEPBOTO AK30HA SBIIACTCS BapuaOeIbHONH. MBI OOHAPYKWIIH ITOCIICIOBATEIHHOCTD
u3 19 aMHMHOKHCIIOT, cienupuuHyto Tonbko ajs 6enkoB ICE2, u 24-aMUHOKHCIOTHYIO,
xapaktepuyto s ICE1 (puc. 12). Kak ICE1l-, tak u |ICE2-cnienudpuyHblii TOMEHBI
COCTOSIT TPEUMYIIECTBEHHO W3 THAPO(POOHBIX aMHUHOKHCIOTHBIX OCTAaTKOB, OJHAKO
ICE2-cnenuduanplii TOMEH SBJSETCS OTPUIATEIIBHO 3apshHKEHHBIM, B OTIWYHE OT
HerTpansHoro ICE1l-cnenuduunoro. I[Tonck KOHCEpBATHBHBIX JOMEHOB, OOJaarOIIHX
1oI00HON OOHApPYKEHHBIM HAMU CTPYKTYpaM, B HECKOJIBKUX 0a3axX JaHHBIX HE MPUHEC
pe3ynbTaToB. MBI TpeanojiaracM, 4TO OOHAPYXXEHHBIM OTPUIATEIBHO 3apsKCHHBIN
JIOMEH MOXET OBbITh BaykKeH Jyts crienuuunbix Gynkumii 6enka ICE2.

Psn xoHCepBaTHBHBIX JIOMEHOB ObUI OOHApY>KEH TpPH aHAIW3E JUTEPATypPhl, B
AJICKTPOHHBIX 0a3ax JaHHBIX W IMPU aHAIW3E IOCIICIOBATEIIBHOCTEH CHCIHMATbHBIMU
nporpammamu. benku ICE umeroT psjg oOmmx KOHCEpBAaTHBHBIX JoMeHOB: DHLH,
HEOOXOIUMBIH ISl aKTHUBAIIUU DKCIIPECCUU T€HOB-MUIIICHEH, COCTOSAIINM U3 IBYX YacTen
curHan sipepHoi okanmm3anuu (NLS), ZIP nomMeH, KUCIOTHBIA OMEH, CepHH-OOraTyIo
ob6nactb, ACT-nono6usIii nomen, KRAAM motuB. ACT-mogo6usiii nomen (Aspartate
kinase-Chorismate mutase-TyrA-like) mmHol okono 90 aMHHOKHCTIOT OBLT OOHAPYKEH Yy
psana OenkoB cemeiictea bHLH. On yuacTByeT B AuMepu3allid M JAPYrUX OEIOK-
oenxoBeix B3ammopecicTBusx (Feller et al., 2006). Kpome toro, mis ICE1 mgokazano
HanMuue caiita GochopuImpoBanusi, CyYMOUIUPOBAHUS U YOUKBUTHHUPOBAHUS, BAXKHBIX
JUTSL TIOCTTPAHCIISIIIMOHHBIX Mou(HUKaIuil OeKa, BKIFOYAOIIMX X0JI0OBYIO aKTHBAIHIO
U JieTpajanuio npu HopmanbHbeix ycnoBusx(Chinnusamy et al., 2003; Miura et al., 2007;
Kanaoka et al., 2008; Miura et al., 2011). JIna ICE2 moxHO Jumibs npeamnosiarath, 4To
JAHHBIC CANTHI BBITIOJHSIOT TaKUe k€ (QYHKIUU. DTH U IPYrUe OCOOEHHOCTH CTPYKTYPHI

MpeACTaBJICHBI Ha puc. 12.
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I Cepun-Borataa obnacte ¥ Caitt cymounupoeaHuA NLS

I Neduun-Boratan obnacte ¥ Calt g ocd opunuposaHua PEST
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Puc. 12. Anamu3 crpykrypel OenxoB ICE1 u ICE2 y Kamyctueix. Cxema Oenka
npeicTaBlieHa HaJ MHO’KE€CTBEHHBIM BBIPAaBHUBAHUEM AMHHOKHCJIOTHBIX
MOCJIeIOBaTeIbHOCTEH. ['paHMIBI 9K30HOB OTMEYCHBI BEPTHKAIBHBIMHU JIHHUSMHU.
Cnemuduunbie s 6enka ICE2 momensl otMeueHbl *. ToykaMu OTMEUEHBI KITFOUEBBHIS
s cBsizeiBaHus JIHK a.o. Cnenuduunsiii nns ICE1 u ICE2 gomenwsr oOBeneHbl Ha
BHIPABHUBAHUHU B KPACHYIO M YEPHYIO PaMKH, COOTBETCTBEHHO. [10 /IBe KOHCEHCYCHBIE
MOCJIC/IOBATEILHOCTH ~ OCJIKOB  MPEJCTABJICHBI HaJ W TIO0Jl BbIpaBHUBaHUSAMU. 1.
AMUHOKHCTIOTHBI ~ KOHCEHCYC: CTpOYHble OYKBbI 0003HA4alOT aMHHOKHCIIOTY,
npucytcTByronyo B 100%, npornucueie — B Oosee uem 50% mocneqoBaTenbHOCTEH, +
0003HaYaeT PaBHYIO MPEJCTABICHHOCTh JBYX aMHHOKHCIIOT. 2. XUMHUYECKUN KOHCEHCYC:
+/- - 3apsbkeHHas aMHHOKHUCIIOTA, * - TIOJIsIpHAS.

ICEl umeer 1 BepositHblii PEST noMeH (CHTHAIBHYIO MOCIIEIOBATEIBHOCTD,
BaXHYIO I aerpafanuu Oenka), ICE2 — nBa. Ilpu cpaBHeHHHU ToOCieI0BaTEIbHOCTEN
MBI OOHapyxwiu, 4to crnenuuansivu a1 ICE2 sBusroTcs TriayramMuH-OOraThlii U
neinuH-0orateiii fomeHsl (puc. 12). OHM HaxonsATCs B BapuadeslbHOW YacTH MEpPBOIO

OK30Ha U MOI'yT (bOpMI/IpOBaTB AOIMOJIHUTCIIBHBIC O-CITMpaJiv, COTJIaCHO MOACIIMPOBAHUIO



64

B mnporpamme PSIPRED (puc. 13). Jlpyrux pa3nuumii BO BTOPHUYHOM CTPYKTYpeE
rOMOJIOrOB OOHapyxeHo He ObUIo (puc. 13). HecMoTpst Ha MeHbIIYIO JJIMHY Oeika, AJs
ICE2 Gput0 mpencka3zaHo Ooblliee YUCIIO MOTCHIMAIBHBIX CaiTOB (hoChHOpUITHpPOBAHUS
(rabn. 7). Dto Moxer o3Ha4yath, uyTo Oenok |CE2 HaxomuTcs TOX CTPOTHUM
NOCTTPAHCIAIIMOHHBIM KOHTpPOJIeM. B 1enoM, CTpyKTypa TOMOJIOTOB KOHCEPBATHBHA,
omnako ICE2 mnpuoOpen HOBBIE JOMEHBI CO BpPEMEHH JUBEPTEHIIMM 3TUX T'EHOB,

MPEANOI0KUTENIHHO BIMSIONIMX HA BTOPUUHYIO CTPYKTYPY O€JKa U ero 3aps.

1M GLDGNDNGGOGWYVY¥WLNGG > ENEEGSWGRMNOQEDGSS SQTPFEKPHN E G D WTF F S § S0
S1NQPHPQDLQMLOQNGQPDTEF Y FGGFPFNPNDEL LQHESIDSSSSCS®PSQATFS 100
1001LDPSQQNQFLSTHNNHNEKGCLLNYPSSANPFDNAFETFGSESGT FLSNO QIHATPTIS 150
151 H G F G5 LTQLGHRDLESVEDYFLSEARSLELAPESHNENHRTHLECGGErTTA?PLETLEG 200
JCE] »2frcsesanccervenraxvikrieviassoaror rFREREERERos s csxnons 2
25 E S SGCHRRF SDDGDHDETOGIETYSGLNYESDETILINESGERKAAESVQTIGGG GG GTE KG K 300
smrxkkcenraxHFEEERREEREERREEEERE v v?»x 1 s xnorasFEELDREREREER s
351 B DS S I BRI B B M B B il E L E S T P P G S L PPTS S ST FHPLTPTPQTLSCRYIEKETETLTECTZPS S 400
01LPSPRKGQOOARVENRLRecrAMEREEcorrrclREERERER » » c . 0¥ @@ 40
smaAvE@scErncralpyERaAEdeocecoc: L FHEEEEEERBERc v x ¢ n =
1M N sDGeWWLDGSGESPEYVNNGERARZASWYRNPDEDWTFNNGPPR20RTNONDERTS
5‘_)1C-C-F?_H=SEXQSZDSSSSSS?;;H?ET‘.DA;.%OQQQQOQQQQ]I:OG
1010 S F L AT X ACTIVY SLLHNYPTINMNDNNTTIFDDT IEGTIFED S SOGCTrFrILGOQQT HG NEHRGOQS?PNSHENT 150
151 T G L N R S V P D F L PAPEMNSGSGSGSCGLSPLTPFSMHNRAKYLIEKPLOQVMAS S G S QP T™HEMN 200
ICE220‘.QKRAAHRQSSSSK:‘KCNSESSSEHRKSS‘.’ERE:DETSTGZ:D:SG'_H‘.’ES]:ESO
saprxtTensnkckkkcouraxNMEERERERERREREEEREFEREE v v ?»x 1 s xk mp r a8 s
ol R EEEEEEEEEEEE v = s r PP ssssLEPLTPTPQTLSYRTYEKTEE 35
31LCPSSSLPSPEKGQQQPRVENREERecxANEERuFcorrrc(ifEEEEEEB » v 4o
s1c LDV OAYTISErnc ALl vERAEQcozen o v .  BEFEREEFERBER c v 2 ¢ L v 40

Puc. 13. Cxembl mpencka3aHHbIX BTOpUYHBIX cTpykTyp OenkoB ICE1 u ICE2.
JleiinmH-00TaTHI M TIIyTAMUH-00TaThIe JOMEHBI, (JOPMHUPYIOIINE 0.-CITUPATIH, BHIICICHBI
3€JICHBIM M CHHHUM TPSMOYTOJBHIUKOM, COOTBETCTBEHHO. PO30BBIM IIBETOM BBIJICIICHBI Ol
CHHPAITH, XEeNThIM — [-ciion. M3o0pakenue nonydero ¢ nomoinisto PSIPRED (McGuffin
et al., 2001, http://bioinf.cs.ucl.ac.uk/psipred/).

Tabnuua 7. Yucno npeackazaHHbIx caidToB ¢pochopunupoBanus B 6enkax ICE1 u ICE2.

Beaoxk Caiit ¢pochopunupoBanus

Cepun Tpeonun Tuposun
ICE1 53 13 5
ICE?2 54 17 6

Caiitel mpepackazansl ¢ nomomieio  KinasePhos 2.0 (Wong et al., 2007) ¢
UCIIOJIb30BAHUEM ITAPAMETPOB 110 YMOIYAHHUIO.

3.4. buoundopmarudecknii aHaau3 NpoMoTopHbIX obaacrteili renosB ICE1 u ICE2 u
CpaBHEHHE XapaKTepa uX IKCHpeccuu
W3BecTHO, YTO MyTamuyd B TNPOMOTOPHOM OONAacTH TE€HAa MOTYT MPHUBECTU K
cyodynknuonanuzanuu reHa (Lynch and Force, 2000). [Ins ananw3a W3MEHEHUH,
MIPOM3OIICANINX B perysTopHoi obnactu ICE2 mocne ayniukanuu U JUBEPreHITn, ObLT

MPOU3BCACH TIOMCK B KOMIIBIOTCPHBIX 0azax JaHHBIX TTHUC-3JICMCHTOB. bruto
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MIPOAHAIM3UPOBAHO MEKTEHHOE MPOCTPAHCTBO B 5’-o0mactu (1 — 1,2 T.m.H.) A0 caiita
Havana tpanckpunmuu ICEL u ICE2 (mpenmonaraemasi mpoMOTOpHast 00acTh reHa). B
Taba. 8 mpeacTaBiICHbI OOHApy)KEHHbIC IHC-3JeMEeHTHl W3 reHoMma A.thaliana, wux
HYKJICOTUIHBIC TTOCIICOBATEIILHOCTH, crienn(udeckue TpaHc-AelcTByomue HakTopsl U
npenanoyiaraeMbie  (YHKIIMM TEHA, OIOCPEJOBAHHBIE HAIWYUEM ITUC-DJIEMEHTa. B
[Tpunoxxenun (Tabn. 5) cyMMUPOBaHBI JaHHbIE 00 OOHApPYKEHHBIX IHC-3JIEMEHTaX,
BIICPBBIC BBISBICHHBIX B TEHOMAaX JPYTUX BUIOB PACTCHHUIA.

B mpomorope rena ICE2 Obuto oOHapykeHO 2 »3jeMeHTa, YYacTBYIOIIUX B
perymsiur oOpa3oBanus O00koBbIX mouek, SREATMSD u UP2ATMSD, B nmpomotope
ICE1 Taxxke mnpucyrcrByer UP2ATMSD, no He SREATMSD. [IBa peryasTopHBIX
amemenTa ICE2, TLIATSAR u ATCTA, y4acTByIOT B OTBETE Ha OMOTHYECKHU CTpecc
(Tabn. 8), Tpu — B oTBere Ha rudOepewun (IIpunoxenue, Tabn. 5), MECTh CBI3aHBI C
peryisiiiief CBETOBBIMH CHUTHalaMu U (OTOCHHTE30M. HecKOJIbKO 3JIEeMEHTOB,
CBSI3aHHBIX C aOMOTUYECKHMM CTPECCOM M OTBETOM Ha CBET, ObUIM OOHApYXEHBI U B
perynstoproi oonactu ICEL. Taxke 6b11 00HapykeH MoTHB CM2, N3BECTHBIN KaK CalT
CBA3BbIBaHMS TpaHCKpunuuoHHoro ¢akropa CAMTA3, KoTOpbIi aKTUBUPYET TI'€HbI
xononoBoro otBeta CBF1 m CBF2 (Doherty et al., 2009). Bo3smoxno, rern ICEL
PETYIMPYETCS HE TOJBKO HAa OCTTPAHCIIAIIMOHHOM, HO M TPAHCKPHUITIIMOHHOM ypoBHE. B
npomotope ICE2 nabmromaeTcsi MOBBIIIEHHOE YUCIO IIMC-3JIEMEHTOB, OTBEUANOIINX 32
pocT OOKOBBIX MOOETOB M KOPHEH, a TakkKe y4acTBYIOUIUX B OMOTUYECKOM CTPECCOBOM
OTBETC M OTBETC Ha CBET. DTO MOXXET TOBOPHUTH O TOM, YTO I'€H JBOJIIOIMOHHUPYET B
CTOPOHY MPHOOPETEHHS HOBBIX (PYHKIIUH.

JIJis cpaBHEHUs JaHHBIX O BO3MOXKHBIX MexaHu3Max peryisuuu reHoB |CE,
MOJIYYCHHBIX TIPH aHalu3e MPOMOTOPHBIX TOCIEAOBATEILHOCTEH, C JaHHBIMH 00
HKCIPECCUM T'OMOJIOTOB TIOJT BIUSHUEM TEX WM MHBIX YCIIOBUMW, B PA3IMYHBIX TKAHIX U
Ha Pa3JIMYHBIX CTAUAX PA3BUTHs, OBLIM PACCMOTPEHBI JaHHBIC MUKPOIPPEH aHAIM3a U3
0a3el ganabix GENEVESTIGATOR (Zimmermann et al.,, 2004). Dxkcnpeccus ICEL
HamOoJIee BHICOKA B 3aMBIKAIOIIMX KJIETKaX YCTBHUIl, DHIOCIEPME U IMOPHUOHAIBHOMN
tkanu, ICE2 — B 3aMBIKarOIMNX KIETKAX YCTHHUII, alleKce TO0eTa, TUCTOBBIX TPUMOPIHSIX
u OokoBbIX noukax ([Ipunoxenue, puc. 1). Beicokuii ypoBeHb 3KCIpecCUr TOMOJIOTOB B
KJICTKaX YCTBUIL OOBSACHSICTCS MX POJIbIO B hopmupoBaHuu ycThHil (1). OOHapyKeHHbIC B

npoMoTopHoi obmactu muc-3neMernTsl UP2ZATMSD u SREATMSD moryTt urpate poib
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B moBbimeHHON 3kcnpeccun |ICE2 B amekce mobera m OOKOBBIX MOYKaX. DKCIPECCHs

ICE1 B smpocmiepme MoxkeT ObITh omocpenoBana motuBoM AACACOREOSGLUBL,

HN3BCCTHBIM KaK PCTYJIATOP BHI[OCHepM'CHeHH(l)H‘IHOP'I OKCIIpECCHUHU B PHUCC; MOTHB

RYREPEATBNNAPA wu3 Brassica napus moxetr oTtBedaTh 3a 3kcmpeccuto ICEL1l B

cemenax (IIpunoxenue, Tadu. 5).

Tabmuma 8. BeposTHbie muc-11eMEeHTH B TipomMoTopHOi obmactu reroB ICEL1 u ICE2.

Hpe,Z[CTaBJ'IeHBI BBICOKOHCCPBATUBHLIC JJICMCHTBI M3 I'CHOMA A.tha“ana, COCTOAIIMEC HEC

MeHee yeM u3 6 HYKJICOTHOOB.

I'en(vbr) HasBanue KoHceHcycHas TO Cemeilict  @DyHKIUSA
caiita NOCJIeI0BATEIbHOCTb BO
ICE2 ATCTA CAATCTAAATATCTA RAP2.2 ERF/AP  VYcroiiunBocth k Botrytis cinerea,
AAATATAAA 2 OTBET Ha ATHJICH, TUIIOKCHIO,
KapOTCHOTCHE3
ICE2 PREATPRODH  ACTCAT ATB2 bzIP OTBeT Ha TUIIOOCMOJIIPHOCTD
ICE2 RBCSCONSEN  AATCCAA - - Koncencycnas
SUS MOCIIeIOBATEIFHOCTh PyOmcKo
ICE2 SBOXATRBCS CACCTCCA ABIl4 ERF/AP  "S-boX" kOHCepBaTHBHBIN 3JIEMEHT
2 poMOTOpoB Pybucko, calT
ces3biBanus TO ABI4
ICE2 SREATMSD TTATCC - - OTBeT Ha BO3JICHCTBUE CaxapoB,
POCT OOKOBBIX TIOYEK
ICE2 TBOXATGAPB ACTTTG - - AKTHBaIWs SKCTIPECCHH B OTBET HA
CBET
ICE2 TELOBOXATE AAACCCTAA - - AKTHBaIHS YKCTIPECCHH B
EF1AAl KOPHEBBIX 3a4aTKax
ICE2 TL1ATSAR CTGAAGAAGAA TBF1 HSF PacTurensHbI HMMYHUTET
(Systemic acquired resistance)
ICE1, UP2ATMSD AAACCCTA - - PocTt OOKOBEIX TTOYEK
ICE2
ICE1, ANAEROICON AAACAAA - - OtBeT Ha aHA3pOOHO03
ICE2 SENSUS
(ICE1, ANAERO3CON TCATCAC - - OtBet Ha aHa3pOOHO03
ICE2 SENSUS
ICE1, ARFAT TGTCTC ARF1 ARF PanHuit oTBeT Ha ayKCUH
ICE2
ICE1, CCA1ATLHCB AAMAATCT CCAl Myb-like  Perymupyercs ¢puroxpomom
ICE2 1
ICE1, POLASIG1 AATAAA - - Yacth cursajia
ICE2 ToJMacHIUIINpOBaHus (near
upstream element)
ICE1 CM2 GAAACTCCGCGTTC CAMTA CAMTA  Orser Ha X0JIOIOBOH cTpecc,
GACCCCACAAATA, 3 abuornueckwuii crpecc, Cold stress
ATTTGGCTAAACGC response, STUIEH-ONOCPEAOBAaHHOE
GTGTGTGCGTGTGT yBSIIAHKE
GT
ICE1 MYB2AT TAACTG ATMYB MYB OTBeT Ha BOAHBIN CTPECC
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3arem ObUIM MPOAHATU3UPOBAHBI U3MEHEHUS B dKcrpeccuu reHoB |ICE B oTBeT Ha
CTpecchl pa3nuaHoi mpupo bl ¢ momomsio JanHeix GENEVESTIGATOR. Brisicauiocs,
YTO HWHTEHCHUBHBIM cBeT wuHAynupyeT skcrpeccuto |CE2 ([Ipunoxkenuwe, puc. 1).
OTHOCHUTENBHBIN YPOBEHBb IKCIIPECCHHM T€HA TIOBBIIIACTCS B YETHIpE pa3a y o0paslos,
BEIPAIIIEHHBIX Ha CBETY, JIMOO TNPHU TEPEMEIIEHUU PACTCHUS W3 TEMHOTHI Ha CBET;
skcnpeccust ICEL n3mensnack He3HAUUTENIBHO B TIOJIOOHBIX dKcIepuMeHTax. [1o100HbI#I
orBer reHa ICE2 Ha cBeT MOXeT OBITh OOBSICHEH HAJIMYWEM B MPOMOTOPE UYETHIPEX
AJIEMEHTOB, H3BEeCTHBIX Kak otBedaronux Ha cBeT (RBCSCONSENSUS, SBOX-
ATRBCS, TBOXATGAPB, CCA1ATLHCBI1). Hammuune moruBa CCAI1ATLHCB1
cBs3biBaeT dkcnpeccuto ICE2 ¢ nupkanupiMu putmamu. JlaHHBIA MOTUB MPUCYTCTBYET B
npomoTopax reHoB  CBF1-3; cBsmwiBamme Oenka CIRCADIAN  CLOCK
ASSOCCIATED1 (CCA1) ¢ 3TuM 3J€MEHTOM BBI3BIBACT IMOBBIIICHUE YKCIPECCHH ITUX
reHOB B yTpeHHue yacel (Dong et al., 2011).

Hannsie GENEVESTIGATOR mo reny ICE1 noka3siBaroT, 94TO €ro 3KCIpeccHus He
3aBUCHUT OT CBeTOBOro pexkuma, B otinuume oT |CE2 (Ilpunmoxkenwme, puc. 1). Takum
obpazom, perymsnus ICE2 nupkagHeiMu yacaMu BO3MOXHA, OJHAKO HE JIOKa3aHa.
Okcnpeccus reHa |ICE1 rtaxxke moBbeimaercs mon neiictBueM ABK m OpaccmHOMMma
(ITpunoxenue, puc. 1). I{uc-snemeHTsl, cBsizaHHbIE ¢ OoTBeTOM Ha xojoa (CM2) u
BoaHbll cTtpecc (MYBZ2AT), B0o3MOXHO cBsA3aHbl C HaOMIOJAaEMBIM H3MEHEHUEM
sKcripeccuu. Takum oOpa3oMm, OHOMH(POPMATUYECKUNW W OKCIPECCHOHHBIM aHaIu3
NPE/ICKAa3bIBAIOT HalWuyue TpaHcKpunuuoHHo perymsiuuu ans ICE1 momumo yxe
U3BECTHOW TOCTTpaHCIAIMOHHONM (cM. O0630p nuteparypsl). TpaHCKpUNIIMOHHAS
perynsamnus Takke Bo3moxkHa u ais ICE2, ogHako »Tu maHHBIE TpeOyrOT JaTbHEHIITNX

MCCIIEIOBAHUI JJIS1 TIOATBEPIKICHUS.

3.5. AHa1u3 noJiMMop(pu3zMa HyKJIeOTHIHBIX MocJieaoBaTeabHocTeil renoB |ICEL u
ICE2 cpenn pac A.thaliana u3 pa3HbIx mmpoT
Paznuumst mexnay pacamm A.thaliana mo ycToW4YMBOCTH K XOJIOAY SIBISIFOTCS
CJIEJICTBUEM aJanTaliii, BOSHUKAIOIIUX M0J BIUSHUEM PA3JIMYHOTO AABIECHUS OTOOpa B
pa3iMyHBIX YCIOBUSX. JlJs YCTaHOBJIEHHS TE€HETHMYECKHX OCHOB TaKHMX aJanTalui
HEOOXOJMMO BBISIBUTH CBS3b MEXY BHYTPHUBHAOBBIM HMOJMMOP(PHU3MOM MO OTAEITHHBIM

resamM 1 (beHOTHHquCKOﬁ BapI/Ia6eJ'II>HOCTBIO 110 YCTOI\/'I‘II/IBOCTI/I K XoJjony. bonee TOro,
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MOCKOJIKY TE€HBI, KOHTPOJHUPYIOUIME aJalTUBHBIC BapUAIlUU, SBIAIOTCS MUIICHIMU
JEUCTBUS €CTECTBEHHOTro oTOOpa, aHanu3 noaumopdusma JIHK stux renoB mo3Bomsier
YCTaHOBUTH CHIIy W THUIl 0TOOpa, AeicTByromue Ha reH. CeroiHs MOSBWINUCH IIUPOKUE
BO3MOXXHOCTH JJI TAKOTO poja HMCCIEAOBAHMM, MOCKOJIbKY B PE3YJIbTAaTE BBINOJIHEHUS
npoekta «1001 renom A.thaliana» co3manbsl 0a3bl JaHHBIX, TJAC MPEJACTABICHBI
HYKJICOTUIHBIC TOCJIEIOBATEIBHOCTH T'€HOMOB MPUPOJHBIX pac, HMMEIOUIMX pa3Hoe
reorpauueckoe MPOUCXOXKJEHUE. 3aadeil JaHHOIro pasfena padoThl ObLIO M3y4yeHUE
BO3MOKHOH  CBSI3H BHyTpuBHI0BOorOo mosmMmopdusma renoB ICE1 wum ICE2 ¢
HKOJIOTMUECKH 3HAYMMOW (PEHOTUNUYECKON BapualOelnbHOCTHhIO MO YCTOWYMBOCTH K

XO0JI0/Ty, 00YCIOBIEHHOM reorpadu4ecKuM MPOUCXOKICHUEM.

3.5.1. Hykaeoruaubiii moaumopgusm no reiam |ICE1 u ICE2 B koHTeKCTE
reorpagu4eckoro Npoucxo:kIeHus pac

Jnsa wm3ydenus HykiaeotuaHoro mnomumoppusma mo rtenam ICE1 u ICE2 B
3aBHCUMOCTH OT reorpaduueckoro npoucxoxaeHus obuto Beiopano 60 pac A.thaliana u3
Pa3IUYHBIX PETHOHOB 3eMHOTO mapa. OHU ObUIM TOJIEICHBI Ha TPH TPYIIIBI COTIACHO
mHUpoTe ux reorpaduueckoro apeana: CeBepHas rpynmna o0beIUHUAIIA PACH U3 PAllOHOB
ot 50 rpaxycos cesepHoii mupotsl (°N) u Beime; Ymepennas — ot 43 °N g0 50 °N u
I0xuas — ot 43 °N u Hmxe. Packl, MCIIONIB30BaHHbIE [UIS aHAIM3A, A TAKKE PETHOHBI UX
NPOUCXOXKICHUST mpuBeneHbl B Tabmume 2 (B riaBe «Marepuanbl U METOMBI»).
Hyxneotuansie mocnenoBarenbHoctu TeHoB |CE Obutn B3sTHI 13 6a3bl gaHHbIX 1001
reaom (http://1001genomes.org/), wnam mnoaydeHsl myTeM cekBenupoBanus JIHK
pacteHuii. beio mpoananu3upoBaHo B obmiei cioxkHocty 2258 mH rena ICE2, Bximtouas
405 nykneorupoB 5°-HTP, 4 »3k30Ha, 3 wuHTpoHa u 218 nHykneorugos 3’-HTP.
[Ipoananu3upoBanHas nocieaoBatenbHocTh TeHa ICEL coctaBuna 2419 m.H.: 249 mn.H.
5’-HTP, 4 sx30Ha, 3 untpoHa u 263 m.H. 3’-HTP. B Ta6n. 9, 10 u 11 mpencraBieHb
JAaHHBIC 0 HYKJICOTHIHOM Pa3HOOOpa3uH reHOB-TIapaioroB.

VYcranosneHo, uro reH ICE2 xapaktepu3yeTcsi OOJBIIMM YUCIOM TalIOTHUIIOB, T.€.
HAO0OPOB CIEIUICHHBIX OJHOHYKJICOTUIAHBIX 3ameH (Tabin. 9): 46 SNP-ramnorumnos u 10
InDel-ramnotunos obHapyxeno cpean 60 uszyuennsix amtencit. 'en ICEL npencrasien
MeHbIIUM yuciiom ramtotumnoB: 24 SNP- u 7 InDel-ramnorunos (tatm. 9). Cpenu

HOJ'II/IMOp(l)HbIX CaTOB 000MX TEHOB OOJIBIIMHCTBO COCTABJISIOT MHMHHUMAJILHO-
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uHbopMaTUBHBIC caiThl (parsimony-informative polymorphic sites) (to ects umerorme
MHHAMYM JIBa HYKJICOTHIHBIX BapHaHTa, BCTPEYAIONMIMXCS KaK MUHMMYM JIBXKIbI) W
JIIIb TIPUMEPHO TPETh MPEACTABISIOT ¢ANHIYHbIE HYKICOTHIHBIE 3aMEHBI (CHHTJICTOHBI,

Tabm. 9).

Tabauma 9. Onenka HykieoruaHoro moaumopdusma reaos ICEL u ICE2 A. thaliana. S —
YKCI0 BapuabelbHBIX caiiToB, N — uucimo rammorumnos, S(i) — uucio caiitos InDel, h(i) -
gucio InDel ramnorunos, n(i) - InDel pasnoo6pasue.

I'en I'pynna S h  S(@) h@) =) Yucio pac co cromn-
Cunrieronsl MHHUMAJIBHO- KO/I0HOM B
undopMaTuBH MOCJIEIOBATETLHOCTH
bl€ CANThI
ICE1 CeBepnas 16 32 13 8 3 0.00042 0
Ymepennas 8 44 11 8 6 0.00105 O
KO:xnas 23 26 11 6 4 0.00044 O
Bce 18 45 24 7 9 0.00063 O
ICE2 CeBepnas 6 37 17 3 4 0.00036 O
Ymepennass 13 55 15 8 9 0.00130 O
KOxkunas 13 56 20 7 8 0.00073 4
Bce 20 64 46 8 10 0.00064 4

Ha ocHOoBe  HYKJICOTHAHBIX  IOCJIENOBaTeNbHOCTEH  OBUIM  MOCTPOEHBI
¢unorenernueckue aepesbs s reHoB ICEL1 u ICE2. HekoTtopsie mocienoBaTeibHOCTH
Ha O0OMX JEpeBBbSIX 00pa3oBad KPYMHBIC KIACTEPHl ¢ OyTcTpenm mojaepx kol 99%,
Tak)ke HabJI0J1a70Ch HECKONbKO Oosiee Menkux rpymnn (puc. 14). OgHako 3TH TpyMNIbl
BKJIIOYAJI B ce0sl aJljieNid TeHa, XapaKTepHbIe JJIs pac M3 Pa3HbIX reorpapuueckux 30H,
T.e. ObUIM B OONBIION CTENEHUW CIy4alHBIMA M HE CBSI3aHHBIMU C PETHOHAMHU
MPOUCXOXKACHHUS pac. DTO CTAHOBUTCS XOPOIIO 3aMETHO MPU MAPKUPOBAHUU KaXKIOH
CPYIIIBI pac COOTBETCTBYIOIIUM LBETOM (puc. 14). 13 3TOro MOXHO cenarh BBIBOJ, YTO
BHYTPUBHUIOBasi TeHeTHueckas BapuabenbHocTh A. thaliana Obuta chopmmupoBana mpu
pacrpocTpaHeHUH BHJA MO IUIAHETe TMOJ JaBlIeHHeM oT0opa, a He 3aBUCUT OT
COBPEMEHHOI0 apeayia pac, (GOpPMUPYIOIIMMHUCS ¥ HU3MEHSIOIMIMMUCS TOJ BIUSHUEM
MUTpalMu W Teorpadpuueckoil m3omsanuu. K momoOHOMY BBIBOLYy TMPHIUIM U
WCCIIeIoBaTeNM, H3y4aBliue BapuabenbHOCTh A.thaliana mo BpemeHu IBETEHUS B

3aBHCHUMOCTHU OT peruoHa nmpoucxoxaeHus (Le Corre et al., 2002).
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Puc. 14. JlennporpaMmma HYKICOTHIHBIX mocienoBatenbHocTed TeHoB |ICEL (cneBa) u
ICE2 (cnipaBa) 60 pac A.thaliana. JlepeBo ObLI1O MOCTPOCHO ¢ MOMOIIBIO anroputma NJ B
nporpamme MEGA 5.2 1 yKOpHEHO OTHOCUTEIBHO HYKJIEOTUIHOMN MOCIE0BATEIbHOCTH
renoB ICE1 u ICE2 A.lyrata. JlnminHa BeTBe# OTpaskaeT YMCIO HYKJICOTHIIHBIX 3aMEH Ha
caifr, maciitad 0003Ha4eH B HMXKHEW yacTu pucyHka. byrcrpen paccuuran s 1000
IOBTOPOB; TOJBKO 3HaueHus Oyrcrpen>50 HaHeceHbl Ha cxemy. LlBer Mapkepa
0003HauaeT MNPUHAMIEKHOCTh pachl K OJHOM W3 Tpex rpymi: cuHuil — CeBepHasd,
3eJIeHbl — YMepeHHas1, KpacHblid — FOxHas.
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[Tokazatens HykiaeotuaHoro nomumopdusma mo reny ICE2 m gns Bcex 60 pac
coctapun 0.0109 (tabm. 10), 9TO SBASETCS TOCTATOYHO BBICOKHUM IIOKA3aTEIEM II0
CPaBHCHHIO C MOJUMOP(HU3MOM 10 HEKOTOPHIMH paHee m3ydeHHbIM reHam A.thaliana
(0.00214 - 0.0104, Le Corre et al., 2002; Kupriyanova et al., 2007) u cpenHiuM ypoBHEM
noiumopgusma renoma A.thaliana, 0.006-0.007 (Nordborg et al., 2005). Kak u B ciryqae
c OOJIBIIMHCTBOM paHee M3Y4YCHHBIX T'eHOB, Koaupytomas 4dacts reHa |ICE2 obGmamaer
ypoBHeM mojuMmopdusMa Ooyiee HH3KUM, 4YeM Hekoaupymomas obmacts (1=0.007 wu
0.0167, coorBeTcTBeHHO). 3’-(uaHkupylomas o0JacTh HMMEET BBICOKUH YpPOBEHBb
nonmumopdusma  (n1=0.2749), B NPOTUBOMONOKHOCTb HHUZKOMY HYKICOTUAHOMY
paznoooOpaszuto 5’-HTP (n=0.00104). ITomumopduszm no reny ICEL1 okazancs B menom
amke (1=0.00678). Komupyromas, Hekoaupyromas u 3’-o6iactu ICEL xapakrepusyrorcs
NPAKTUYECKH OJMHAKOBBIM YPOBHEM HYKJIEOTHIHOTO pazHooOpasus, a 5’-HTP rtakxke
UMeeT caMblii HU3KHUM Mmoka3arenb 7t (Tabi. 10).

Tabmuna 10. BryrpummoBoit mommmopdusm mo reny ICEL A. thaliana u ero

OTKJIOHEHUE OT HEUTPAIbHOCTU. S — YUCIIO BapuaOeIbHBIX CAWTOB, T — HYKJICOTUIHOE
pazHooOpa3ue, H.J. — HeT JaHHBIX.

Komupy  Cunonu  Hecunonnm Hexomupy 5-HTP  3-HTP  «Moavamy Bechb ren
omas MHYHbIE MHYHbIE omas He» cailThl
00JacTh  caliThl calThl 00J1acTh
(A) Bce pacoi (n=60)
Yucao 1492 321,69 1145,31 938 294 263 1231,69 2419
caiiToB
S 37 4 32 26 3 10 31 63
m 0.00646  0.00334  0.00708 0.00524 0.00034  0.00550  0.00474 0.00678
Tajima’s | 0.6843 0.55030  0.59187 -0.5655 -1.6758 -0.9030 -0.39327 0.15548
D
(B) Cesepnas rpynna (n=20)
Yucao 1485 331,53 1147,48 934 297 267 124252 2419
caiiToB
S 31 5 25 17 1 5 22 48
T 0.00675  0.00494  0.00691 0.00397 0.00034  0.00334  0.00423 0.00570
Tajima’s | 0.5720 0.49391  0.48599 -0.9139 -1.1644 -1.1516 -0.58278 0.03024
D
(C) Ymepennas rpynna (n=20)
Yucao 1482 332,73 1149,28 910 295 263 124272 2419
caiiToB
S 31 5 26 21 0 10 27 53
n 0.00781  0.00557  0.00846 0.00767 0 0.00973  0.00711 0.00776
Tajima’s | 1.27468  0.96241 1.26715 0.4838 n.d. -0.3236 0.62717 0.97705
D
(D) KO:xuas rpynna (n=20)
Yucao 1485 333,85 1151,15 934 295 263 1244,85 2419
caiiToB
S 30 4 26 19 2 5 23 49
m 0.00498  0.00329  0.00637 0.00389 0.00068  0.00302  0.00373 0.00457
Tajima’s | -0.4895 -0.07055  -0.54480 -1.2768 -1.5128 -1.3344 -1.08880 -0.83385
D
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Ha cnenyromem »srtame wucciieqoBaHusl MNOAUMOPGU3M 1O CHHOHUMHYHBIM,
HECMHOHMMMYHBIM, MOJIYAIIIUM U JIPYTUM TpYIINaM HYKJICOTUAHBIX 3aMEH ObLI OLEHEH
JUISL TpEeX TpyM pac mo otAeabHocTH (Taba. 10 u 11). Okasanock, uto packl U3 FOxHoM u
YMepeHHO! TpyHIbl UMEIOT MOKa3aTeln HyKICOTHAHOTO pazHooOpasus mo reny ICE2,
ornuyHble oT CeBepHol rpymmnbl. 3HaueHus m coctaBuiau 0.01075 mns Ymepennoit
rpynibl, 0.01139 g FOxuoit u 0.00653 mis Ceeproii. Hykiieotuanoe paznoobpasue
110 HECHHOHUMHUYHBIM 3aMeHaM B FOxHoii rpymre B 4.5 pasa Bbiie, yueM B CeBepHOU U B

1.6 paza —yem B YMepeHHOII.

Tabmuna 11. BuyrpuBmmoBoit momumopdusm mo reny ICE2 A. thaliana u ero
OTKJIOHCHHE OT HEHUTPaJIbHOCTH. S — YHCIIO BapHaOEIbHBIX CAWTOB, T — HYKJICOTHIHOC
pasHooOpasue, H.JI. — HET JTaHHbIX.

Koaupy Cunonu Hecunonnm Hexoaupy 5’-HTP  3-HTP  «Mouyam Bech ren
onas MHYHble  MHUYHbIE onas He» canThbl
00J1acTh __ CaliThI CaliThI 00J1aCcTh
(A) Bce pacoi (n=60)
Yucao 1319 300.32 1001,68 895 399 216 1186,97 2258
caiitoB
S 38 24 14 49 7 17 23 88
n 0.007 0.02328  0.00248 0.01673 0.00104  0.2749 0.01829 0.0109
Tajima’s | 0.52448  1,21937  -0.50771 1.2261 -1.8488 1.6463 1.27398 0.90567
D
(B) Cesepnas rpynna (n=20)
Yucao 1344 297,58 1043,42 906 405 221 1203,52 2258
caiiToB
S 22 18 5 21 2 7 39 44
n 0.00595  0.02234  0.00129 0.00740 0.00108 0.00741  0.01109 0.00653
Tajima’s | 0.89668  1,24109  0.25395 0.5034 -0.5278 -0.5603 0.88841 0.73977
D
(C) Ymepennas rpynma (n=20)
Yucao 1327 294,39 1025,61 896 399 216 1190.39 2258
caiitoB
S 25 13 12 43 2 16 56 68
n 0.0062 0.01550  0.00357 0.01907 0.00073  0.0317 0.01819 0.01139
Tajima’s | 0.64498  0.88980  0.29234 1.6390 -1.1407 1.9264 1.50253 1.30389
D
(D) KOxuas rpynna (n=20)
Yucao 1321 282,16 1028,84 903 402 221 1185,16 2258
caiiToB
S 31 13 18 42 3 17 55 73
T 0.00727  0.01265  0.00587 0.01584 0.00075  0.02815  0.01508 0.01075
Tajima’s | 0.38986  0.00407  0.78447 0.8321 -1.7233 0.8508 0.64376 0.66054
D

HyxneotnaHoe paszHooOpaszue IO CHHOHMMUYHBIM 3aMEHaM TaKXe BBIIIE B
OxHo# Tpynme, HO B MeHblee uncio pa3 (B 0.6 otHocutenbHo CeBepHoil u B 0.8

oTHocutenbHO YMmepeHnHoi). Cpemu pac CeBepHOW TIpymnmbl Takke HaOM0maeTCs
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nanmenbmuii INDel momumopdusm (tadm. 9). B KOxHOoM rpymine IpucyTCTBYIOT YEThIPE
pacbl, mocinenoBarenbHOCTH reHa |CE2 koTopwix comepkaT CTOM-KOAOH, B APYTUX
rpyImmnax nojao0Has MyTalys He OblLta oOHapyskeHa (Tab:m. 9).

[TomydeHHble AaHHBIE TOBOPSAT O TOM, 4TO HOXXHBIE MOMYNSALNU HCHIBITHIBAIOT
NOHIKEHHOE JIaBJeHHe OoTOOopa, a Hambojee CHIBHO JaBIICHHE Ha pPachl CEBEPHBIX
peroHoB. B mPOTHUBOMOJIOKHOCTH 3TUM  JAaHHBIM, YPOBEHb HYKJICOTHUIHOTO
nonumopdusma mo reHy |ICELl mpakTudeckn oAMHAKOB A Bcex Tpex rpymm, FOknas
rpynmna OTIu4aeTcs J1ake HECKOJIbKO MOHIKEHHBIM ypOBHEM pa3zHooOpaszus (Tabin. 10).
Opnako ypoBHU paszHooOpasus mo reny ICE1l B 2 paza mmwke, yem mo ICE2, gto

yKa3bIBaeT Ha OoJiee cuibHOE AaBieHue orbopa Ha ICEL.

3.5.2. PacnpeniesieHe BHYTPUMBUA0BOI0 MOJTUMOP(PH3Ma N0 NMocj1e10BATEILHOCTH
redoB |CE B cBSI3U ¢ JOMEHHO# CTPYKTYpPO#i MPOAYKTA reHa

AHanu3 pacupeneNieHus] «MOTYAIInX» CaWTOB (3aMEH B HEKOJUPYIOMIUX ydacTKax
reéHa ¥ CHHOHUMHYHBIX 3aMEH) U HECMHOHUMHYHBIX 3aMEH IO MOCJEeI0BaTebHOCTU
reaoB ICE1 u ICE2 Obu1 mpou3sBeJeH MO METOIy CKoJb3smiero okHa (anri. sliding
window) (puc. 15). B rene ICE2 nuku «Momgamero» moiuMopdusma npucyTCTBYIOT B
3’-HTP, nepBom wuntpone u C-koHue Oenka, coorBeTcTByomero ACT-nonodbHoMy
nomeny. Haunbonee oTueTnuBbiil Uk HaOII01aeTCs BO BTOPOM MHTpoHE. M3BecTHO, 4TO
€CTeCTBEHHBIN 0TOOP MPUBOJUT K HAKOIJICHUIO «MOJTYAIIMX» 3aMEH B palloHe JIOKyca, Ha
KoTopbiii AeiictByeT ot6op (Tian et al.,, 2002). B cBsi3u ¢ 3TUM HHTEPECHBIM
npencraBisieTcs: (akT OOHAPYKEHUS allbTEPHATHBHBIX CANTOB IMOJIMAICHUINPOBAHUS BO
BTopoMm uHTpoHe reHa ICE2 u B mepBom untpone ICELl y Bunorpama (Rahman et al.,
2014). OagHako TMOWCK BO3MOXKHBIX anbTepHaTHBHBIX POlY(A) caiitoB y A.thaliana c
nomoinpto mporpammser Poly(A) Signal Miner (Liu et al., 2005) He mo3BouT 00HAPYKHUTH
TaKWe CAlThl B UHTPOHAX U3Y4aeMBbIX T€HOB, CIIEIOBATEIbHO, HAOIIOJaeMBbIi MUK MTOKA HE
MOJKET OBITh CBSI3aH ¢ KakuM-1H00 pyHKIMoHaIbHBIM M3MeHeHneM. B rene ICEL nuku
«Momyamiero» mnonumopduszma Habmogammuch B 3’-HTP, caiite cymounupoBaHus,
nomenax bHLH u NLS (puc. 3).

Pacnipenenenne  HecuHOHMMHUYHBIX 3ameH 1o reny |ICE2  oxka3anoch
HEepaBHOMEpHBIM. HamOoinbmiee dYHCIO HECMHOHUMUYHBIX 3ameH B Tene |CE2

Ha6n}oz[aeTc;1 B BapI/Ia6eHBHOI>'I JacTH IICPBOro 3K30HA, I'’I€ INPUCYTCTBYIOT [IBAa IINKA: B
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rIIyTaMUH-00TaTOM JOMEHE M TPEANOoJIOKHUTENbHOM caiiTe ¢dochopunupoBanusa. B
nomene bHLH u 2-4 sx30Hax HaO101a)10Ch MHHUMATBHOE YHCIIO TIOJJOOHBIX 3aMEH (pHC.
15). OTo MoxeT yka3bplBaThb Ha JIEWCTBHE JBIKYIIETO OTOOpa Ha MEpBBIA HK30H, U
crabmmsupyromero — Ha jomer bHLH. ITo reny ICE1 HecHHOHUMHYHBIH TOITUMOPPH3M
B LIEJIOM pactipefierieH 0ojee paBHOMEPHO M0 TociienoBarenbHocTu (puc. 15). B nenowm,
HanOosiee KpynmHbBIM TiepBbii 9k30H B ICE2 xapaktepusyercs Oonee BBICOKOU
BapuaOMIBHOCTHIO, YeM ToMosiornuHbiid emy 9k30H ICEL. Jlomen bHLH umeer Huskwuii
YpOBEHb HECHHOHMMHYHOTO TMOJUMOp(]H3Ma, OJHAKO BBICOKHI YPOBEHb «MOIYAIIETO»
noauMopdu3Ma B 000MX TOMOJIOTaX, TO €CTh OTOOP MPEMSITCTBOBAT aMHHOKHACIOTHBIM
3aMEeHaM B 3TOM yacTu Oenka. DTO Takke TOBOPUT O JAPEBHEM MPOUCXOXKICHUH U
BBICOKOH 3HAYMMOCTH JOMEHA.

Jlns ompezeneHus XapakTepa MHUKPO3BOJIOLHMH OIPEAEIEHHBIX YYacTKOB TI'€Ha
OBLIO MCCIIEIOBAaHO COOTHOIICHHE HECHMHOHMMHYHBIX U CHMHOHUMHMYHBIX 3aMEH T4/Ts —,
Iie M, — YUCIIO HECHMHOHMMHUYHBIX 3aMEH Ha HECHHOHUMHYHBIA CalT, Mg — YHUCIIO
CUHOHMMHYHBIX 3aMEH Ha CHHOHUMHUYHBIN cailT. COOTHOIIEHUE T, /T > 1 yKa3bpIBaeT Ha
JEUCTBHE JIBIKYIIETo (MOJIOKUTEIBLHOTO) o0TOOpa, a COOTHOIIEHHE T /mgs < 1
CBUJICTEIBCTBYET O TOM, YTO I'€H HAXOIUTCS MOJ JIEHCTBHEM CTAOMIU3UPIOIIETro, WU
OYHUCTUTENIBHOTO  (oTpuiarenbHoro) otoopa  (Hurst, 2002). [ns  momHBIX
nocnenoBarenbHocTell TeHoB ICE1 n ICE2 cootHOomenue m,/ms cocraBuino 2.1 u 0.79,
COOTBETCTBEHHO. AHAaNU3 pacrnpeiesieHHs] 3TOr0 COOTHOLICHHsI MO TeHy MOoKas3al, 4YTO
BBICOKOEC 3HauCHHE T,/ms M ICE1 oOBsICHSAETCS BBICOKMM 3HAYCHHEM TOJBKO B OJHOU
obnactu, nomeHe ZIP u nepekpriBaloMMCcs ¢ HUM MpeICKa3aHHOM MOCIeI0BATEIbHOCTH
PEST (puc. 15). [TogoOGHbIie pe3ynbTaThl ObLI MOJYyYEHBI MPU aHAIM3E BCEX TpEX TPYIII
nonyssimuid (Ipunoxenue, puc. 2) AHanu3 pacnpeneneHus m,/ng mo reHy ICE2 Obin
TaK)Ke MPOBEJICH VIS TpeX TPYIII pac OTAEIbHO. ITO COOTHOUIEHHE ObUIO 3HAYUTEIBHO
MeHbIe 1 Bo Bcex rpymnmnax, Toibko B KOxHo# Tpymnme Habmonancs nuk B qomeHe NLS
(ITpunosxenue, puc. 2). Bo3aM0oXHO, B YCIIOBUSX TEIUIOTO KJIMMATa aJanTalis K XOJIOIy
HE SBJSICTCS HEOOXOTUMOCTBIO, YTO HE MPEMSITCTBOBAIO HAKOIUICHUIO MYTaIlUil B STOM

JIOMEHE, He0OXOAMMOM J1JIs NMPaBUIIbHOM Jokanu3anuu oenka T.
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Puc. 15. Pacnpenenenue «momyamero» (ms), HECHHOHUMHUYHOTO (7T;) HYKJICOTHIHOTO
noauMopdusMa U COOTHOUIEHUS T, /s o reHaMm |ICE1 u ICE2. Ananu3 npoBeneH 1o
METOAY CKOJIB3AIIEro OkHa, jinHa okHa S50 m.H., mar 10 mH. Ilo3unuu 5K30HOB
(MpSIMOYTOJILHUKHM), MHTPOHOB (MpsSMblE) U KOHCEPBATUBHBIX JOMEHOB OO0O3HAYEHBI
BHU3Y PUCYHKA.

3.5.3. DBo/IIOIMOHHBIE ACTEKTHI MOJIUMOP(U3MA OPTOJIOTOB U MAPAJIOTOB IeHOB
ICE u3 A.thaliana u A.lyrata
XapakTep U HampasieHHe AelcTBus orOopa Ha reHsl |CE OblmM M3ydeHbI myTem
CpaBHEHHS YPOBHSI MOJTMMOp(H3Ma B Iapax OpTOJIOroB U mapajgoros reHos u3 A.thaliana
u A.lyrata (ta6mn. 12). [Ipu aHanu3e MEKBUAOBOTO MOIMMOpP(HU3Ma FTEHOB COOTHOIICHHE

grcina Ky/Ks (0) HECHHOHUMUYHBIX M CHHOHIMHYHBIX 3aMEH YKa3bIBaeT Ha HAIPaBJICHUE

ABOJTIOIIMU Te€HA: 3HaUYeHHS ® > 1, =1 u <l 03HauarT, 4YTO Ha T€H JACHCTBYET IBIKYIIUH,
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HEUTPANbHBIM M  CTAOWIM3UPYIOIIMA OTOOp, COOTBETCTBEHHO. 3HA4YeHHE s
optoioroB ICE2 (0,506) na mopsaok Bbime, dem it oproioro ICE1 (0,053),
CJIEJIOBAaTEIbHO aMUHOKHCIOTHAs mocienoBatenbHocTh |ICE2 mperepmeBaer MeHbIee
JaBlieHue oTOOpa, XOTs Ha 00a reHa JACMCTBYET CTaOWIM3UPYIIUN OTOOp. DTO XOPOIIO
cornacyetcsi ¢ Tem, uto reH ICE2 sBnsercs 6osee MoIoABIM B SBOJIOIIMOHHOM IIJIaHE U

croco0eH K OBICTpOMY HaKOIUICHHIO 3amMeH U auBepreniuu (Hughes, 2002).

Tabnuna 12. CpaBHeHUE TOCTIEA0BATEILHOCTEH OPTOIOroB 1 napanoros reHos |ICE

Ks Ka Kol K
OpToJoru
A. thaliana ICE1 vs. A. lyrata ICE1 0,1829 0,0097 0,053
A. thaliana ICE2 vs. A. lyrata ICE2 0,0888 0,0449 0,506
Mapanoru
A. thaliana ICEL1 vs. A. thaliana ICE2 0,5697 0,1868 0,328
A. lyrata ICE1 vs. A. lyrata ICE2 0,5997 0,1576 0,263

Mexny mapamu mnapaioroB cootHomeHUs K,/Kg mpakTtudecku He pa3indaroTcs
(rabn. 12). Cpemnee 3HaYeHHE ® IO BCEMY T€HY MeEHbIIE 1, YTO TOBOPHUT O
cTabWIM3upyroneM OoTOOpe, HANpaBICHHOM Ha YCTPAHEHUE W3MEHEHUN C IIeNbI0
COXpaHeHUsI CTPYKTYpbl U QyHKIUK Oenka. OgHaKO cpeHee 3HaYeHUEe  HE 0TOOpakaeT
BO3MOXXHBIX W3MEHEHHH, 3aTPOHYBIINX TOJBKO OIpeieleHHbIe JoMeHbI. [loaTomy OB
NpOBE/IEH  JIONOJIHUTENbHBIM  aHajdu3  pachupejieNieHus  3HaueHUH  ©  T0
MOCIIEZIOBATENILHOCTH T€HAa METOJIOM ABMXKYIIErocs okHa mexnay mapanoramu ICE1 u
ICE2 A.thaliana ¢ nenpro oOHapyKeHHUs CIIe0B ABHXKYIIEro oToopa (puc. 16). 3HaucHue
®>1 obnapyxeno B ACT-nogo6nom nomene u nomene NLS, a Haubosiee 3HaUYNTETbHBIN
MUK HaOII0aCcs B JICHIIMH-00oraToM noMeHe, crienuduadom s 6enkos ICE2, a Takxke
B ICE2-cneunduunoii o6xactu u3 19 orpunarenbHO 3apsHKEHHBIX aMHHOKUCIIOT (pHC. S).
CnenoBarenbHO, MABIXKYIIMM OTOOp JAEWCTBOBAaN Ha JOMEHBI Oelika, BaKHbIE IS
TUMEpPHU3AIMHU U JIOKaJTu3alun Oenka, a TakKe MPEeANOI0KUTENbHO JUIsl OCYILECTBICHUS
uM cnerupuuHbix GyHKIMA. Takum 00pazom, ABIKYIIUI 0TOOp MPHUBEIN K CTPYKTYPHOM
nuBepreHiiud TeHoB |CE, 4YTo BO3MOXHO SIBUJIOCH OCHOBOW (DYHKIIMOHAJIHHOM

muBepreniuu 6enkos ICE.
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Mn.H.
KnucnoTHbin KRAAM ACT-nogo6HbIn
nomeH JOMeH
I Cepun-0orarast 061acTh I I'myramuH-OoraTas 006macTh

I Jletinmu-0Oorarast 00acTe I ICE2-cieninduuHbIil TOMEH

Puc. 16. Pacnipenenenne 3HadeHUH o 1Mo Koaupyromei obmactu mapanoros A. thaliana
ICE1 u ICE2. Ananu3 npoBe/ieH 10 METOAY CKOJIB3AIIEro OKHa, JyinHa okHa 50 I.H., mar
10 m.1. [To3unnu 6eTKOBBIX JOMEHOB 0003HAYECHBI BHU3Y PUCYHKA.

3.5.4. IIlpuMeHeHNEe TECTOB HA HEHTPAJIBLHOCTH MOJIEKYJISIPHOI IBOJTIOIUM IS
OlIeHKM JIeificTBUSA 0TOOpa Ha pa3auyHble yuacTku renos ICE

Jlnst ycTaHOBJEHHMsS TOTO, BO3JEWCTBOBAJ JM OTOOpP HAa JaHHYIO KOAMPYIOLIYIO
MOCJIEZIOBATENIbHOCTh TOCJIE PACXOXKICHHUS JIBYX BHIOB, HCIOJIb3YIOT Psii TECTOB.
McDonald and Kreitman (1991) npeanosnoxwiu, 4ro nosblimeHHoe 3HaueHue K,/Kg 1o
CPaBHEHHIO C T,/Ms YKa3plBaeT Ha TMOJOXKUTENbHBIA JlapBUHOBCKUIT — 0TOOp,
ONaronpusATCTBYIONUI HAKOIUJICHUIO AJalNTUBHBIX AaMUHOKHCIOTHBIX pa3induil U
MPEJIOKUIN CTATUCTUUECKHUM TeCT, OCHOBAaHHBIM Ha CPaBHEHHUH ATHX MOKa3aTesen (TecT
Max/lonansna-Kpeittmana, MK) s olleHKM WHTEHCHBHOCTH nelicTtBus otbopa. J[ms
MPOBEJICHUSI 3TOTO TecTa BhIUUCIAIOT QukcupoBanHble oTinuus (fixed differences — te
NO3ULIIMM BBIPABHHUBAHUS, KOTOPbIE KOHCEPBAaTHUBHBI BHYTPH KaXJOro BHJAA, HO
NOTUMOP(HBI MEXKIY ABYMS BUAaMH) W moiduMopdHbie caiTel (polymorphisms — Tte
NO3UIIMK BbIPAaBHUBAHUS, KOTOPbIE MOJUMOP(HBI BHYTPU OJHOI'O U3 BUIOB WM BHYTPHU

oboux BuIOB). Bce 3ameHbl KiacCHPUIMPYIOTCS KaK CHHOHMMUYHBIE (HE MEHSIOIINE



78

AMHHOKUCJIOTHYIO  TIOCJIEIOBATE€IbHOCTh) WJIM  HECHHOHUMHUYHBIE  (MCHSIOIIUE
AMHUHOKHCJIOTHYIO IOCIIeIOBAaTeNbHOCTD). llomydaeTcs duetwipe uucnma: d — dwmcio
CUHOHUMHYHBIX TIOJUMOP(HBIX CAHTOB, C — YHCIO CHHOHUMHUYHBIX (DUKCHPOBAHHBIX
OTJIMYMK, D — 4YHCIO HECHHOHMMHYHBIX IMOJUMOP(QHBIX CaWTOB, & — YHCIIO
HECHHOHUMHYHBIX (PUKCUPOBAHHBIX OTINYHH.

CormacHo THIIOTE3€ HEUTPATLHOCTH, MYTalldd B  IOCIEIOBATEIBHOCTIX
HAKAIUTUBAIOTCS C TIOCTOSIHHOM CKOPOCTBIO, HE3aBUCUMOTO OT TOTO, MPUBOIUT JIU 3TO K
PacXOXKIACHUIO BUJOB, W, MO3TOMY, COOTHOIIECHHE CHHOHUMHUYHBIX/HECHHOHUMHUYIHBIX
3aMeH cpeau (UKCUPOBAHHBIX OTIMYUN M MOJTMMOP(HBIX CAHTOB TOJKHO COBIIAJIaTh.
Ecnmu Bce HECMHOHUMHYHBIC pas3iauuus HeHTpaiabHbl, TO a/C=b/d. Ecam Hekoropsie
HCCHHOHUMMYHBIC Ppa3u4usg MEKIYy BHIAAMH OBUIM TIOJC3HBI M IMOJICPKUBAIHCH
orbopom, To a/c>b/d. CratucTrueckas TOCTOBEPHOCTh TeCTa ObliIa OIICHEHA C TIOMOIILIO
TOYHOTO TecTa Duiepa.

PesynbraTel cpaBHeHus mocienoBarenbHocTeit reHoB ICE1 u ICE2 A.thaliana u
Allyrata mpencraBnenst B Tabm. 13. s ICELl BeisBiaeno nmocroBepHoe (P<0.05)
NPEBBIIIEHHE BHYTPUBUIOBOIO HECHHOHUMHYHOTO MOJUMOPGHU3MA HAJ MEKBHIOBBIM,
YTO MOKET F'OBOPHTH O CTAOMIM3UPYIOIIEM MK 0 OamaHcupyromem otoope. s ICE2
HECMHOHMMHYHBIC 3aMEHBI BHYTPH BHJa BCTPEUAIOTCS MOYTH C TOM K€ YaCTOTOM, 4TO U
MEXAy BHUJAMHU, TO €CTh HEe OBbLJIO BBISBIECHO CIIEJJOB JAEWCTBHS OTOOpa, OJHAKO
CTaTUCTUYECKas JIOCTOBEPHOCTh HE ObLIa MojyiepkaHa TecTtoM dwuinepa, MOITOMY MbI

NPUMEHWIIN TaKXKe JAPyTre TECTHI JJIs aHaIu3a.

Tabnuua 13. Pezynbratel Tecra Mak/lonanbna-Kpeiitmana 1 MHIEKC HEUTPAIbHOCTH.

I'en DUKCHUPOBAHHBIE PA3JINYMSA IHosmmmopdHbIe calThI TouHblii TecT NI
®uiepa, P-
value
Cunonnmuunsle  HecuHonmmuyable CHHOHMMHYHBIE HeCcHHOHMMHUYHEIE
CalThl CalThI CalThI CalThl
ICELl | 223 503 4 27 0.04* 2.993
ICE2 | 22 35 12 24 0.66 1.257
*0.01<P<0.05
Wupekc weirpansuoctr  (neutrality index, NI) - 53To  cooTHomieHHE

BHYTPUBUJOBOTO HECHHOHHMHUYHOTO W CHHOHHMHYHOTO ToimMopdu3Ma (T,/ms) K
mexkBuioBoMy (K /Kg). Tlpu gomyiieHu#, dYTO «MOJYAIIME» 3aMEHBI SIBIISIOTCS

HeUTpanbHbIMM  MyTanusiMu, NI > 1 yka3piBaeT Ha craOunu3upyromuii otoop,
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NPUBOIAIIUIN K U30BITKY BHYTPUBHUIOBOTO aMUHOKUCIOTHOTO MOJIMMOp(dU3Ma, 3HaUCHUE
NI <1 yka3piBaeT Ha AeiictBue nBmxymiero oroopa Ha red. s ICEL u ICE2 3nauenus
NI coctaBunu 1,257 u 2,993, coorBeTcTBeHHO (Tab. 13). 3TO TOBOPUT O TOM, YTO HA T€H
ICE1 ucnbIThIBANI CHIIFHOE JABJICHUE CTAOWIM3UPYIOMIET0 0TOOpa, MaBieHUue oTOopa Ha
red |CE2 ObLI0 HU3KHM.

['eTeporeHHOCTH pacrpesiesieHrs COOTHOLIEHUSI BHYTPUBUIOBOTO ToJuMopdu3ma Kk
TUBEPTCHIINN  TIOCJICIOBATEIBHOCTH MEXIY BHJIAMH MOXET OBITh PpE3yIbTaTOM
pa3nu4Horo naeWctBus otbopa Ha ywactku reHa (McDonald, 1996). Craructuueckuii
TecT Mak/loHanbaa Ha F€TEPOr€HHOCTh, OCHOBAaHHBIM HAa COOTHOIIEHUH MOJIUMOPPU3Ma
U GUKCUPOBAaHHBIX Mexay Bumgamu paznuuuit (McDonald, 1996; McDonald, 1998) 6bi1
npumeneH ¢ nmomoinkio nporpammbl DNA Slider (McDonald, 1998), koTopast orieHuBaeT
YpOBEHb BHYTPHUBHJIOBOTO TOJUMOp(H3Ma K JUBEPreHIIMHA IO METOAY ABMKYIIETOCS
OKHA TI0 BCEeW mocienoBaTelbHOCTH TeHa. J[Isg  MEeXBHIOBOTO  CpaBHEHHS
UCIIOJIb30BAIUCh OPTOJOrH reHoB 3 A. lyrata. DToT TecT HCHOIB3yeT HECKOIBKO
CTaTUCTHUK JIJISl OIEHKU TEeTEPOTCHHOCTH, Hanbojee BaKHBIC M3 HHUX - Gpg (Maximum
sliding G statistic), Gnen (mean sliding G statistic), Kr (runs statistic) u Dgs
(Kolmogorov-Smirnov statistic). HaumeHnbIvie W HauWBBICIIME 3HAYCHUS OTHOIICHUS
nouMopdu3Ma K JMBEPICHIIMM  COMPOBOXKIAIOTCS HAMOONBIIMMU  3HAYCHHUSIMU
CTaTHUCTHK TecTa. [ umore3a O CYIIECTBOBAHHWHM T'€TEPOTCHHOCTH CUYUTACTCS MPHHITOMU,
ecnu 3Hauenust P-value mus cratucrtuku <0.05, ognako 3Hauenust 0.05<P<0.07 Taxxke
HeoOXxoauMo npuHUMaTh K cBegeHuto (McDonald, 1998).

B 1a6n. 14 npencrasieHsl pe3yabTaThl 10 THM YEThIPEM CTaTUCTHKaM. BuHo, 4TO
s reda |CEL rumoresa rereporenHoctu otBepraercs, a st ICE2 nBe cratuctuku, Kg
u Dgs, He mocroBepHbl, onHaKo 3HaYUMBI. ClleJOBATENbHO, CYIIECTBYET HEKOTOpas
TeTEPOreHHOCTh B PACIPEICIICHHH OTHOIIEHUS mojaumopdusma Kk guBepreHnuu (m/K).
AHaJIM3 3TOTO pacIpeesieHus M0 T'eHy METOJOM JIBMKYIIETOCS OKHA BBISIBHJI 00JIaCTh
HHU3KOTO OTHOIIEHHS OIMMOpHU3Ma K JUBEpreHun B paiione qomena bHLH, koTopsrit
MOJXKET SIBJISTHCS MHIICHBIO JCHCTBUS cTaOmiu3upyromero oroopa. [Iuku BBICOKOTO
OTHOIICHHsI TouMopdu3Ma K auBepreHiuu pacnoiararorcss B ACT-nmomobnom, ZIP
JIOMEHAaxX, a Takke B BapualeiabHOW yacTu | sk30Ha B pailoHe 953-ro HykieoTuna, He

OTHOCsIIeHCs K m3BecTHBIM tomeHaM ([Ipunoxkenue, puc. 3).
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Tabnuma 14. PesynpTaThl TecTa MakaoHalbJa Ha TETEPOTCHHOCTHh pPAaCIpPEICIICHUS
OTHOLIEHMSI TOJIMMOPPU3MA K AuBepreHuuu. s kaxaoro recra 66u10 nposegeHo 1000
CHUMYJISILIMI ¢ peKkoMOMHaMOHHBIME TapameTpamu (R) = 1, 2, 4, 8, 16, 32, B Tabmawuie
npuBeIeHO HanboJbIlee moaydeHnoe P-value.

I'en P

Gmean Gmax KR DKS
ICE1 0.16 0.16 0.96 0.23
ICE2 0.177 0.118 0.063 0.076

Ouenka  OTKIOHEHHH  HaOmOJaeMOro  MOJUMOpPPHU3Ma  HYKIEOTHIOB  OT
HEUTPAJIBHOCTH € MOMOUIBIO0 TecTa Ta/pKUMbl OLIEHMBAET CHEKTP aJICNbHBIX YAaCTOT U
OIICHMBAET BKJIAJl pelnkux amienei B monumopdusm (Tajima, 1989). Ilokazatens D Obin
HEMHOTUM OOJIbIIe HYJS s Koaupyromied mocienoBatenbHoctd TeHoB ICEL u ICE2
(tabm. 10 m 11) m AOCTOBEPHBIX OTKJIOHEHHH OT HEHUTpaIbHON THIIOTE3bI IBOIIOLUHA HE
ObUT0 BBIsIBIEHO. OIHAKO TIPH MCIIOJIB30BAaHUU METOJAA CKOJB3SIIEr0 OKHA JIOCTOBEPHBIE
oTpuaTenbHbie 3HaYeHuss D Obutn momydensl s 5’-HTP u momena bHLH y o6omx
IeHOB. JTO YyKa3blBaeT Ha HM30BITOK HHU3KOYACTOTHOTO MONMMMOp(HU3Ma, YTO, CKOpee
BCETO, SIBJIACTCS yKa3aHUEM Ha cTabmnu3upytonuii otoop. [lonoxurenbusie 3HaueHus D
HaOmonanuck B paiionax rena ICE2, mis kotopsix Tect Mak/{oHanb/1a BBISIBIII BBICOKOE
oTHouieHue nonumopdusma k ausepreHiuu: ACT-nonodbnom, nomene ZIP u obmactu
953-ro Hnykneoruma, a Takxke 3’-HTP. 3Oro wMoXeT yka3piBaTh Ha HaJIU4YUE
OayraHCcHpYyroIIero oToopa.

Takum 00pa3oM, UCIOJIb30BAaHHBIE HAMU TECThl HA HEUTPAIbHOCTh MOJEKYJISIPHOU
ABOJTFOIIMH TTO3BOJIMJIN YCTAaHOBHTH, UTO Ha IocieaoBaTenbHOCTh reHa |ICEL neficTBoBai
CUWJIbHBIN cTaOunm3upyomuii ot0op. Paznuynbie TUnbsl 0TO0Opa MOIJM JEWCTBOBATH Ha
yuactku reHa |CE2: crabummsupyrommii Ha 5°-HTP u nomen bHLH, 6anancupyromuii Ha

ACT-nono6HsIi 1oMeH, nomeH ZIP, o61acte 953-ro HykneoTuaa, a Taxxe 3°-HTP.

3.6. M3yuenue ¢pynkuum reda |ICE2 ¢ ucnosb3oBaHueM TpaHCreHHBIX PACTEHH
N3ydeHne TpaHCTeHHBIX PACTCHUM, CYNEPIKCIPECCUPYIOIIUX ONPECIICHHBIN TeH
Mo/l KOHTPOJEM KOHCTHTYTHBHOTO TIPOMOTOPA, CIYKUT IIEHHBIM WHCTPYMEHTOM
00paTHON TEHETUKH, MO3BOJIIIONIMM OIEHUTHh (eHOTHNMUYECKUi 3PGeKT H30BITOUHOM
03Bl TEHA W, TAKUM 00pa3oM, MPOJUTH CBET Ha POJb reHa B opranm3me. [logoOHas

pabora Begercs B MOI'en um. H.M. BaBunmoBa PAH mnoam pykoBoiacTtBoM 1.0.H.,
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npodeccopa B.A. Tapacosa, u Haia rpyrra riy0oKo Ipu3HaTellbHA 3a MPEJoCTaBICHUE

CeMsIH TPAHCTEHHBIX PaCTeHHUI MOKoJeHus T2.

3.6.1. Bausinue cynepikcnpeccuu rena |CE2 Ha peHoTHIT TPaHCTeHHBIX pacTeHUIt
JBe romo3urotHsie o uncepuuu T-JAHK nunuu, D7 u D14, necyniue onHy KOMuio
35S:ICE2 B renome, ObuTH BBIJEICHBI U3 MokojieHuss TS5 (cMm. Marepuansl 1 MeTozsl).
Cymepakcrpeccust rena ICE2 6puta monrepxaena merogom [II[P-PB. OtHOCHTENBHEII
ypoBeHb 3kcripeccun |CE2 okazaiics 3HaYMTEIBHO BHINIE B alTMKAJIBHBIX MEPHCTEMaX M
JIMCTBSIX IBYXHEACIBHBIX TPAHCTEHHBIX pacTeHui mo cpaBHeHuto ¢ JIT (paca Columbia).
B pactenusix muauu D7 HaGmroganu noselieHue sxcnpeccud B 7-11 pa3, B munuu D14 —

B 35-60 pa3 (puc. 17).

70 |
60
50 =T
40 | mD7
30 4 I D14

20 *

10 | - *
0,

JlncTea MepucTembl

Puc. 17. Anamu3 skcnpeccun reHa |CE2. Tlo ocu Y — OTHOCUTENbHBIH YpOBEHb
TPAHCKPHUIIIMHA UCCIEAYeMOro TeHa oTHocuTenbHO J[T. 3HaueHus mpencTaBiIeHbl B BUJIC
CpeqHero apu(pMeTHYecKoro + CTaHgapTHas OMIMOKa CPEeJHEero ABYX OHMOIOTHYECKHX
TIOBTOPHOCTEW. * BBINEICHBI CTATUCTHYECKH JIOCTOBEPHBIE OTIMYUS OT YPOBHS
skcnipeccun [T (t-tect CThiofeHTa, ypOBEHb 3HAUUMOCTH 5%).

TpaHCreHHbIE pacTeHHs XapaKTepU30BaJIUCh HECKOJIBKO 3aTOPMOKEHHBIM POCTOM U
3anBetanin no3xke pacreHudd AT (puc. 18A), npyrux OTKIOHEHHH Mopdonorun u
pa3Butusi He HaOmonantock. [lockonbky panee OblIO mokazaHo, uto Ien ICE2/SCRM2
Y4acTBYeT B PETYISIMU DPA3BUTUS YCTHHUI] (MyTalus B 3TOM T€HE MPUBOAWIA K
HapymeHusM yctenaaoi auddepenmmposku (Kanaoka et al., 2008), Mb1 Takke MeToq0M
CKaHHUPYIOIEH 3JIEKTPOHHOW MHUKPOCKONHMU y TPAHCTE€HHBIX M KOHTPOJBHBIX PACTEHHH

M3Yy4IIIH a0aKkCUaabHYIO (HUXKHIOIO) TOBEPXHOCTH JIUCTHEB, IJI€ COCPEAOTOUEHBI YCTHUIIA.
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[lnoTHOCTS pacronoxkerns yersur (SD, n/mm?) u smmaepManbHbix kinetok (ED, n/mm?)
OKa3ajach HW)XKE Yy PACTCHHH TPAHCTCHHBIX JIMHUW (JaHHBIC HE IPEICTaBIEHBI), YTO
TOBOPHUT 00 YBEJIMYECHHOM pa3Mepe KJIETOK y TPAHCTCHHBIX pacTeHuid. OqHAKO TPOICHT
yuclia yCThHUIl, OLCHEHHBIA ¢ moMoInblo mokasatens Sl (stomata index), koropwrii
MO3BOJIICT HHBEIMPOBATH pa3lIM4YUsl B pa3Mepax KIETOK, 3HAYUTEIHHO BBINIE Y
TpaHCTeHHBIX pacTteHuil (puc. 18B). KomndecTBeHHbIe 1 MOPHOIOTUICCKUE TTApAMETPHI

YCTBHII IPEACTABIICHBI HA puc. 18B.

A aT D14

B
60
;'o‘ 40
=
o T
b IT D14

10

anepTypsr (un)
w

upuna ycTeM4HOM
o

T D14

Puc. 18. Bnusiaue cynepakcnpeccuu reHa |ICE2 na ¢peHoTum TpaHCTeHHBIX PaCTEHUH.

(A) 3anepxka pocta TpaHcreHHbIX pacteHui no cpasHeHuto ¢ JT. (b) Ckanupyromas
ANIEKTpOHHAsT MUKpodoTorpadus abakcHaNbHBIX IMOBEPXHOCTEH IUCThEB. CTpenkamu
BblIeNieHbl HopMalibHble yeTbull ([IT) u Hegopassuteie yerbuna (D14). bap = 30 um. (B)
XapakTepucTUK MOP(HOJIOTUU U KJIACTEPHU3AIMH YCTHUIl. 3HAUEHUS TNPEICTABICHBI B
BUJE CpEAHEro apu(pMEeTHUYEeCKOro+CTaHJapTHas oOluOKa cpeaHero usMmepeHuit 50
YCTBMII.

Kpome TOro, y TpaHCreHHBIX pacTeHHil ObUTM OOHapy:KeHbl MOPQOIOTHYECKUE
AQHOMAJIMM: MHOTOUYMCJICHHBIE HEJOPA3BUTBhIE MEPUCTEMOUbI  (TPEAIIECTBEHHUKU
3aMBIKAIOIIMX KIJIETOK YCTBUIl) U YCTbHIIA HA Pa3HBIX CTAIUSAX Pa3BUTHS, HAPYIIECHO

pasBuTHe © Kiactepuzauus ycrbuil (puc. 18B). DTu maHHbIE comacyrooTcs C
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yctanoBiaeHHOM ponbio |ICE2 B passutum yctbun (Kanaoka et al., 2008). Ycteuma
TPAHCTEHHBIX PACTCHUHN TaKKe UMEIOT MEHBIIUN pa3Mep YCTbUYHOMN amnepTyphl (cpeaHee
sHaueHue 3.95 +- 0.5 um) no cpaBaenuto ¢ [T (cpennee 3Hauenue 5.8 +- 0.9 um), npu
paBHBIX YCIOBHUSX BblpalmiuBaHus u ¢ukcupoBanus (puc. 18B). B nHopme ABK
UHIYIMPYET 3aKpbIBAaHWE YCTBHUI] I MPEAOTBpaIleHUs BOAHBIX moTepsb (Hetherington,
2001). CnemoBaTenbHO, HAOIIOIAEMOE SIBIIEHHE MOXET YKas3blBaTh Ha HM3MEHEHHYIO
PETYISIINI0 TIPOBOIMMOCTH YCTHHI] BCJIEACTBHE MOBBIMIEHHOTO cojepkanus ABK wmm

YYBCTBUTCIBHOCTH K HEH B JIUCTHIX TPaHCI'CHHBIX paCTeHHfI.

3.6.2. Peakuusi TpaHCreHHbIX PACTEHHUIl HA X0JI0/10BOIi cTpecc

ICE1 urpaer Baxnyro posib B ycroiiunBoctu A.thaliana k xomomy(Chinnusamy et
al., 2003; Lee et al., 2005; Miura et al., 2007; Miura and Hasegawa, 2008; Miura et al.,
2011). IlpenpiaymuMu HCCICIOBAaHUSAMH OBUIO TOKa3aHO, YTO aKKIMMaTH3WPOBAaHHBIE
TpaHCTeHHbIe pacTeHus JuHHH Super-Half2-1CE2 mnokomenuss T2 Ttarke oOnamanu
MOBBIIIEHHOW YCTOWYMBOCTRIO K KparkoBpeMeHHoMY (1 "ac) 3amopaxuBanuto npu -20°C
(2). Opmnako TecT Ha YTEUKY OJCKTPOJIUTOB,  SIBJISIOIIMHCS  KJIACCHYCCKHM
(U3NOTOTUYECKUM TECTOM, MO3BOJISIOIIUM OLIEHUTh YCTOMYMBOCTH PACTEHUS K XOJIOLY,
HE BBIABWJI paziuyuil Mexay TpaHcreHHbiMu pacteHusimu D7, D14 u T, kax
HCaKKJIMMAaTU3UPOBAHHBIX, TaK M akkiauMarmsupoBaHHbix (Kurbidaeva et al., 2014).
AHanmu3 0a3 gmaHHBIX MUKpodppeidl mokazain, uro ICE2 wmoxer cnenudpuyHO
AKCIpeccUpoBaTbcsi B Mepuctemax. [lo3TOMy BO3HUKIO NPEANOJIOKEHHE O HEKHX
cnenupUUHBIX PYHKIUAX TeHa B MepucTeMax. bbl mpoBeneH (Gu3noIOrnYecKuil TecT Ha
ycroiunBocTh JuHui D7 u D14 k 3amopaxkuBanuto nipu -5°C. Ucnonb3oBanock no 50
NPOPOCTKOB KaXKJIOW JHMHUU B TpeX OMOJOTHYECKHX IOBTOPHOCTSIX. BBDKHMBaeMOCTh
pactenuii JIT cocraBuna 36%, TpancreHHbIX pacteHuil nuauu D7 — 6omee 80%, D14 —
oonee 90% (puc. 19b). Tonbko HEOONBIIONW MPOIEHT TPAHCTEHHBIX PACTEHHMM BBIKUI
MOJTHOCTHIO, B OOJIBIIMHCTBE CIy4aeB BBDKWIM TOJBKO alUKAJIbHBIE MEPUCTEMBI, JTUCThS
OKa3aJIiCh MOBPEIKACHBI XOJIOAOM U MOruomu (puc. 6A).

[To manapiM GENEVESTIGATOR, ren ICE2 nau6onee CHIIBHO SKCIIPECCUPYETCS B
amMKaJIbHBIX MEPHCTEMaX U 3aMBIKAIONINX KJIETKAaX YCTBHHII, B TO BPEMs KaK IKCIIPECCHS
ICE1 makcumanbHa B M sHAocrnepme (puc. 19B). st moaTBepKIeHUs 3TUX JaHHBIX

oblna uzydeHna skcrpeccust reHoB ICEL u ICE2 B Mepuctemax u aucthax pacteHuit [T
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metonom IIIIP-PB. B muctesax skcnipeccust rena ICE2 okazamack mpumepHo B 2,6 pasa
HIDKE, 4eM MepucteMax, skcnpeccusi ICEL 3Haummo He pasnumyaercs B 9TUX OpraHax
(puc. 19I'). Takum ob6pazom, ICE2 skcnpeccupyeTcss B MeprucTeMax Ha 0ojiee BHICOKOM
ypoBHE. B TpaHCTeHHBIX pACTEHUAX MTPOMOTOP 35S MPUBOIUT K OSKTOMUYCCKOU
SKCIIPECCUU T€Ha BO BceX TKaHsaX (puc. 17), oqHAKO 3TO NPUBOIUT K IOBBIILIEHHON
YCTOWYMBOCTH HMMEHHO MepucTeM. Takum o00pa3oM, BO3MOXKHO, B MEpHUCTEME
CYIIECTBYIOT crienu(uyHbIe KO(PaKTOPHI, KOTOPBIE OMOCPEAYIOT POJIb T€HAa B PETYISALNN

XO0JIOJOBOT'O OTBETA.
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Puc. 19. ICE2 xoHTpOIMpyeT yCTOWUUBOCTh MEPUCTEMBI K XOJIOMY.

(A) Bmusuue cynepakcnpeccun Of ICE2 na ycroitunBocTh k 3amopaxkuBanuio. (b)
[IponenT BeKMBaeMoCTH pacTeHu /[T M TpaHCTEHHBIX JMHUHN MOCIE 3aMOpaKUBaHUS.
3HayeHHs] MPEACTABICHbl B BUJAE CPEAHETO apU(PMETHUYECKOTOErCTaHAapTHas OIIMOKa
CpemHero NByX Ouonormdeckux moBTOpHOCTE. (B) OTHOCuTENbHAs SKCIpeccusi reHa
ICE2 B pasnmuunbix opradax A.thaliana mno manHeiM  Mukpospperr u3 b/l
GENEVESTIGATOR. (I') Anamu3 skcnpeccun renoB ICE1 u ICE2 B nuctesix u
mepucteMax 14-nueBHbix mnpopoctkoB JT. Tlo ocu Y — oOTHOCUTENbHBIM YpPOBEHBb
TPAHCKPUIIMH HCCIIEIyeMOoro TeHa oTHocutenbHO dkcrpeccun ICEL B nmcThAX.
3HayeHHs] MPEACTABICHbI B BUJE CPEIHEro apu(MeTHUeCKOrotcTaHAapTHas OLIMOKa
CpPEeOHEero JABYX OHOJOTMYECKHMX TIOBTOPHOCTEH. * BBIIETCHBI CTAaTUCTHYECKU
JIOCTOBEPHBIE OTIIMYHUSL OT YPOBHSI IKCIpeccHu B JHUCThbIX (t-recT CThbroeHTa, YpPOBEHb
3HaYMMOCTH 5%).
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3.6.3. Biusinue cynepakcnpeccun rena ICE2 na 3xcnpeccuio reHoB peryjiona
CBF/ABK-He3aBHcHMOro myTH 0TBETAa HA X0J10]]

Jlnst ycTaHOBJIEHUS] MPUYMH TOBBIMIEHHOW YCTOMYMBOCTH MEPHUCTEM K XOJOAY M
xapakrepuctuku ponu reHa ICE2 B cucteme X0010BOTO OTBETa OBLI MPOBENEH aHATU3
AKCIIPECCUM TEHOB X0J1010Boro orBeTa Metoaom [II[P-PB. Tak kak Obulo 3ameudeHo, 4To
MEpHUCTEMBI MMOOETOB BBIKUBAIOT MOCIE XOJOAOBOTO BO3JCHCTBUS, HECMOTpPSI Ha THOEh
JMCTHEB, OBIJIO MCIIOJIF30BAHO JIBA BHUJIA TKAHEH Ui aHanu3a. (s qeTanbHOro u3y4eHus
ponu reHa ICE2 B konTponme CBF-3aBucMMOro myTw OTBETa Ha XOJIOJA, OblIa M3ydyeHa
skcripeccusi reHoB CBF uepe3 ompeneneHHble MPOMEXKYTKHM BPEMEHH IOCJIE Hadaia
ctpecca. M3BectHo, uro renbl CBF1-3 ObICTpO M Ha KOPOTKHH CPOK MHIYIIUPYIOTCS B
TEYCHHE MEPBBIX YacOB X0JI0a0BOr0 Bo3aeicTBusA(Gilmour et al., 2004). ITuk skcnpeccuun
rena CBF1 mpousomen gepe3 6-9 gacos (puc. 20), mpu 3TOM B MEpHCTEMaX U JIUCTHIX
TPaHCTEHHBIX pacTeHUU MUK ObuT 3HaUMTeNbHO BbImIe, yeM B T (puc. 20). DT nanHbie
HIOITBEPXKIAIOT MONy4YeHHbIe paHee Fursova et al., 2009. Dkcnpeccuss CBF2 nocrurna
nuka uyepe3 3-6 yacoB, MpH ATOM He ObUIO pa3inuuuid Mexay nuHusMu (puc. 20).
Okcnpeccuss CBF2 nocturna nuka yepe3 6 4acos, pu 3TOM B MEPUCTEMAX TPAHCTEHHBIX
auHUE skcnpeccus Obuia Boimie (puc. 20). B pabore Fursova u ap. (2009) me 610
OTMEUEHO PA3HUIBI IO HKCIPECCHU OTOTO TEHA, BO3MOXHO NPUYMHON MOCIYKUIIO
WCTIOIH30BaHUE TOJIBKO OTHOTO THITA TKAHEH JIJIs aHau3a.

Mumensmu aeiictBus Td cemetictBa CBF sBistitores rensr COR, wurpatomme
[JIAaBHYIO POJIb B 3allIUTE KJIETOK OT moBpexaeHus xohonoMm (Thomashow, 1999). [lns
aHanm3a JKcrpeccud Obuio BeIOpaHo Tpu rena: COR15a, COR47 (RD17), COR78
(RD29A). MakcumalbHbIl YPOBEHD IKCIIPECCHH OTMEYalics yepe3 24 yaca BO3/ICHCTBHS
B JIT u TpaHCTeHHBIX PACTEHHSAX, OJHAKO B MEPUCTEMAax ATOT MUK ObUI 3HAYUTEIHHO
BBIIIIE B TpaHCTeHHBIX JUHUAX (puc. 20). [lomyueHHBIE NaHHBIE TOBOPST O TOM, YTO
HecMoTpsa Ha To, yTo |ICE2 aktuBupyer ren CBF1 B nucThsix U Mepuctemax, TOJIbKO B
mepuctemax TreHsl COR  akTUBHPYIOTCS MaKCHMaldbHO, BO3MOXXHO BCIJIEJICTBHE
TIOBBIIICHHOW akTHBanuu dkcnpeccuu CBF3 wimu BenencTBre HaMMYHS TOTIOTHUTEBHBIX

bakTopoB.
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Puc. 20. BausiHue runorepMun (4°C) na YPOBEHb JKCTpeccuu reHoB peryinona CBF B
14-nueBHbix mpopoctkax A.thaliana. Ilo ocu Y — OTHOCHTENBHBIH YPOBEHBb
TPAHCKPUIILIMU UCCIIEAYyeMOro rena oTHocuTesibHO T B HOpManbHBIX ycnoBusax. [1o ocu
X — MpOJOKUTENIBHOCTh CTPECCOBOTO BO3AEUCTBUS (4). 3HAUEHUS] IMPEJCTABICHHI B
BUJIC CPEHET0 apuPpMETHIECKOro+CTaHJapTHAS OMIMOKA CPETHEr0 ABYX OMOJIOTHYSCKUX
MOBTOPHOCTEH. * BBIACICHBI CTATHUCTHYECKU aocToBepHble oTnmums oT T (t-tect
CrtblozieHTa, YpOBEHb 3HAUUMOCTU 5%).
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HemaBHO OBIIIO YCTAaHOBIEHO, 4YTO CyOBEOUHMIIBI MEIMATOPHOTO KOMILIEKCA
SFR6/MED16, MED2 u MED14 y4actByroT B koHTpoJe dKkcnpeccuu reHoB COR mytem
NPUBJICUCHHSI XpOMaTHH-peMojenupytoniero komruiekca u PHK-momumepassr |l &
npomopam reioB COR (Hemsley et al., 2014). Ananu3 OTHOCHUTEIBHOTO COACPIKAHUS
TPAHCKPHUIITOB TEHOB ATHX OEIKOB B MEPUCTEMAX M JIMCTHIX TOKa3aj, 4To TeHbl SFR6 u
MEDZ2 »skcmipeccupyroTCs Ha TIOBBIIIEHHOM YpoBHe B MepucTemax kak JIT, Ttak u
TPAHCTEHHBIX JUHUU (puc. 21). DT naHHbBIE OBUIM TaKXKE MOATBEPXKICHBI JAaHHBIMU
mukpoappeit u3 BJI Arabidopsis e-FP Browser (IIpunoxenue, puc. 5).

A b
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Nuctea  Mepuctembl ar b7

Puc. 21. Ananu3 sKCIpeccuu Te€HOB CYOBEAMHHUIl MEAMATOPHOTO KoMmIUiekca (A) mpu
HOpMasbHBIX ycioBusax; (b) mnpu 4°C. Tlo ocm Y — OTHOCHTENBHBIH YPOBEHb
TPAHCKPHUIILIMU UccaeayeMoro rena otHocutensHo T B HopmanbHbIX yenosusx. [1o ocu
X — MPOJOKUTEIBHOCTh CTPECCOBOTO BO3MCHUCTBUS (4). 3HAUCHUS MPEJCTABICHHI B
BUJIE CPEIHET0 apu(PMEeTHIECKOro+CTaHAapTHAsI OMIMOKA CPETHETO ABYX OMOTIOTUYECKHIX
MNOBTOPHOCTEW. * BBIJIEJCHBl CTATUCTHUECKH JIOCTOBEPHbIE OTIMYUS OT YpPOBHS
AKCTIpeccuu B JUCThAX (A) U oT skcrpeccun nipu H.y. (b) (t-tect CThlogeHTa, ypOBEHB
3HAYUMOCTHU 5%).

AHanu3 HaKOTUIEHUS TPAHCKPHUITOB MO ACWCTBHEM XO0JI0/a ToKa3as, 4ro reH SFR6
aKTUBUPYETCA XOJIOAOM B JIHCThIX U MepuctemMax, a MED14 — 3nauumMo ToibKO B

MCPUCTCMAX, OJJTHAKO HCT CTATUCTUYCCKU JOCTOBCPHBIX paSJ'II/ILII/Iﬁ MCXKY TPAaHCTCHHBIMU
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pactenusimu u JAT (puc. 21). Takum oOpa3om, B akTuBamuu skcrnpeccuu reHoB COR
crenuUIecKd B MEpUCTEMaxX TPAHCTCHHBIX PACTEHUH MOTYT y4aCTBOBATh CYOhETMHUIIBI
MeauatopHoro komruiekca SFR6, MED2 u MED14., nockoibKy KOAUPYIOIIHE MX TE€HbI

IKCIIPECCUPYIOTCS B MEpUCTEMax Ha 0oJiee BHICOKOM YPOBHE.

3.6.4. Biusinune cynepakcnpeccun rena ICE2 na ABK-3aBucumblii myTh oTBeTa Ha
xoJ101/3Kcnpeccuio reios meradosansma ABK u peryiona AREB/ABF

s nzyuenust poau ICE2 B pabote ABK-3aBHCHMMOTo IMyTH OTBETa Ha XOJIOJ OBLIH
BbIOpaHbl reHbl MeTabonu3mMa ABK 1 koHTponupyeMbie PUTOrOPMOHOM T'€HBI PETyJIOoHa
AREB/ABF u ren ADH. 3a xomon-unaymupyemsiii cuare3 ABK B Mepucreme orBevaet
red NCED3, a skcnipeccust ABAL u CYP707A2 moBpIaeTcsi Ipyu HU3KOTEMIIEPATYPHOM
cTpecce B JIMCThIX M Mepuctemax (Baron et al, 2012). I'eust RD29B u RABI18
koaupytone aeruapunbl (Thomashow, 1999), u ren amkorosbaeruaporeHassi ADH
(Jarillo et al., 1993; de Bruxelles et al., 1996) aktuBupyrorcs ABK, ocMoTuyeckum u
HU3KOTEMIIEpaTypHBIM CTPECCAMH M YYaCTBYIOT B Pa3BUTHH YCTOMYHUBOCTH.

Okcnpeccus reHa NCED3 Obuta BbIlie B JHCTHSIX U MEPUCTEMax TPAHCTCHHBIX
pactenuii mo cpaBHeHuto ¢ T (puc. 22), omHAaKO XOJOJ MO-pa3HOMY JEHCTBOBAJI Ha
DKCIPECCUI0 B pa3HbIX TKaHAX. B nuctesax Tpex nuHui U B mepucremax T ypoBeHb
OKCIPECCUM TIPAKTHYCCKH HE H3MEHSJICSH, OBUIO OTMEUEHO HEOOJBbIIOE TOHIKCHUE.
OpnHako B MepucTeMax TPAHCTEHHBIX PACTEHUI HAOJIO/Nanach aKTHBAIUS JKCIPECCUU
NCEDS (puc. 22). Pa3nsiit ypoens 6azanbHoi skcipeccut NCED3 M0kHO 0OBSICHUTH
CYIIIECTBOBAHUEM PETyJSIUU MO0 TUIy OOpaTHOW CBs3M Mexay coiepkanuem ABK B
TKaHsAX W dkcnpeccuerr reHoB cuHTe3a ABK (Barrero et al., 2006). Dxcnpeccusi reHa
ABAI moBbIIanach HE3HAUYUTEIBHO B JIUCTHAX M MepucTeMax (puc. 22). Dkcmpeccus
rera CYP707A2 moBelmmanack B MepucTeMax TpaHCreHHbIX pacteHuid u [T, B nmucTesax
muaun D7 waGmomanace HauOonblmas aktuBaius (puc. 22). Takum  oOpasom,
cynepakcrpeccusi ICE2 monoxxurensHO BIUSET Ha CTPECC-UHIYIHPYEMYIO IKCIIPECCHIO
reHa cuaTe3a ABK NCED3 B mepuctemax.

DKCrpeccusi TeHOB JETUAPUHOB B JIMCThSX 3HAYUTEIBHO MOBBIIIAETCS mocie 24
4acoB MpU HU3KOHM Temmeparype (puc. 22). B TpaHCTeHHBIX pAacTEHUAX MaKCHUMaJlbHBIN
ypoBeHb 3kcnpeccur He otaudaetcs ot T, nubo menpme (RD29B). B Mepuctemax mbl

Ha0IIr01amy MHIYKIUIO 3Kcnpeccun TeHoB RD29B u RAB18. B TpaHCreHHBIX pacTeHHSIX
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YPOBEHB KCIpeccuu mnocie 24 dyacoB ObL1 BhImIe, ueM B JIT (puc. 22). Dkcrnpeccus reHa
ADH noBslIlaeTcsi 3HaYUTENIBHO B JTUCThIX U MEPUCTEMAX Mocie 24 4acoB BO3/ICUCTBUSI.
B TpaHcreHHbIXx pacTeHMSX ypoBeHb TpaHCcKpunuuu Bbime, yeM B JIT. Haubonee
3HauuTenbHas uHAYKIus (B 4000 pa3) HaOmoaanack B MepucTeMax pacteHud auHuu D7
(puc. 22). Takum o0pa3oM, XapakTep akTuBauuu TpaHckpunuuu ABK-nHaynupyemsix
T€HOB B TPAHCTEHHBIX PACTEHUAX IOJ JEMCTBHEM X0JI01a COOTBETCTBYET HalOJt01aeMOn
skcrpeccun reHoB cuHTe3a ABK u ykasplBaeT Ha MX ydacTHME B IIOBBIIICHHOMN

YCTOI>'I‘II/IBOCTPI MCPHUCTCM K XOJIOaY.
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Puc. 22. Bnusaue runotepmMun (40C) Ha YpOBEHb IKCIpeccur reHoB meTabonu3ma ABK
u ABK-3aBUCHMBIX T€HOB yCTOWYMBOCTH B 14-aHeBHBIX mpopocTkax A.thaliana. ITo ocu
Y — OTHOCUTENBHBIA YPOBEHb TPAHCKPHUIILUMU UCCIEAYyeMOro reHa otHocutenbHo AT B
HOpMaJIbHBIX ycioBusX. [1o ocu X — mpoAomKUTENbHOCTh CTPECCOBOTO BO3ACHCTBUS (U).
3HaueHUsT TPEJCTABICHBI B BHJIE CPEAHETO apU(PMETHUECKOTOECTAaHIApTHAS OIIUOKA
CpPEeIHEro JBYX OHWOJOTUYECKUX TIOBTOPHOCTEH. *  BBIIENEHBI CTAaTUCTUYECCKU
nocroBepHbie otinuus ot AT (t-tect CThioeHTa, YPOBEHb 3HAUUMOCTH 5%).
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3.7. Poanb rena ICE2 B ananTanuu K ycJ10BHSIM CeBePHOIi rpaHMIbI apeaJia
oouranus A. thaliana

Jlns Toro 4ToOBl YyCTaHOBUTH, ydacTByeT i TeH ICE2 B Mexanu3max amanrtanuu A.
thaliana k pa3MYHBIM KIIMMATHYECKAM YCIOBHUSM, MBI IOCTABWIIM 33J[a4y OIPENICIINTh,
KaKhe T'eHbl OTBEYAIOT 3a MOBBILIEHHYIO YCTOMYHMBOCTH K XOJIOAY paHEe HE M3YUEHHBIX
ceBepHbix pac A.thaliana. OOwbexTOM mOCHYXHIM 6 momyysanuii u3 PecmyOmuku
Kapenusa. Teppuropus Kapenuu npuHagieXuT K KpaliHEHM CEBEPHOW I'paHMIE apeana
Buga. Camble ceBepHbIe TOMyIsIMM OoOHapyxeHbl B Kapenmuun Ha mupore 62°54'
(Pemopenko u ap., 2001). B Takux mpUTpaHUYHBIX paiOHAX MOIMYJISIUH HCIBITHIBAIOT
NMaBjeHHe HeOJarompusTHBIX JJisi BUJA JKOJIOTHYECKHX ycnoBui. CpemHeronoBas
Temmneparypa B peruoHe coctasiser or +1,5°C (Ha ceepe) mo +3°C (ma tore), ¢
OPOJOJDKUTENbHONM 3uUMOM  (cpenHsss Temmeparypa siHBapst -11°C) u KOpoTKUM
MPOXJIATHBIM JIeTOM (cpemHsisi Temmneparypa urois +15°C). B kadecTBe KOHTpOJIA ObLIN
UCIOJIb30BaHbl pacTeHust packl Dj-M (®panius) (cpenHerojoBas TeMmiieparypa B
peruone +13°C, urons +19,7°C, suBaps +1,6°C) u pacsl Cvi-0 ¢ Tponmdeckux OcTpoBOB
3enenoro Meica (cpeaHeroaoBas Temmneparypa +24°C, urons +25°C, saBaps +22°C).

PacTtenuss mnopsepranu Bo3aelcTBuio +4°C B TeueHwe CyTokK. M3mepsiack
OTHOCHUTEJIbHAS DKCIIPECCHSI T€HOB JBYX OCHOBHBIX ITyTH OTBETA PACTEHUI HA XOJIOJ0BOM
ctpecc. [lonmxkenne Temnepatypsl npuBoaut kK aktuBanuu rena NCED3, oTBeuaroriero
3a 6uocunte3 ABK, koTopast akTuBHUpyeT JeiiCTBUE TEHOB TPAaHCKPUIIITUOHHBIX (PAaKTOPOB
U 3alIUTHBIX OenkoB, Takux kak RD22 u RD29B. Xonox MoxeT akTMBUpOBaTh padboTy
reHoB 0e3 mocpenctBa ABK. KiroueBble perymsTopel - TEHBI TpPaHCKPHIILIMOHHBIX
daktopoB cemeiictBa |ICE, CBF u ux mumenu — renst geruapunoB cemectBa COR.

Ctpecc nmpuBen K 3HauYuTeNbHOMY NoBbITIeHKIO 3Kcripeccun rena NCED3 u RD29B
(puc. 23), uro corjacyercs C M3BECTHBIMH W3 JUTeparypbl AaHHbIMU. Kpome Toro,
BBISIBJICHA TMOJIOXKUTEJIbHAS KOpPENAlUs YpPOBHEH HKCIpPECCHMH A3TUX TreHoB. OgHako
CTaTUCTUYECKH AO0CTOBepHBbIe paznuuus oT Dj-M B skcnpeccun NCED3 oGHapyxeHbI
TOJIbKO Y IBYX pac (puc. 23). He ObL10 BBISIBICHO pa3HULII MEXAY YPOBHEM 3KCIPECCUU
npyu HOPMaNbHBIX ycioBusix u mocie ctpecca reHoB NCED3, RD22 u RD29B B
pacTeHHusIX M3y4eHHBIX pac. [lomydyeHHble aHHbIE MO3BOJSIOT MpeanonaraTs, uto ABK-
3aBUCHUMBI IyTh Y4YacTBYET B PETYJSILUU XOJOJOBOILO OTBETA, OJHAKO HE HUIPAET

KJIKOUE€BOM POJIK B aJalliTallui K YCIIOBUSAM CCBCpaA.
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Okcnpeccus reda ICEL noctoBepHo He OoTIHMYaeTCs y pacTeHUU pa3HBIX pac (puc.
3). Okcmpeccus rena ICE2 okazanace Beime B 2,5 — 4 paza y pacTCHHIN KapelIbCKUX pac
no cpaBHeHuio ¢ pacamu Dj-M u Cvi-0 Ha BcexX mNpoaHaIM3MPOBAHHBIX CTAJUAXK
pa3BuTHs. MHTEpecHO OTMETHTh, YTO HAMOONBIIUI YpOBEHBb SKcmpeccud (B 5 pas)
OTMEYEH y PaCTeHUN NONyJsinuu MeBEKbEropcK, CaMO CEBEPHOM M3 UCCIETOBAHHBIX.
Haumenbmmii ypoBeHb skxcnpeccun — B 2,3 paza — y pactenuid nomynsiiuu L{apeBuun,
cpeay KOTOPBIX IpeolianaioT paHHEUBETYIIHE pacTeHus. B To ke Bpems, sKcmpeccus
rera |CE1 3HaunMo He OT/IMYaeTcsl y pacTeHui pasHbiX pac. Jkcnpeccusi reHa COR15A
IIPM HOPMAJIBHBIX YCJIOBHUSX JOCTOBEPHO BbIIIE B 3-5 pa3 y pacrenuil pac Knumenxuid,
Pangkonse m Konuezepo mo cpaBHenuto ¢ Dj-M, Knumenkuit u MeaBexberopck, y
pactenuii pacel CVi-0 ona Hmke B 10 pa3. X001 MPUBOIUT K 3HAUNTSIILHON aKTHBAIMH
sKCHpeccuu, mpumeprHo B 65 paz y Cvi-0 ,160 pa3 y Dj, u B 300-500 pa3 y ceBepHBIX
nonysaaui (puc. 23). Koppensmuonsslii ananmu3 ¢ ypoHeM 3HauuMocTH 90% mokaszai,
yto ypoBHH OJKkcnpeccun TeHoB ICE2 m COR15a monOXHUTEIBHO KOPPETUPYIOT
(xoappurment xoppensitun +0,73).

Takum oOpa3zom, ABK-He3zaBucHMBIH NyTh NpPUHHMAET y4yacTHE B aJalTalllu
CEeBEpHBIX pacTeHWi K cTpeccoBbiM YycioBusiM. len ICE1l sBnsercs u3BEeCTHBIM
perynsatopom xosogoBoro oreera(Chinnusamy et al., 2003), ogHako HEIb3sI TOBOPUTH O
ero BeAyIIeH pONM B aJalTallid CEBEPHBIX pac. BakHyl poib B YCTOWYHMBOCTH
pacTeHuii KapenbcKux pac Moxet urpath reH |CE2. Panee npu cpaBHEHHH YKOTHIIOB U3
pa3HBIX KIMMATHYECKUX 30H ObLIa TOKa3aHa CBSI3b MEXKAY IIUPOTOW MPOU3PACTAHUS H
ypoBHeM 3kcripeccun reHoB peryinona CBF/DREB (reHoB TpaHcKkpUNIIMOHHBIX (aKTOPOB
CBF u pgerugpunoB COR). ¥V pacTeHuil ceBepHbIX 3KOTHUIIOB Halmrofanach Ooiiee
cWwiIbHas WHIYKIMS xojomoM 3Tux reHoB (Lin et al., 2008; McKhann et al., 2008).
B03M0xHO, 4TO UMEHHO 3TOT MYyTh XOJOJOBOTO OTBETA, HE CBSI3aHHOTO C JCHCTBHEM
ABK, urpaetr ocCHOBHYIO pOJb B YCTOMYMBOCTU K XOJOJY W B PACTCHUSX KapeIbCKHX

MO YJISLIAM.
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Puc. 23. OtHOcuTenbHBI YpOBEHb 3Kcmpeccun reHoB: A — ABK-3aBucumoro mnytu
otBeta Ha xonona, b— ABK-nezaBucumoro. Ilo ocu Y — OTHOCHUTENIBbHBIN YpOBEHB
TPAHCKPHUIIMH HCCIEAYEMOro TeHa. 3a eIMHUILy PUHAT YPOBEHb TPAHCKPHUIIIMU I'eHa B
Dj-M 06e3 XO01070BOr0 BO3JACHCTBHS. 3HAUEHHUS MPEJICTABICHbI B BHJE CPEIHETO
apu(pMETHUUECKOTOECTaHIapTHAS OIITMOKA CPETHETO IBYX OMOJOTHUYECKUX TTOBTOPHOCTEH.
* m  **BpImeneHbpl CTATUCTHYECKH JIOCTOBEpHO OTIMYHbie 0T Dj-M  rpymmsr
(omHO(AKTOPHBIN TUCTIEPCUOHHBIN aHANN3, YpOBEHb 3HAYUMOCTH 1%).
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3.8. M3yuenue cBs3u sxcnpeccuu ICE2 ¢ perynsiueii BpeMeHu 3auBeTaHUA

[Ipu paboTe ¢ TpaHCTEHHBIMH pacTeHHsIMH, cymnepakcnpeccupytommmu ICE2, a
TaK)Ke C pacaMy U3 Pa3IMYHBIX KIMMATHUYECKUX 30H OBbLJI0O 0OHAPYKEHO, UTO YCTOMUMBHIE
K XOJIOJy TPAaHCTE€HHBIE JIMHUU U pachl U3 CEBEPHBIX 00JIacTEH 3allBETAIOT MO3/IHEE, YEM
muann [T u3 ymepennoit 30ub1. Panee 6pu10 mokazano, yto reasl SOC1, CBF1-3 u FLC
OIMOCPEIYIOT CBsI3b PETYJIIIMKA BPEMEHHW 3allBeTaHWs W OTBeTa Ha xojoj (Seo et al.,
2009). [Ins msydenus Bo3moxkHoW cBsizu reHa ICE2 ¢ perymsnueil nBereHus OblLia
U3y4YeHa OHKCIIPECCHS TEHOB IIBETCHHS B IMO3HO- W PAHO3ALBETAIOMIMX MPUPOTHBIX
nonyssinusx A. thaliana u TpancreHHBIX TUHHSIX. PacTeHUsT €CTECTBEHHBIX MO A.
thaliana cumraroTcs paHHEUBETYIIMMH, €CIM 3alBETAIOT B TeueHWe 28—75 mHEH ot
npopactanus. be3 npenBaputenbHON X0I010BOM 00paOOTKH CEMSIH PACTEHUS MOMYISIUN
Panxonwe, Kimmmenxkuii, Konuesepo, Ilyiickas, MeaBexberopck 3amBeraror yepe3 90—
180 mueit (Demopenko u np., 2012). Iomynsauus LapeBuun sBiseTcs moauMopdHOM 1Mo
BpeMeHU LBeTeHHs. OHa mpejcTaBieHa W TMO3AHEUBETYUIMMH, W OTHOCHUTEJIBHO
panHenBeTymumMu hopmamu (denopenko u ap., 2012). D10 MOATBEPKIAET, UTO Camble
no3aaue (o3umbie) skotunbl A. thaliana wacro mpom3pacTaloT B caMbIX CEBEPHBIX
peruonax (Kranz and Kirchheim, 1987), mockoJbKy HMEIOT CEJICKTUBHOE MTPEUMYIIIECTBO
B YCJIOBUSIX KOPOTKOT'O M XOJIOJHOTO JIETa MO0 CPAaBHEHMIO C PaHHEIBETYIIMMHU (popmMamu.
AHanu3 HYKJICOTUAHBIX IOCJIEI0BAaTEIbHOCTEH MO3BOJIMI 3aKIIOYNTh, YTO [O3/IHEE
IIBETEHUE  PACTEHMM  KapeJbCKUX  MOMYJSIIUM  KOHTPOJMPYETCS,  BEPOSITHO,
GyHKIMOHANBHO akTUBHBIME ajiessimu reHoB FRI u FLC, 3anepxuBaromumu 1iBeTeHUE
(Kypbunaesa u np., 2013). Pactenus pacei Dj-M umeror nenenuio B peryiasiTOpHOM
obmactu reHa FRI u xapakrepusyercss paHHuM 3arBeranweMm, paca Cvi-0 umeer
¢ynkunoHansHo akTHBHBIN amnens FLC, npuBomsmmii k 6oee mo3gHeMy 3alBETaHHIO
(Gazzani et al., 2003).

B cBsi3u ¢ 3THM ObLIa MCCIEA0BAaHA SKCIPECCUsl T€HOB, OTBEYAIOIINX 32 KOHTPOJIb
Bpemenu 3anBeranus: FLC u SOCL. YcranoBneno, uto ren FLC y pactenuii Bcex
nomymsiiuii Kapenuu skcnpeccupoBaicsi Ha 0oJiee BHICOKOM YPOBHE 1O CPABHEHHIO C
paHo3aIBeTAIONMMU pacTeHussMu packl Dj-M (puc. 24). B pacTeHmsx momynsmnuu
[{apeBuun, KOTOpasi OTJIMYAETCA OT JAPYTUX KapeldbCKUX MOMYJALHA Oojiee paHHUM
3alBeTaHHEM, ypoBeHb dkcnpeccuu FLC, okasancst HuxKe, 4eM y OCTaIbHBIX KapelnbCKUX

NOMYJISIMI, HO BbIlIE B 6 pa3, ueMm y pacsl Dj-M u npumepHo B 2 paza HUXKE, YEM Y Pachl
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Cvi-0. ¥ sxorumna Cvi-0 ypoBens skcupeccur FLC Heckospko Beiire, ueM y Dj-M, uto
00BsICHSIET 4YyTh Oosiee mo3mHee, yem y Dj-M, Bpems 3anBeranus pacreHuin Cvi-0.
CrnenoBareiabHO, B HAllleM HCCIIEIOBAaHWU, KaK W B paHee NPOBEICHHBIX paboTax
(Michaels and Amasino, 1999; Sheldon et al., 2000), BbIsiBICHA CBSI3b MEKIY YPOBHEM
skcpeccun TeHa FLC u BpeMeHeM IBETEHHs pacTeHHA. JTa CBA3b MOATBEPKAACTCSA U
aHAJIM30M KOPPEJSIUU MEXy YpoBHeM skcrpeccuu FLC u dncioMm TUCThEB pO3ETKH Y
pacTeHuil MCCIIEJOBAHHBIX MOMYJSIMA M AKOTUIOB (Tpu ypoBHe 3Hauumoctu 90%,
kodddunent koppessiuu 0.75).

VY pacrennii Dj-M u Cvi-0, IMEIOIIMX CPaBHUTEILHO HU3KUH YPOBEHB SKCIPECCUH
FLC, BbeisBIIeH BBICOKHH ypoBeHBb 3Kcnpeccun reHa SOCL, KOTOpbBI aKTUBHPYET
1BeTeHUe. BrIsgBIIeHA OTpHUIaTeNbHAS KOPPEISIIUI MexX Iy ypoBHeM skcrpeccun SOCL n
YHUCIIOM JINCTHEB B PO3€TKE (YpOBEHb 3HAUUMOCTH 99%, KO3IPOUIUEHT KOppEeIsIUu —
0,98). 1 nHaoGopor, B pacrenusix mnoznHo3anseraromux KII ¢ BbicOkuM ypoBHEM
skcrpeccun FLC yposens sxcnpeccun SOCL okasancs B 5-20 pa3 Hmke, yeM y Dj-M
(puc. 24). DTOT TeH MOABEPKEH HeraTUBHOW peryisiiuu co croponsl FLC (Seo et al.,
2009), 4To W MOATBEPXKAAIOT MOJyYeHHBbIC NaHHbIe. KpoMe Toro, mokaszano, uto SOC1
y4acTBYeT B PEIPECCHUPOBAHUU psija TeHOB XosiogoBoro orera (Seo et al., 2009),
CJIEJIOBATEIHHO TIOHMIKCHHASI DKCIPECCUS] T€HAa MOXET BIHUATh U Ha YCTOWYHBOCTH K
XOJIOTy pac.

[TomyyeHHbIE JaHHBIE IMO3BOJMIM HAaM BBIABUHYTH HPEINOIOKEHHE, YTO TEHBI
XOJIOJIOBOTO OTBETa MOTYT BIHMATh HAa PETYISAIUIO IBETCHHUS IyTeM AaKTHBAIUU
skcnpeccun FLC nm penpeccun SOCL. MbI HONBITaIMCh MPOBEPUTH 3TH TEOPUHU ITYTEM
aHaJIM3a TPAHCTEHHBIX PACTCHHIA.

Amnanus sxcnpeccnn reHoB FLC u SOC1 8 D7 u D14 no cpaBuenuto ¢ [T nokaszau,
4ro B OoJiee TMO3JHO 3al[BETAIONIMX TPAHCTEHHBIX JIMHUSAX YPOBEHBb TPAHCKPHIIIIUN
baopansHoro uHaykropa SOCL moHmwxken 3HaumtenbHO (puc. 24). Kak B [T, Tak u B
TPAHCTEHHBIX pacTeHHs X ypoBeHb TpaHckpuniuu SOC1l B MepucTeMax 3HAYUTEIHHO
BBIIIIE, Ye€M B JIUCThSIX, YTO COTJIACYeTCS C W3BECTHBIMH JAaHHBIMH O MaTTepHax
skcpeccurn SOCL (Immink et al., 2012). Tpanckpunmust pernpeccopa nserenust FLC
JIOCTOBEPHO HE OTJIMYajIach B TPAHCT€HHBIX pacTeHusax mo cpaBHeHuto ¢ [T (puc. 24).
U3zBectrHO, uTo SOC1 yyacTByeT B perpecCUpOBaHUU Psiia TEHOB XOJIOJOBOTO OTBETA, B

gactHoctd CBF (Seo et al.,, 2009). Hamm gaHHBIE TOBOPSAT O TOM, YTO BO3MOIKHO
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CYIIECTBYEeT W oOpaTHasi CBs3b: I'eHBI XO0JIOAOBOTO OoTBeTa, B yactHoctu |ICE2, moryt
penpeccupoBath SOCL. Takum obpazom, moHmwkeHHas dkcrpeccuss SOCL MoxeT ObITh
CBsI3aHa M C MOBBIMICHHON YCTOMYMBOCTBIO K XOJIOAY, M ¢ OoJiee TIO3HUM 3al[BETaHUEM

TPAHCTE€HHBIX PACTECHUM.

A b

*

50 12

50 1

40 038 -

*
*
FLC = *
*

20 04
*

10 02
- -

0 — || 0

Nucten MepucTembl

S0cC1

) Nuctoen Mepuctembl

Puc. 24. OTHOCUTENBHBIN YPOBEHb IKCIIPECCUN T'€HOB, KOHTPOIUPYIOIIUX [IBETEHUE: A —
B pasznuyHbix pacax A.thaliana, b— B Tpancrennsix nunusx. [1o ocu Y — OTHOCHTEbHBIIH
YPOBEHb TPAHCKPHUILMK HCCIEAYEMOIO TI€HAa. 3a €IMHULY MNPUHAT: A - ypOBEHb
TpaHcKpumniuu reda B Dj-M 6e3 x051010BoT0 BO3/IeHCTBUS, b — ypOoBEeHb TPaHCKPHUTIIIUU
rera B JIT (Columbia). 3nHaueHuss mpeacTaBiICHbBl B  BHJIE  CPEIAHETO
apu(pMETHUUECKOTOECTaHIapTHAS OIITMOKA CPETHETO IBYX OMOJOTHUYECKUX TTOBTOPHOCTEH.
* M **BpIgCNIEHbl CTATHCTHYECKH JOCTOBEPHO oTiH4yHble 0T Dj-M  rpymmsl
(omHOAKTOPHBIN AUCTIEPCHOHHBIN aHAIN3, YPOBEHb 3HAYMMOCTH 1%)).

CyMMupysi 3TH JaHHBIE C JaHHBIMM MO KapelbCKUM pacaM, Mbl MOATBEPKIAeM
HAJIMYME CBSI3M MEX]Yy T€HaMHU OTBETAa Ha XOJIOJ U F'€HaMM LIBETEHHUS U IOKA3bIBAEM, YTO
ICE2 Takxe, mO-BHIMMOMY, SIBIISIETCSI €€ DJIIEMEHTOM, OTKJIAJIbIBasi BpEeMs 3aI[BETAHUS

nytem penpeccupoBanus SOCL, a He aktuBupoBanus FLC.
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I''IABA 4. OBCYXJIEHUE

4.1. Poab rena ICE2 B ycTOHYMBOCTH K X0JI0y aNIMKAJLHONH MepucTeMbI nodera

Yeranosneno, uyro |CE2 oTBewaer 3a yCTOWYMBOCTD K XOJOAY AamMHKaJIbHBIX
MepucteM. Ha 3TOT BBIBO HAac HATOJKHYJIU PE3YIbTAThl IBYX TUIIOB (PU3HMOJOTUUECKUX
TECTOB. T€CT Ha yTEUKy 2JIEKTPOJIMTOB M3 KIETOK JINCTA IOCIE BO3JCHCTBUS HU3KHX
TEMIIEpaTyp HE BBISBWII pa3HUIIBI MeXy TpancreHHbiMu pacterusmu u [T (Kurbidaeva
et al, 2014). OpnHako BuU3yaJdbHas OIEHKA BBDKMBAEMOCTH PACTCHHHA IIOCIIE
3amopaxuBaHuss mpu -5°C ToOKas3anma, YTO Yy TPAaHCTEHHBIX pPACTEHUH BBDKUBACT
ankaimpHas MepructeMa mooera (Kurbidaeva et al., 2014). YpoBeHb TpaHCKPUTIIHH T€HA
B pactenusix T Beime B Mepuctemax (puc. 191°), 4TO roBOPUT 0 BO3MOKHOM PETyIsUU
Ha TPAHCKPUIIIIMOHHOM YpPOBHE; YpOBEHb TpaHCKpumuuu TeHa-romonora ICE1l B
MEPHUCTEMAX HE OTIINYAETCS OT HIKCIIPECCUU B JINCTHAX.

OnHako TMOBBINIEHHYIO YCTOMYHMBOCTH MEPHCTEM TPAHCTEHHBIX PACTCHHUM HEIb3s
OOBSICHUTh C TO3UILUHU TMOBBIIIEHHON HKCIPECCMH T€Ha B MeEpUCTEeMaX BCIEICTBUE
AKTONMHUYECKOro Xapakrtepa skcnpeccun |CE2. M3ydeHue skcrpeccun reHOB OTBETa Ha
X0JION B JBYX THINAX TKaHEH II0Ka3ajgo, 4YTO B MEPHUCTEMax psAJl TaKUX TIEHOB
AKCIPECCUPYETCS] HAa TMOBBIIIEHHOM YpPOBHE W/WIM MHIYLHMPYETCS XOJOAOM 10 Oolee
BbICOKOTO ypoBHS (puc. 20). Uuayuupyemas xonogoM skcnpeccust reHoB CBF1 u CBF3
BBIIIIE B MEpPUCTEMAaxX TPAHCTEHHBIX pacTeHuid mo cpaBHeHuto ¢ [T. Dkcnpeccus
MapkepHbiX reHoB CBF-3aBucumoro mnytu orBera Ha rumotrepmuto, COR, Takxke
3HAQUUTENIbHO BBIIIE B MepUcTeMax TpaHCcreHHbIX pacteHuil (puc. 20). Tor dakt, uro B
TpaHcreHHbix guHUsAX |ICE2 skcnpeccupyercs Ha BBICOKOM YPOBHE BO BCEX TKAHSIX U
BBI3BIBAET MOBBIIEHHYIO 3Kcnpeccuio CBF1 kak B TUCTHSIX, TaK U B MEPUCTEMAX, OTHAKO
TOJILKO MEPUCTEMBI 00JIaJat0T MOBBIIIEHHOW YCTOMYMBOCTBIO K TUIIOTEPMHH, TOBOPUT O
TOM, YTO B MEpUCTEMax CYIIECTBYIOT creuu@uueckue KOoQakTOpbl, MPUBOIALINE K
NOCTTPAHCKPUIIIIUOHHON WM TOCTTpaHchasuuoHHo Momudukammn MPHK wnm Genka
ICE2. MBI yCTaHOBWIJIM, YTO POJb TaKMX KO(AKTOPOB MOTYT BBINOJHATH CYOBEIMHUIIBI
meanaropaoro komruiekca SFR6, MED2 u MED14 (puc. 25.). I'east SFR6, MED2 u
MED14 skcrpeccupyroTcs Ha IOBBIIIEHHOM ypoBHe B MepucrteMax (SFR6 m MED?2)
anbo akTuBUpYIOTCA XonoaoM B mepucrteMax (MED14, puc. 21). Kpome Toro, nu3BecTtHo,

yro Oenok ICE1 monBepxeH pa3nuyHbIM XOJMOA-UHAYLUUPYEMBIM MOCTTPAHCIISIIIMOHHBIM
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MomuduKkanusM, TakuM  Kak  QochopuiaupoBaHue, YOMKBUTHHHUpPOBAHWE U
cymounupoBanue (Dong et al., 2006; Miura et al., 2007; Miura et al., 2011). Bo3amoxHo,
nogoOHast perymsiius cymectyer u s ICE2, onmnako pokazaTenbcTB MoOkKa He
MOJTYYEHO.

[ToBbImIeHHAsT YCTOWYMBOCTh MEPUCTEM K XOJIOJY MOXKET TAK)KE SBISITHCS PE3YJIETATOM
aktuBaruu omocunTe3a ABK B Mepucremax. Ilokazano, uto ren NCED3, xonupyromuit
(depMeHT OMOCHMHTE3a 3TOr0 TOPMOHA, WHIAYLHMPYETCS TUIOTEPMUEH TOJIBKO B
MepucteMax pacteHuid [T m TpaHcreHHbIX JuHHM (puc. 22). OIHAKO B TPAHCTEHHBIX
pPaCTCHMSIX aKTHBAIHS IPUMEPHO B 3 pasza cuibHee, ueM B JIT, Takum o6pazom, rer ICE2
BJIMSET Ha JIaHHYIO akTuBanuioo. HemaBHO OBLJIO MOKa3aHO, YTO PETrYNSIHs SKCIPECCUU
rena NCED3 B pasmmunbix opranax u TkaHsx A.thaliana mamuoro cnoxksee, 4yem 370
cuntanoch panee (Baron et al., 2012). Mser npeamomaraem, uro ICE2 moxer OBITH
BoBiieueH B peryminuto NCED3 (puc. 25.2). Dkcnpeccus naaymupyembix ABK rexos
(RAB18, RD29B, ADH) moxm nedcTBHEM THIIOTEPMHH IIOBBIIIACTCS B MEPHUCTEMax
TPAHCT€HHBIX PACTEHUN 3HAYUTENBHO MO cpaBHEHHUIO ¢ J[T. DTU reHbl KOAUPYIOT
neruapunbl (peryaon AREB/ABF) u ankorompaeruaporeHasy, ciemoBarenbHo, |CE2
obecreynBaeT 3aluTy OT WHIYIHUPYEMOTO XOJOJAOM OOE3BOKMBAHUS HEKHBIX TKaHEH

anMKaJILHON MCPUCTCMEI, 0COOEHHO JYBCTBUTCJIBHBIX K I[G(i)I/IIII/ITy BOJHI.

X0JI0]1

Bocnpuarie o nepegaya CHrHAIA
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ATiekc COR78

AKKTHMATH3ALHA

Puc. 25.2. Ponb rena ICE2 B perymsiiuu yCTOMYMBOCTH K XOJIOAY amUKaJIbHBIX YacTei
nooera.
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4.2.Bo3nuxkHoBeHue reia |ICE2 B pe3yjibTaTe IyNIMKAIMHU U €r0 CTPYKTYPHas U
(pYyHKUMOHAIbHAS TMBEPreHIUs

Opomtonuss  GYHKIUMHA TeHOB — (yHIaMeHTajdbHas MpobdiieMa COBPEMEHHOM
Ouonoruu. Jymimukanuy reHOB CYMTAIOT OCHOBHBIM CIIOCOOOM BO3HMUKHOBEHHSI HOBBIX
I€HOB, YTO MPHUBOJIUT B UTOre K BuaooOpazoBanuto (Ohno, 1970); mynnuuupoBaHHbBIE
T'eHbI MPUCYTCTBYIOT B TEHOMAaxX BCEX OPraHU3MOB apxei, Oakrepuil u sykapuot (Zhang,
2003). IIpoencHHBIi Hamu (rIOTeHeTHYECKUN aHamm3 mokazan, uro reH |CE2
nosiBWIICS B pesynbTarte aymnukanuu reHa |CEL mpumepno 17,9 Ma, npowusomieniieit,
BEPOSTHO, B OJHOM W3 BHUAOB PaHHWUX KamyCTHBIX, W 3HAYUTEITHHO IHBEPTHPOBAI
CTPYKTYPHO H (DYHKIMOHAIBHO. OTO TMPEANOJIOKEHUE TMOATBEPKIACTCS aHAIU30M
MHUKpPOCHHTeHHH Xpomocom B paiionax rteHoB ICE1 u ICE2. U3zBectHo, 9TO
pEeTyNIsTOPHBIE TEHBI, BOBJICYCHHBIE B PETYSIIUIO TPAHCKPUIIMH U Tepenady
BHyTpukiieTouHoro cur"ana (Td, kunaszel, Gocdatazbl U  KaJIbIHil-CBA3BIBAIOIINE
O€NIKH), COXPAHSIOTCS B T€HOME IOCJE AYIIUKAIMU C OOMbIIeH J0Jel BEepOsITHOCTH
(Seoighe and Gehring, 2004; Maere et al., 2005). Kpome TOro, Cpeay OTHOCHUTEIBHO
HEJAaBHO JYIUIMLHMPOBAHHBIX T'€HOB MpPeo0]aJal0T TeHbl, KOHTPOJIUPYIOIIHE OTBET Ha
crpeccel (Kondrashov et al., 2002), uTo MokeT OBITh BBI3BAaHO WX POJIBIO B aIaNTaIlld K
YCIIOBUSIM OKPY’KaloIel CpeJibl.

['ensr ICEL u ICE2 perynupytot orBeT Ha runotepmuio (puc. 19; Chinnusamy et
al., 2003), omHako mMaTTEpHBI 3KCIPECCHH 3TUX TI'E€HOB TroBopsAT o ToM, 4ro ICE2
npeteprnen CyO(QYHKIIMOHAIM3AIMIO M O0eCleYrMBaeT YCTOWYMBOCTH K  XOJOIY
cnemuduuecku B Mepucremax. Ilokazano, uro B 85% ciydaeB aAymuMKanuu
perynastopueix reHoB A.thaliana y mapanoroB HaOIrO[alOTCS WU3MCHEHHUS MATTCPHOB
IKCHPECCUH, YTO MOTJIO PUBECTH K CyO- MM HEO(PYHKIIMOHAIN3ALUU U ChITPaJio poJib B
coxpaHeHuHM mapanoroB mnocie xaymukanuu (Duarte et al., 2006). MccnemoBanus
MOKa3ajy, YTO CYIIECTBYET TMOJIOKHUTENbHAs KOPPENSIMs MeXAy JUBEepreHuuen
NaTTEPHOB HKCIPECCMU TEHAa B PA3UYHBIX OpraHax M MOJ JACUCTBUEM Ppa3IHYHBIX
CTPECCOB U JIMBEpreHIfeil mocieaoBareabHOCTe mpomMoTopoB (Zou et al., 2009) u
koaupytonx obmacreir rena (Wang et al, 2013). B mpomorope rena ICE2 wmbl
OOHapYXXWJIM PSAJl LUC-AJIEMEHTOB, KOTOpPblE BO3MOKHO Y4YacTBYIOT B €r0 MEpPHUCTEM-
cnemuuuHor  dkcmpeccun  (Tabm.  §). Kpome Toro, anammz TPOMOTOPHOU

nocinenoBarenbHocT TeHa |CE2 yka3piBaeT Ha BO3MOXKHYIO pOJIb B OHMOTHYECKOM
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cTpeccoBoM oTBeTe. Takum oOpasom, casur 3kcrpeccun reHa |ICE2 B oGmacts
anMKaabHOW MEPUCTEMBI IOCIE AYIUIMKALMU MOI CHIFpaTh POJb B COXPAaHEHUH HOBOTO
reHa, ero cyO(yHKIIMOHAIN3AIMH U, BEPOSITHO, MOSBICHNUS HOBBIX (DYHKLIUH.

B monb3y mnociegHero NpeanoioKeHHs TOBOPUT OOHApPY)KEHHE pa3iuuus B
cTpykType konupyromiei yactu reaoB |ICE. ICE2 mpuoGpen HOBBIN OETKOBEIIT MOTHB B
IIEPBOM 3K30HE, cocTosimui u3 19 a.o., u norepsn cnenuduunsiii 1 ICE1 motus (puc.
12). W3BecTHO, YTO M3MEHEHHUs B KOJIUPYIOIIEW 4YacTU IeHa NMPUBOAAT K U3MEHEHHUIO
OMOXMMHUYECKHX CBONCTB €ro MpOJyKTa, a 3HAYUT, K IMOTEHLUUAIbHOMY IOSBIICHUIO
HOBBIX (YHKIUH, a MyTallud B PETYJISATOPHOW OOJACTH MOTYT BIIMATH Ha MATTEPHBI
IPOCTPAHCTBEHHON W/WJIM BPEMEHHOW S3KCIIPEeCCHM T€Ha, a TakKe Ha €ro OTBET Ha
BHYTpeHHUE U BHemHue ctuMyiibl (Haberer et al., 2004; Wang et al., 2013). Mepucrema-
cnermupuynoe aevicteue ICE2 wMoxeT Takke OBITh pPE3yJbTaTOM  KODBOJIOIUU
cnenu@UuUHBIX  (aKTOPOB, YUYACTBYIOIIMX B BO3MOXHOMH IOCTTPAaHCISILIMOHHOMN
Moaudukanuu Oenka WM, Kak Oenku menuatropHoro komiuiekca MED2, 14, 16, B
CTpecC-UHAYLUPYEMON aKTUBALIMH SKCIIPECCUU T€HOB YCTOMYUBOCTH.

Kpome Toro, npennonaraercs Hanuuue y reHa |ICE2 Takike HOBBIX OTHOCHTEIBHO
ICE1 ¢yukmuii. B npomotope ICE2 oOHapykeH psia IIUC-DIIEMEHTOB, CBS3aHHBIX C
OMOTHYECKUM CTpeccoBbIM oTBeToM (Tabn. &). Panee ObuI0O MMOKa3aHO, YTO
CyNEepAIKCIpeccHsi TeHa B TpPaHCTEHHOM Tabake MPUBOAUT K  MOBBIIICHHOU
AHTUMHUKPOOHOW aKTMBHOCTU TOMOTeHW3npoBaHHBIX NncTheB (Tarasov et al., 2009).
AXTHUBHOCTH ObLa 3a()MKCHpPOBAaHA MPOTHB HEKPOTPOQHBIX BHIOB Oakrtepwit: Erwinia
carotovora u Pseudomonas syringae. M3BecTHO, YTO 3TH MHKPOOPTaHU3MbI BBI3BIBAIOT
3alUTHBIA MMMYHHBIM OTBET PACTECHHUS, OIOCPEIOBAHHBIM KACMOHOBOM KHCJIOTOM
(Browse, 2009). HenaBHue wuccienoBaHus IOKa3ald, YTO OEJIKH-PEIPECCOPHI
curHanuura »xacMoHoBoi kuciaotsl JASMONATE ZIM-DOMAIN (JAZ) cnocoOHbl
cea3biBathest ¢ Oenkamu ICE1 w ICE2 wu penpeccupoBaTh HUX  (PYHKIUH
TPAHCKPUIILIMOHHON aKTUBAallM{, a YXaCMOHOBAas KHUCJIOTa MOBBIIIAET YCTOMYMBOCTH K
runotepmun (Hu et al., 2013). Cymmupys 5Ty 1aHHbie, Mbl npeanonaraem, uto red ICE2
MOJKET OBITh BOBJICUEH B PETYJSAIUIO OTBETa HA OMOTHYECKUH CTpEcC uepe3 )KacMOHAT-
3aBUCUMBIM 1yTh. TakuMm oOpa3oM, Hu3ydaeMbli T€H, BO3MOXKHO, HMeeT OoJblie
(GyHKIMHA, 9eM Tpernoaaraioch paHee.

Pone ICE1 u ICE2 B perymsiuu pa3BUTHsS YCThUIl ObLIa yCTAaHOBJIICHA paHee
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(Kanaoka et al., 2008). B nameii pabote ObLIM 0OHAPYKEHBI pa3Iuuus B MOPQOJIOTHH,
KJIaCTEpU3allMM U Pa3BUTUHU YCTHUI] MKy TpaHcreHHbIMH pactenussMu u T (puc. 18).
[ToBbIlIeHHAs! TUIOTHOCTH MOKPBITHS MOBEPXHOCTH JMcTa ycThuiamu (Sl) ykasbiBaeT Ha
pors ICE2 B wHummanum o0pa3oBaHMsl HOBBIX YCTBHUYHBIX KOMIUIEKCOB. OmHaKo
OYEBHIHO, YTO KOHIICHTPAIHSA APYTHX HEOOXOAMMBIX IUIsl opmupoBaHus ycThul T
HEJ0CTaTOYHA ISl yCHelmHon auddepeHIIMpOBKH, YTO MPUBOAUT K 3aJIEPKKE Pa3BUTHS
Ha CTaguM MEpPUCTEeMOWAOB. Hamm naHHbIE MOATBEPXKIAIOT POJb T€HAa B PETYISALNN
pa3BUTUSA YCTHUI[ U TAKXKE B PETYIAIHUU TPAHCHUPALMH/TIPOBOJUMOCTH YCTBUII ITyTEM
BIIMSIHUS HA YCTHUYHYIO arepTypy.

Ha mnpumepe TpaHCTeHHBIX pACTEHHMH W pacTEHUN CEBEPHBIX pac TaKKe
TIPOCIIEKUBACTCS CBSI3b MEXAy ypoBHeM skcipeccun ICE2 m BpemeHem 3amBeranHus
pacTeHusi. YCTaHOBJIEHO, YTO Pachl C MOBBIMIEHHBIM ypoBHeM 3kcmpeccuu ICE2, tak xe
KaK 1 TPAHCTEHHBIE PACTEHUs C CYNMEpPIKCIPECCUEe TeHa, 3alBeTal0T MO3IHEE PACTeHUN
AT ¢ Gonee Huskum ypoBHeMm skcnpeccun ICE2 (puc. 24). M3ydeHnue TpaHCTECHHBIX
pactenuii mokasano, 4yTo |CE2 HeraruBHO BIHSIET Ha IKCIPECCHIO aKTUBATOPA IBETECHUS
SOC1 (puc. 24). DTOT TeH M3BECTEH KaK CBS3YIOIICEe 3BEHO MEXIYy TCHHBIMH CCTSMH,
perynupyomumMu 1BeteHne U orBeT Ha xonon. SOCL nelicTByeT Kak perpeccop
TpaHckpuniuu reHoB CBF myrem cBsa3biBanus ¢ uuc-sneMentamMu CArG B ux npomorope
(Seo et al., 2009), a takke pemnpeccupyer psa apyrux Td XomomoBoro oTeera, B
gactHoct GNC u GNL (Richter et al., 2013). I'enst CBF aktuBupyroTcs X0nomom u
aKTUBUPYIOT 3kcnpeccuio FLC, KoTopblil B CBOIO O4Yepeb HEraTUBHO PEryUpYyeT I'eHbI
[[BETCHUS, YTO MPHUBOAMT K €ro 3ajepxke. Takum oOpa3oM, MOATBEPHKIACTCS CBS3b
MEX]Ty TeHaMH OTBETa Ha XOJIONl M TeHaMHM IIBETEHHUsI 1 TToka3beiBaeM, uto |ICE2 takke, mo-
BUANMOMY, SBISIETCS €€ DJJIEMEHTOM, OTKJIAAbIBasi BpeMsl 3alBETaHUs MyTeM
penpeccupoBanus SOCL, a e aktuBupoBanuss FLC (puc. 26). MbI mpeamosiaraeM, 4ro
WHTETpallksl OTBETa HA XOJIOJIOBOW CTPECC, BPEMEHH I[BETCHHUS, PA3BUTHUS YCTHUI] U HX
IPOBOJMMOCTH MOTYT OBITh Ba)KHBIMH B KOHTEKCTE€ ONTHUMAJIBHON aJjanTalliy PacTeHUs K

Pa3JIMYHBIM YCIIOBUSIM OKPYXKAIOIIEH CPEbl.
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ICE2 Puc. 26. Ilpennonaraemasi B3aUMOCBSI3b
MEXJy OTBETOM Ha XOJOJ W PEryisuueu

BPEMEHHU 3al[BETaHUsl (CXeMa CYMMHUPYET

/ FLC HAIIIM JaHHbIe ¢ naHHbIMu Seo et al., 2009;

CBF — “s0c1 Richter et al., 2013).

/

GNC
COR GNL
OTtseT LeTeHune
Ha xonop,

4.3. ®dunorenus cemeiicta Kanycrubie u posb reia |CE2 B nosiBnenun aganranuii n
JAUBEPreHU U TAKCOHOB

CewmetictBo Kamnycthsle (yiat. Brassicaceae) quBeprupoBajio OT JPYrUX IMpeacTaBUTENEH
nopsinka KamycronBerHeix (aT. Brassicales) mpubnusutensHo 24-40 MHIITHOHOB JIeT Ha3al
(Franzke et al., 2011). B HacTosimiee Bpemsi CYLIECTBYIOT JBa OCHOBHBIX CIIEHApUs
nanpHelen spoironmu Kanyctaeix. Franzke et al. 2009 npennosioxuinu, 94To0 COBpEeMEHHBIC
3acyxoycToiuuBble KamycTHble OTIENMMICH MpUMEpHO 19 MWIIMOHOB JeT Haszaj OT Oonee
BIIArofitoOMBBIX TpenkoBbiXx cemencTB KiieomoBbie (maT. Cleomaceae) u KamepcoBbie (maT.
Capparaceae), uto npousonuio B BoctouHoM CpenuzemHoMopbe. JuBeprenius KamycTHbIx
npoucxoamwia 11 MUIUTMOHOB JIET Ha3aJl B HOBBIE DKOJOTMYECKHUE HMILM, BOZHHUKIIME B XOJ€
KJIMMAaTUYeCKUX HW3MEeHeHH B MwuoneHe. AnbTepHAaTUBHAs Teopus ObUIa MpeUIoKeHa
Couvreur u gp. OcHOBBIBasCh Ha JaHHBIX O TEMIIaX MOJEKYJSIPHON 9SBOJIOLNH,
UCCJIEIOBATENIM TMPEANOIOKUIN, YTO CEMEHCTBO BO3HHUKJIO B JolleHe mpumepHo 37
MUJJIMOHOB JIET Ha3zal. B Te BpeMeHa Ha 3emile rocroJCTBOBAN TEIUIbI M BIAKHBINA KIUMAT
(Zachos et al. 2001). Ilostromy KamycTHble NpPEANOIOKHUTEILHO BO3HUKIN  Kak
TPOMUYECKOE/CyOTPOITUYECKOE CEMENHCTBO, KaK U €ro OirpKaidiiue pojcTBeHHUKN KiieoMoBbie
u KanepcoBbie, KoTOpble M ceiluac B 3HAYUTENBHOW Mepe MPEACTABICHbI TPONMUYECKUMHU
sBugamu (Couvreur et al., 2010).

Pernonom mpoucxoxaeHusi cemerictsa cuutatoT Mpano-TypaHnckyio dropuctuieckyro
o0nacTh, a KOHKpETHEe — TEPPUTOPHIO coBpeMeHHOW Typuuu, rae B Hacrosiiee BpeMms
HaOmroaercss HamOonbinee BuaoBoe pasHooOpasme (Franzke et al., 2011). Beicrpomy

O6p330BaHI/IIO POOAOB U BHIOB CIT0COOCTBOBAJIO TJI00ABLHOE MMOXO0JIOAAHUEC, ITPOU30ICaAIICC
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mexnay [loznaum DoneHom u Pannum Onwuronenom (mpumepHo 33 MUUIMOHA JIET Has3an)
(Zachos et al. 2001). D10 coObITHE CIIOCOOCTBOBAIO PaA3BUTHIO JIMCTOMAIHOW M Oojiee
3acyxoyctoiunBoil (uiopsl B EBporie, mpuBesiiee kK MHOTOYMCICHHBIM BBEIMUPAHUSAM OoJiee
«BnaromoouBeix» kiaaa (Morley, 2003). TIpumepHo B 3TO K€ BpeMs MIPOHU3OILIM Oa3albHbIe
KamyctHbie (mpuMepHO 32 MUJUIMOHA JIET Ha3a), KOTOPHIC SBISIOTCS B 3HAYMTEIBHONH Mepe
3acyXoycToHYMBBIMH. OIHAKO BCE WCCIEIOBATEIIM CXOASITCS BO MHEHHH, YTO TJIABHBIM
BHEITHUM (haKTOPOM, MPUBEANINM K JUBEPTCHIIMU U PaCIPOCTpaHCHHUIO KamyCTHBIX, SBISIIOCH
W3MCHCHHE KiIMMara B MUOIIEHE, Y4TO MPUBEIIO K BOBHUKHOBEHHUIO OTKPBITBHIX M 00JIee CyXHX
MeCT OOMTaHMsI, U 3Ta HOBas JKOJOTHYECKAs HUIIA OblIa 3aHATa MPEICTABHTEISIMH HOBOTO
cemelicTBa. llosiBleHWE KICWKUX CEMsIH, NPWIMMAKOIIMX K TNTHIAM H ITO3BOJISIOIIAM
pacrpoCTpaHEHUE MEXJIy KOHTHHEHTAMH, a TaKXKE CaMOOIBUICHHE, BO3MOYKHO TO3BOJIWIN
panHuM KamycTHbIM 3aBoeBaTh HOBbIe Humu (Franzke et al., 2011).

Amnanus remoma A.thaliana mosBommn 3aKkiIr04nTh, YTO ITOT BHUJI, KaK U BCE OCHOBHBIE
BUbI KammyCTHBIX, MPOIIEIT Yepe3 TPH IUKIIA MOJTHOreHOMHBIX ayruinkanuid (WGD) —v, B, u a,
32 KOTOPHIMH CJICJIOBAJIM MACIITAOHBICE BHYTPU- U MEKXPOMOCOMHBIC TIEPECTPOUKH
npuBeme k naneorutonauu (Hofberger et al., 2013). HauGonee BakHBIM «BHYTPEHHUMY
dakTopoM ObLTA O-TIOJTHOTEHOMHAS JTYTUIMKAITUS, TPOU30IIEAIIas Ha paHHUX dTanax UCTOPUN
cemericTBa, 29-35 MUJUIMOHOB JICT Ha3a Mo pa3HbeiM omenkam (Simillion et al., 2002; Bowers
et al., 2003; Maere et al.,, 2005). Jlymiukaiud TeHOMa CIOCOOCTBOBAJIM adalTHBHOM
pamuanuu, sKoreorpaduueckol IuUBEpCcUPUKANMN U BUAO0OPA30BaHUIO. DTa TYIUIUKAIIUS
MOCTYXHJIa MCTOYHHMKOM TEHETHUYECKOTO MaTepuayia JUisi BO3HHUKHOBEHHS HOBBIX T'CHOB H
MO3BOJIMJIA CEMEHCTBY OTHOCHUTEIIBHO OBICTPO MPHUCIIOCOOUTHCS K M3MCHHMBIIEMYCS KIUMATy
(Couvreur et al., 2010). Temnsr auBepcudukanuu KamyCTHBIX SIBISIOTCS OJHHUMH M3 CaMBIX
BBICOKHMX Cpe/u IBeTKOBBIX pacTteHult (Franzke et al., 2011).

[TpoBeneHHbIN QHIIOreHEeTUUECKUIA aHATN3 TTO3BOJIMII 3aKIII0UNTh, 4TO TeH |ICE2 sBnsercs
cneruuyHbIM s cemeiictBa KamyctHble. benok-konupyroonme reHbl, KOTOPhle HE UMEIOT
OPTOJIOTOB 3a MpeJesiaMi BHIa Wik 0oJjiee KPYIMHOTO TaKCOHA, MOJYYHIN Ha3BaHue Lineage-
specific genes (LSGS). 3nanue o MexaHM3MaX BO3HHUKHOBEHHUS TAKMX TaKCOH-CICIIU(PUIHBIX
TCHOB TIOMOXXET YCTaHOBUTh, KAKOBbI MEXaHM3Mbl HMX BO3HHUKHOBEHHS W COXPaHEHUS B
reHOMax, a TAKXKe Pa3BUTHS aJalTallMid TeX WIM MHBIX TakcoHOB. Donoghue u ap. usyuniu
oomee 1700 LSG Kamyctueix B remome A.thaliana (Donoghue et al.,, 2011). Bsuio

YCTAHOBJICHO, 4YTO TAaKHC TCHbI HMMCIOT BBICOKYIO TKaHeCHeHI/I(bI/I‘IHOCTL H, KakK IIpaBHJIO,
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0071a1af0T HU3KUM YPOBHEM JKCIIPECCHUU B PA3JIUYHBIX TKAHSIX W HA BCEX YPOBHSIX Pa3BHUTHSL.
Kpome TOro, 3HauMTENbHYIO AOJIO0 COCTAaBWJIM TE€Hbl aOMOTHYECKOTO CTPECCOBOTO OTBETA,
CJIeI0BaTENIbHO, ATU T€HBI OKa3aIuCh BaxHbl ms agantauuii (Donoghue et al., 2011). Taxxe
OBLJIO YCTAHOBIICHO, YTO OKOJI0 4eTBepTH LSG (417 reHoB) BOZHUKIIN B XOJ¢ AyIUIUKaIu. Lin
u 1p. npu uccinenoBanuu 914 crneunduunsix ans KanycTHbIX T€HOB yCTaHOBWIH, U4TO 76% U3
HUX SIBIISTIOTCSI PE3YJIBTATOM CETMEHTHBIX MYIUIMKAIIUN M MOCIEAYIOMICH IBOMIONMH. B 3THX
reHax HaOuronaercs MOBbIIEHHBIM 4ucioM SNP; oTHOIIeHHE 4yucia HECMHOHUMUYHBIX K
YUCITy CHHOHMMHYHBIX 3aMEH BBIIIE, YeM Y HECMeNU(UUHBIX TEHOB, YTO TOBOPHUT O
MOBBIIICHHBIX TEMIIaX SBOJIFOIIMH aMHHOKHCIIOTHOU mociieoBaTenbHocTH. (Lin et al., 2010).
Mpsr nipenmosiaraem, uro ayrumkamus reHa |CE, npousomenmas y KamycTHBIX, MOXeT
ObITh CBSI3aHA C JUBEPreHUMENd pPOJOB M BHUAOB. TaKCOHBI, MPHOOPETIINE TEHETUYECKUE
MPEeUMYIIECTBa, 0OECIIEYNBAIONINE YCTOMYMBOCTh K HU3KUM TEMIIEpaTypaM, CMOTJIHM 3aHATh
HOBBIC DKOJIOTHYCCKHE HHWINW, TOSBUBIIMECS B XOJAC IMOXOJOJMAHUSA. OJTH TCHETHYCCKUC
MPEUMYIIECTBA BOSHUKIM B XOJ€ B XOJ€ aJalNTUBHOMN ABOJIOIUHU TYIUTAIIUPOBAHHBIX T'€HOB.
BONBIIMHCTBO YIUTMIIUPOBAHHBIX TEHOB OKAa3bIBAIOTCS YTEPSHBI B XOJI¢ JBONIOIUHU. MX
COXPaHEHHIO B TEHOME CIOCOOCTBYIOT NMPUOOpETEHNE UMK HOBBIX (DYHKIIMI B X0J1€ CyO- WiIH
HeoyHkioHanu3auuu (Rensing, 2014). Bo3amoxHO, nosiBIeHUE HOBOTO TPAHCKPUIIITUOHHOTO
dakropa ICE2, a 3Ha4uT, U JOMOJHUTEIHHBIX MEXaHHU3MOB PETYISIIIUN XOJIOJOBOTO OTBETA,
MOCITYKUJIO JTIOTIOTHUTENBHBIM (PaKTOPOM, CIIOCOOCTBOBABIIMM IIUPOKOMY PacCIpOCTPAHEHUIO

U aKTUBHOMY BH1000pa3zoBaHuto KanmycTHbIX.

4.4. BHyTpuBH10BOii NOJAMMOP(U3M M MeKBHI0BAsl TUBEPreHIIHS MOCIe10BATEIbHOCTEN
renoB ICE1 u ICE2

I'en ICE2 xapakTepusyeTcsi HATUYMEM OOJBIIEr0 YMCiIa TAlUIOTUIIOB M TOBBIIICHHBIM
HYKJICOTUHBIM pa3zHooOpaszueM mno cpaBHeHuio ¢ |ICE1 (tabn. 9). CormnacHo mpoBeAeHHOMY
dbunoreHeTndeckoMy aHaau3y, noamumopdusm mocnenoBarenpHocTel reHoB ICEL u ICE2 A.
thaliana oOycnoBiIeH B 3HAYMTENBHOW CTCMCHW JABICHUEM OTOOpa, a HE POIACTBEHHBIMH
CBSI3SIMH MEX]ly pacaMH BCJIEICTBUE UX Teorpaduueckoro apeana (puc. 14).

3Ha4YCHHS COOTHOIICHUS YMCIIa HECHHOHUMHUYHBIX 3aMEH K CHHOHMMUYHBIM (®0=Ka/Ks)
U 000MX TEHOB HIDKE 1, YTO TOBOPUT O JaBJICHWHU cTabuiu3upyomiero oroopa. OmHako s
napel oprosioroB ICE2 w3 A. thaliana u A. lyrata Ha mopsjok BbIlIe, YeM @ JIs Tapsbl

opromoroB ICE1l (tabm. 12). CnemoBarensHO, mocinenoBaTenbHOCTh rTeHa |CE2
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IBOJIIOIIMOHMPOBaJa 1moja Oojee cnabbiM naBierueM otoopa, yem |ICEL. Ilpumenennbie HamMu
TECThl Ha HEUTPAIIBHOCTh U T€TEPOTeHHOCTh MOJEKYISIpHOUN »Boonuu (Tect Mak/{onanbna-
KpeiitmaHa, nHIAEKC HENTpaIbHOCTH, TecTa MakJoHANIb/la Ha TETEPOr€HHOCTh) NOKA3alu, YTO
spomroniis ICEL mpoucxoania moa qaBiaeHneM CTaOHMIM3UPYIONMIET0 0TOOpa, YTO COTIacyeTcs
C JaHHBIMU IO PACHPEEICHUI0 HECUHOHMMHYHBIX M CHHOHMMUYHBIX 3aME€H MO TeHy. JTo
JIABJICHHUE JIEWCTBOBAJIO TOMOI'€HHO Ha ITOCIEAO0BATEIBHOCTD, COrJacHO Tecty Mak/loHanbpaa.
YpoBeHb HECHHOHUMUYHOTO HYKJIEOTUIHOTO nojaumopdusma no reny |ICEL npumepHo B 1Ba
pasza Beime cuHOHMMHYHOTO monmMopdm3ma mo ICE1l n mecuHoHmmuuHoro mo reny ICE2
(Tabm. 10, 11).

KnunanpHONW WM3MEHYWBOCTH 10 ypoBHIO moiaumopdmsma ICELl He oOHapyxkeHo. DTH
JTaHHbIE TOBOPAT 0 ToM, uTo reH ICEL umeeT Gosee apeBHee nmpoucxoxaenue, yem |ICE2, uro
U TOATBEPIUIOCH B X0J/ie¢ (PMIOT€HETUUECKOr0 aHallM3a MaKpO3BOJIOINH, MOKA3aBIIETO, YTO
romosiorn TeHa |CE2 cymectByloT TOmpkO y BHIOB cemelicTBa KamycTHble. YpoBeHb
HEeCHMHOHMMHYHOTO mojaumopdusma mno reny ICE2 Beime B rokHbIX pacax A. thaliana mo
CPaBHEHUIO C CEBEPHBIMHU, OJTHAKO OH HIKE YPOBHS CHHOHUMUYHOTO TIOJMMOp(H3Ma B TOH ke
rpymnmne 10KHbIX pac (tadn. 11). M3 aToro ciaeayer, 4To MOHMKEHHOE JaBlIEHHE 0TOOpa Ha TeH
ICE2 npoucxomuno B HEAaBHEM  OBOJIONMOHHOM  TPOLLIOM  BuAa. MeXaHU3MBbI
aKKIIMMATU3allMd W Pa3BUTHUS YCTOMYMBOCTH K XOJIOAY TpeOYIOT OONBIIOrO HAMpsHKEHUs
dbusznonoruu M OMOXUMHUHU PACTUTENBHOW KJIETKH, TaK KaK OHU TpeOyIOT H3MEHEHHH B
9KCIPECCUH I'eHOB, CHHTe3a 0ekoB 1 MetadbonmuToB (Kiumos, 2001; Boiinukos, 2013; Hannah
et al., 2006). B roxHol o0nacTu apeaia BHIa, TJe PACTCHHS, KaK MPABUIIO, HE MCIBITHIBAIOT
THIIOTEPMUH, MYTAIlFH, HETATUBHO BIIMSIONINE HA XOJOJ0BON OTBET, OyIyT HE JICTAILHBIMH, a
BO3MOJKHO TIOJIE3HBIMH, TaK KaK MHTHOMPOBAHME IYTH XOJOJOBOTO OTBETa MO3BOJSIET Ooiiee
3¢(EeKTUBHO MCHOJB30BATh JHEPreTHUYEeCKMe W MeTadoNIMYecKhe pecypchl, B HOpME
3aTpavyrBaeMble Ha TOJJIEPIKAaHUE CUCTEMbI OTBETAa Ha XOJIO/I.

Pernonom mnpoucxoxaenuss A. thaliana cumraercs Kapkasz (Beck et al., 2008), a
eCTECTBEHHBIN apean obutanus Brimoyaer EBpony u llentpansnyro Asuto (Koornneef et al.,
2004). CnenoBatenbHO, NATTEPH PACIIPOCTPAHEHUSI BUJA, HAOIIOJAEMBbId B HACTOSILEE BpeEMs
U BKJIIOYAIOUIUI CyOTPONMYECKHE PETHOHBI, SBISETCS pe3yIbTaTOM MOCIEAYolIeld MUrpaiuuu
(Beck et al., 2008). Beicokuii ypoBens nonumopdusma no reny |ICE2, nabnromaembiii B pacax
U3 I0)KHOW M YMEPEHHOM! 30HbI 110 CPABHEHUIO € ceBepHbIMU (Tabi. 9, 11), roBopuT 0 TOM, YTO

CTAOMITM3HUPYIOMHA OTOOp OcnabiieH B pernoHax ¢ 0ojiee TEIUIBIM KIMMATOM, TJe TPHU3HAK
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YCTOWYMBOCTH K XOJIOJIY HE SBJISETCS HEOOXOAMMBIM IS BbDKHBaHWS. Hamm maHHBIC
MO3BOJISIIOT MPEIOJIIOKUTh, UTO B XOJI€ MUTPALIMK BUAA B OoJiee TEIUIble 30HBI TOHMKEHHOE
JABJICHUE CTAOMIM3UPYIOMIETO 0TOOpa Ha «MOJIOZOW» B ABOJIOIMOHHOM oTHOIIeHnH reH |CE2
NPUBEJIO K HAKOIUICHUIO U 3aKPEIUICHUIO B TOIMYJSIIUSX MHOTOYHCIEHHBIX MYyTalMid. DTH
MYTallU{ NMPUBETU K HAPYIIEHUIO paOOThI T€HA U BHECJIU BKJIa/ B MOHWKEHHYIO YCTOMYHBOCTD
K XOJIOJly F0’KHBIX pac 1O CPAaBHEHUIO C CEBEPHBIMU, TO €CTh B KIMHAIBHYIO U3MEHUHUBOCTh IO
YCTOWYMBOCTH K XOJOJy, Ha CYIIECTBOBAHME KOTOPOM YKa3bIBAlOT MHOTOYMCIICHHBIC
uccinenoanus (Hannah et al., 2006, Zhen and Ungerer, 2008; Zuther et al., 2012).
KnuHanbHass W3MEHYMBOCTH 10 ypoBHIO mosmmopdm3ma |ICE2  monarBepkaaet
MPEANONIOKEHUE O POJU reHa B yctonuuBocTu K xonoxay (Fursova et al., 2009). OtcyrcTBHe
noio6Hoi n3meHurnBocty 1o reny ICEL sBnsieTcss HeOXKHMIaHHBIM PE3yIbTaTOM, TaK Kak T'eH
SBIIIETCS M3BECTHBIM peryisitopoM orBera Ha rumnorepmuto (Chinnusamy et al., 2003).
[ToBeimenHoe maBneHue cradmwmsupytonero orbopa Ha |ICE1 MoxeT OBITH BBI3BAHO €ro
BaYXHOM POJIbIO TAKXKE B IPYTUX BaXKHBIX Mpolleccax, TakuxX Kak passutue ycrbuil (Kanaoka et
al., 2008) u perymsaiuu pocta pacteHus, onocpenoBanHoi renamu CBF (Achard et al., 2008).
VYcepennenHoe 1o Bceid mocieqoBaTelibHOCTH 3HaueHue Ko /Kg MokeT He oTpakarhb
JeHcTBHUsL 0TOOpa Ha ompeneneHHble ydacTku TeHa. I[locnemoBatenbHocTh ICE2 B menom
HBOJIIOIIMOHUPOBAI 110 MOJIETH, OJIM3KOM K HEUTPaAIbHOM, OJTHAKO BBISBIIEHA TE€TEPOTCHHOCTH B
pacnpejeneHnn noauMopdusma K auBepreriuu. 3HaueHus K,/Ks Oonbie 1, ykasbiBaromue
Ha JeiicTBUe cTa0uiIu3upyromero oToopa, ObUIM BBISBICHBI MPH aHAIU3E METOAO0M
nBukyierocs okHa. Onu pacrnonaratorcss B ACT-mogoOHOM JTOMEHe, ydYacTBYIOIIUM B
JUMEpHU3allid U JAPYyrux Oelok-0enKoBeIX B3aumMojaehcTBusx TXd cemeiictea bHLH, wu
cnemupuynbix g ICE2 nelinmu-O6oratoM nomene u obnmactu w3 19  oTpunatenbHO
3apsDKEHHBIX aMUHOKHUCIOT (puc. 16). OmHako mo pesyiabTaTaM TecTa TaJKUMbl M aHaIu3a
pacnipenenenus nonuMmopdusma k nuBeprenuuu no reny ICE2 nma ACT-monoOHbIl moMeH
neicTBoBaN OalaHCUPYIOUIUI 0TOOP. AHAIN3 paclpeaeTeHus MoIuMopdu3Ma K JUBEPreHIINN
U TecT TaKUMBI Tak)Ke YKa3bIBalOT HA JCHCTBHE UTO CTAOMIM3UPYIOLIEro 0TOOpa Ha 00J1acTh
nomena bHLH wu 3° u 5’-HTP renoB ICE, a Oamancupyromero - Ha ZIP momeH wu
BapuabenbHyI0 YacTh 1 3k30Ha B paiioHe 953-ro HYKJIEOTHAA, HE OTHOCAIIYIOCS K U3BECTHBIM
nomeHaMm (IIpunoxenue, puc. 4). 5°-HTP Moxker SBIATbCA BaXHBIM Ul PETYIISLIUU

skcrpeccun reda, a bHLH neobxoaum mis cesaspiBanus Genka ¢ JJHK (Chinnusamy et al.,
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2003). CrpykrypHas auepreniuu reHoB ICE Bo3MoxHO siBMIIach OCHOBOHM (DYHKIIMOHATBLHOM
nuBepreniuu 6enkos ICE.

[ToBbImIEHHOE 3HAUEHUE T,/T; B HEKOTOPBIX oOmactsax reHa ICEL mormo ykas3wiBaTh Ha
HAJIM4YUE CJIEOB JIBIKYIIETO OTOOpa, OJHAKO OOIMIMI HU3KHM ypoBeHb MoauMopduszMa mo
ATOMY T'€HY IO3BOJIIET MPEATNOI0KUTh, YTO HAOII01aeMble 3HAYCHHS CITyYailHbl U HE3HAYUMBI.
[ToBbIIIIEHHOE 3HAUEHUE To/Tt; ObUIO 3aUKCUPOBaHO TONBKO B FOxHOI rpymnmne pac B JoMEeHE
NLS (Ilpunoxkenue, puc. 3). HecuHOHUMHYHBIA TTOMMMOP(HU3M JTOKATU3YETCS MPAKTHUCCKU
MOJTHOCTBIO B TepBOM dk30He TeHa ICE2, B To BpeMs Kak OH pacrpeiesieH paBHOMEPHO TIO
reay ICEL (puc. 15). Ilepssiit 3x30H |ICE2 sBnsiercs Hanbosee moauMopdHBIM Ha BHYTpHU- U
ME)KBHIOBOM YPOBHE, a HanboJiee KoHcepBaTUBHBIM siByisiercst 5°-HTP u nomen bHLH.

Takum oOpazom, mocaeaoBaTenbHOCTh TeHa |CEL, mo-BuauMoMy, HCTIBITRIBANIA IEHCTBUE
crabunmmsupyromiero orbopa. IlocnemoBarenpHOocTh TeHa |ICE2 »BomronimoHupoBaia 0
TeTEPOTCHHOMY CIICHAPHIO. Bo-niepBhIx, BEISIBJICHO oclabJIeHHOE neicTBIE
cTabunusupyromero otoopa, ocooeHHo B KOKHBIX pacax, 4TO BBIPA3UJIOCh B KIIMHAJIBHOU
U3MCHUYUBOCTH I10 YPOBHIO HYKJICOTHIHOTO MOoMuMOpdu3Ma. BEISIBIEHBI Clenbl JIeHCTBUS
JIBUXKYIEro oTOopa (B HEKOTOPHIX oOnacTsx reHa B FOxHBIX pacax), OamaHCHUPYIOIIETO
otoopa (ACT-nono6usiid, ZIP nomeH, BapuabenbHas yacTh | 3K30HA), CTAOMIM3UPYIOLIETO
oroopa (5’-HTP, nomen bHLH). Yto mHTEpecHO, cTaOMIM3UpYIOIMUNA OTOOp JEHCTBOBAJ Ha
Bakuehmmit  JIHK-cBsa3piBatomuii  w/minum  aumepusanvonnbii  gomen  (bHLH), a
OaJaHCHUPYIONIUI — Ha JOMOJHUTEIbHBIC quMepu3annoHHbie JoMeHbl (ACT-nono6usIl, ZIP).
H3BecTHO, uTO (uKcanus Mo KpaiHeH Mepe HEKOTOPBIX IYIUIMIIMPOBAHHBIX KOIMHUNA T'€HOB
Atthaliana mnpoucxoauT TOA BIMAHHEM JBHXKYIIErO0 OTOOpa, COIrJACHO THIIOTE3e
HeodyHkimonanm3auu (Moore and Purugganan, 2003). B To xe BpeMs1, 1aHHbIE TIO APYTUM
reHaM IIOKa3bIBAIOT, 4YTO TJABHYIO PpOJb B O3TOM TMPOIECCe HWIrpaeT oOciadJICHHue
CTaOMIM3HUPYIOMIETO 0TOOpa, corjacHo runoteze cyodynkuuonamm3amuu (Lynch and Force,
2000). Hamm maHHBIE TOBOPAT O TOM, YTO 00€ 9TH MOJENN ACHCTBYIOT B cirydae ¢ renom |CE2
U COIJIACYIOTCA € THIOTE30M cy0-Heo-(pyHKIMoHanu3auuu, BeiiBUHYyTOM He and Zhang (2005).

[IpoBeneHHbIE HAaMU WCCIICOBAHUS PACHIMPSIOT TPEICTABICHUS O MOJEKYISIPHON
HBOJIIOLIMM M HYKJICOTUIHOM Pa3HOOOpa3HHM TEHOB-PETYIATOPOB XOJOJOBOIO OTBETA W,
CJIEIOBATENBHO, CITYXAT JIy4IlIeMy TOHUMAHUIO MEXaHU3MOB aIalTAllMH BUIOB K Kiumary. Jlo
HACTOSILEr0 BPEMEHHU MOJOOHBIA aHAIM3 ABOJIIOIUHU U MOoJUMop(dU3Ma TMPOBOAMIICA TOJIBKO

st reHoB cemeiictea CBF (McKhann et al., 2008, Zhen and Ungerer, 2008). MsI noka3aiu,
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4TO PA3JIMYHBIC YHaCTKHW T'OMOJIOTUYHBIX T'CHOB ICE ucnpIThIBAIN PAa3INYIHOC JAaBJICHUC 0T60pa

B XO0C€ 3BOJIFOIIUH.

4.5. Bozmo:xHas Moaeab 3BoJiionuu reaos |ICE

[Ipouiecc BOHMKHOBEHMSI M (PUKCAIlMM B T€HOME IYIUIMIIMPOBAHHBIX T'€HOB SIBJISETCS
OJIHMM M3 LEHTPAIbHBIX BOMPOCOB MOJEKYJSPHOI 3BOMIONUH. JyIIUKaIUs T€HOB BO3HUKAET
B pe3yabTaTe yABOCHHUs Bcero reHoma (whole-genome duplication, WGD), cermMeHTHBIX
MyTUTHKAIMKA (BKJIFOYAs TaHIEMHBIC TYIUTMKALMN) WK TIOCPEACTBOM TpaHcmo3uiuu (Rensing,
2014). IlokazaHo, 4YTO TEHbI, MOSBUBIIMECS B peE3yJbTaT€ CETMEHTHOM MYIUIUKAIIMH,
ABOJTIOLIMOHUPYIOT Oosiee OBICTPHIMH TEMITAMU MOCIE AYIIMKAIIMU U CUJIbHEE JUBEPTUPYIOT
(GYHKIIMOHANIBHO, TI0O CpPaBHEHHMIO C TeHaMH, TOSBUBLUIMMUCS TIIOCJIE€ TOJTHOTEHOMHOMU
nymmkann (Carretero-Paulet and Fares, 2012). 3To CBS3BIBalOT ¢ THUIIOTE30M J030BOTO
OaylaHca, COTJacHO KOTOPOM COXpaHEHHWE B TE€HOME CETMEHTHOTO YIUIMKAHTa SBISETCS
HEBBITOJAHBIM BCJICJICTBUE BO3HUKHOBEHHUS CTEXHOMETPUYECKOTO JucOanaHca, M TOJBKO
ObICTpasi AUBEPreHIUs] U MPUOOPETEHHE T€HOM HOBBIX (PYHKIIMI MOXET MO3BOJUTH 000UM
napaioram coxpanutbcs B renome (Freeling and Thomas, 2006).

[TonynsiimoHHast TEHETHKA MPEACKA3bIBAET, UTO JOMOJTHUTENbHAS KOMUS T'eHa HE MOXXET
MOJIEPKUBATECSI B TEHOME B TEUEHWE JUINTEIBHOTO BPEMEHM, TaK KaK HaKOIUICHUE
«BpPEIHBIX» MYTallMii mpuBeneT K JaepyHKIMOHanNW3anuu TeHa. Takum  oOpaszom,
HEOOXOAUMBIM  YCIIOBUEM COXPAHCHHsS OYIUTMIIMPOBAHHON BEPCHMM TeHa  SIBIACTCS
dbyHKIIMOHATbHAS JTUBEPTEHIIUS MIPEIKOBOTO U HOBOTO reHa. l'unoresa
Heopyuknuonanuzanuu (NF) mpenmonaraer, 4to mocie AyIUIMKAIMA OJIHA JOYCPHSS KOTIHS
COXpaHseT MpeAKoBbIe (YHKIMH, B TO BpeMs Kak Apyras npuodbperaer HoBble (Ohno, 1970).
Ota runorte3a ObUla B JaJbHEWINEM pacllUpeHa: T'eH, MpuoOpeTarouuii HOBbIe (PYHKIIHH,
moxker coxpanuTh Bce (NF-I), mum omnoii (NF-II) unmu wexoropweie (NF-1II) ¢ynxmum
npeakoBoro reHa (He and Zhang, 2005; puc. 27). I'unoresa cybdyHkunonanmzanuu (SF)
MPEANoJaraeT, 4To Mocie TYTUIMKAIUA MPOUCXOIUT HAKOIUICHUE BPEIHBIX MYTalMil B 000WX
NYTIUKAHTaX, W, TaKUM 00pa3oM, (PYHKIMH MPEAKOBOTO T€HA OKA3BbIBAIOTCS PACIIPECIICHBI
mexnay nouepuumu (Hughes, 1994; Force et al., 1999). Drta rumore3a Obuia pa3BUTa B
MaTEMaTHYECKYI0 MOJIeNb, OMHMCHIBAIONIYIO TIporecc CyO(yHKIMOHATU3auu, - MOJENb
«OyIUIMKAIMK  — JereHepanuu — KomiuteMeHTtanum»(“duplication — degeneration -

complementation”, DDC) (Lynch and Force, 2000). OTa Momens MOCTYIUPYET, YTO MOCIE
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TYIUIMKAIMA 00€ KOMUHU T'eHa COXPAHSIOTCS B F€HOME B CBSA3M C BO3HMKHOBEHHEM B HHUX
KOMIUIEMEHTApHBIX JIeTeHepaTUBHBIX MyTaluid. B xoze 3Toro npoiecca GyHKIIMN TPEIKOBOTO
reHa pachpeiersioTcsT MEXKIy JTOYCPHUMHU KONHUSMH W3-32 BO3HUKHOBEHUS B HUX
HedTpanpHbix MyTanmii (Force et al., 1999). OTu Moaenu COOTBETCTBYIOT TEOPHH
HEHUTPaTBbHOCTH MOJICKYJISIPHOW 3BOJIIOIMH, pa3padoTaHHor MoTto Kumypoit B konie 1960-x
TOJIOB W TpeAmnojaramT, uro LSG ckopee SBISIOTCS pe3ylbTaToM IMACCUBHON (uKcaruu
NYTJIUKAaHTa, YeM CJEeJCTBHEM TMO3UTHUBHOM aJanTaldd K YCIOBUSM OKPYKAIOIIEH Cpesbl
(Kumypa, 1985). Psn skcriepuMeHTalbHBIX pabOT moaTBepikaacT 3ty moxaenb (Duarte et al.,
2006; Wang et al., 2013).

OHako MOSBUJIOCH MHOXECTBO IMIUPUYECKUX JOKA3ATEIBCTB U TEOPETUUECKUX PabdoT,
JNEMOHCTPUPYIOIIUX, YTO SBOJIOIUS AYIUTMIIUPOBAHHBIX TE€HOB HWJET TOJ JACHCTBHEM
JIBIKYIEro otbopa, mpuBoxsiiero k Heodynkiuonanuszanuu (NF) (Wang et al., 2013).
Bnepsrie ponb IBHXKYIEro 0TOOpa B ABOIIONUU AYTUTUIIMPOBAHHBIX T€HOB ObliIa MpeAJIOKEHa
eme B padore Hughes, B moxenu cyodynkumnonamusanuu (Hughes, 1994), ognako numb B
2007 romy Obula copMyliupoBaHa MOJENb «W30eraHusl aJanTalMOHHOTO KOH(IIMKTa»
("Escape from Adaptive Conflict”, EAC), cormacHo KOTOpOW 3BOJIOIMOHHBIA IIPOIECC
oOpa3oBaHusi HOBOTO T€HA HA4yWMHAETCS ele J0 JAYIUIMKAIUK  HYKJICOTHUIHON
nocnenosarensHocTr (Hittinger and Carroll, 2007). AganTuBHbINA KOHPIUKT MEXKIY CTApOd H
dbopmupyroIIecs HOBOM (YHKIIMEH OJHOTO TeéHa BO3HHUKAET BCIICJICTBHE HEBO3MOKHOCTH
OCYUIECTBJIICHUS 3TUX (DYHKUMN OJHOBPEMEHHO ¢ MakcUMalbHOU 3(ddexTuBHOCTHIO. [locie
OYTIUKAIUA ~ TPOUCXOJUT  CHEINHATU3alus BBIIOJHIAEMBIX (DYHKIMA WM XapakTepa
OKCIPECCUM B PA3JIMYHBIX TKAHSAX WM HA Pa3HBIX CTaAMSAX pa3BUTHA. KOHEUHBIH pe3ynbTar
OKa3bIBAETCSl TakuM ke, kak U B monenun DDC, To ecTh ¢ukcamusi IyruiMKaHTa, OJIHAKO
corinacHo EAC, Ha mapayioru JIeiCTBYeT IBIKYIIUNA OTOOD, MPUBOAS K (PUKCAIIMH aJalTUBHBIX
MyTaIiii, a He MPOCTOE HAaKOIUIeHUe HelTpanbHbIx MmyTarmid (Wang et al., 2013).

Opnnaxo v NF, au SF moonnHOYkKe HE MOTYT B TOJIHOM Mepe OOBSICHUTH MEXaHU3M
BO3HUKHOBEHHS (DYHKITMOHAJILHOW JHUBEPICHIIMM OOJIBIIMHCTBA JAYIUTUIIUPOBAHHBIX T'CHOB.
Mopnens cyboneodynkimumonanusanuu (SNF) mnpemnomaraer, d9To mocie AYIUIMKALUAA
npoucxoaut Obictpas SF ¢ mocaemyromum goarum nepuogom NF (He and Zhang, 2005).
Takum oOpa3zoM, 3akperieHue IYIUIMIIMPOBAHHON KOMUU B T'€HOME MPOUCXOAUT Ojarojaps
obicTpoit SF, uTo corjacyercs ¢ BBICOKOW CKOPOCTBHIO HAKOIUICHHS] BPEIHBIX MyTaluil mocie

OyTUTMKAIMK 110 cpaBHeHUIo ¢ mone3nbiMu (Lynch and Force, 2000). Jlannas Monmenb Taxxke
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COTJIaCyeTCs C JAHHBIMH O TIOBBIIICHHOW CKOPOCTH 3BOJIOLWHU TOCIEIOBATEIbHOCTH TEHA
nocie aymmkanuu (Lynch and Conery, 2000; Kondrashov et al., 2002). bonee OwicTpas
ABOJIIOLMS TE€HAa MOXET OOBIACHATHCA OCiabIeHueM CTaOWIM3UPYIOMIEro O0TOOopa WU
nerictBueM nBrkymiero oroopa (He and Zhang, 2005). Onucanbl ciiydaw, Korja riaBHOU
SBOJIIOIMOHHOM CHIION, AEHCTBYIOIIEH Ha mapajord, ObUT ABMKYyIIHic oroop (Zhang, 2003),
OJTHAKO, KaK MPaBHJIO, TOJBKO HEOOJIbINAs OIS CAaliTOB B IT€HE UCTIBITHIBAET Ha ceOe MaBiIeHHE
takoro oroopa (Hughes, 2002). Cornacuo momenu SNF, Ha mepBoM 3Tame BCKOpe IMOCie
OYTUTAKAIAA TJIABHBIM MEXaHH3MOM, O00€CIeUnBAOIMNUM (DYHKIIHOHATBHYIO JTUBEPTCHIINIO,
SBJISICTCSL OClIa0JIeHUE CTAOMIM3UPYIOIIEro 0TOOpa, a IBIKYIIUKA OTOOp JEUCTBYeT B Oosee
mmrtenbHol nepenekruse (He and Zhang, 2005). Wang et al., 2013, uzyuus 137 A.thaliana-
cnenu(UUHBIX TEHOB, YCTAaHOBHWIIM, 4YTO OKoysio 15% wHoBeIX naymumkantoB A.thaliana
UCTBITHIBAIOT JIAaBJIICHUE TO3UTHUBHOrO 0TOOpa. CremoBareibHO, 3HAYUTENbHAS JOJS HOBBIX
TCHOB TOSIBIISIIOTCS U ABOJIFOITMOHUPYIOT corstacHo mojenn EAC.

CornacHo HaAIIMM JaHHBIM, TYIUTMKAIMs, npuBeamas Kk dopmupoanuto |ICE2, sBusercs
OTHOCHUTEIIBHO MOJIOJoM — mo gaHHeIM He and Zhang, renbl, mosBuBmmecs ao 25 Ma,
HCITBITBIBAIOT TJIABHBIM 00pa30M ocinablieHHe CTaOMIM3UpyroIero orbopa, nmpuBozsiiee K SF,
a NF pa3BuBaeTcs Ha 6osee no3aHux 3Tanax sBomonuu (He and Zhang, 2005). Me1 noka3zanu,
yro Ha TeH ICE2 neiicTByeT moOHM)KEHHOE JaBlieHHWE CTAOMIM3HPYIOMIEro oTOopa, Hambosee
HU3KOE JIaBJICHUE JICWCTBYET HA Pachl U3 IOKHBIX M YMEPEHHBIX PErHOHOB. B TO ke Bpems,
obHapyxeHHbIe Hamu Crienuduunbie 1 |CE2 motuBel rena umenu 3uadeHus Ky/Ks>1 mpu
CpaBHEHHMH MapaJioToB, CIEAOBATEILHO, ABIKYIIHI OTOOP ChIrpall BAXKHYIO POJIb B DBOJIOLUU
HOBBIX JIOMCHOB Oenka. M3BecTHO, YTO ABWXKYIIMH OTOOP SIBJISETCS OJHON W3 TJIaBHBIX
MEXaHU3MOB BO3HUKHOBEHHSI HOBBIX CTPYKTYp M (YHKIUN Oeika Tmociie MYIUTUKAIUA TeHa
(Wang et al., 2005). Bepositaee Bcero, sBomtonust |CE2 pazBuBaercs mo mojenu, OJIM3KOH K
SNF. Iloka3aHo, 4To pa3Hble THIBI OTOOpPa MOTYT UTPaTh POJIb B 3BOJIOIMH OJHOTO T'eHa
(Yang et al., 2006). 13 Hamux pe3yabTaToB cleayeT, 4To B mpouecce 3Bomonuu ICE2 na
pa3HbIe YYaCTKH I'eHa JICWCTBYET OTOOP Pa3HOIO THIA - JBWXKYIIUN, CTAOWIM3UPYIOIIANA U

OaaHCUPYIOLIU.
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Puc. 27. DBononnonHbIe MoAeIH (QYHKIIMOHATHHOW TUBEPTEHIIMH TYTUTUIIUPOBAHHBIX TEHOB.
JlymmMnupoBaHHbIE TeHBI 0003HaUYEHBI OKPY>KHOCTSMH, pa3InNUHble (DYHKIIMH T€HOB —
TEMHBIMU KBajipaTaMu. [IlyHKTHUpOM CBsI3aHbI T€HBI ¢ UX QYyHKIHUAMU (agantTupoBaHo u3 He

and Zhang, 2005).
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3AKJIIOYEHHUE

Nzyuenne ponm reHa ICE2 na opraHM3MEHHOM ypOBHE TO3BOJWIO MOJTBEPIUTH B
Haied pabote ero pojib B xonmomoBoM ortBere (Fursova et al., 2009) u pa3BUTHH YCTBHII
(Kanaoka et al., 2008). [IpuHIIUTHATIBEHO HOBBIM SIBJISIETCS JOKa3aTeabcTBO ponu reHa ICE2 B
KOHTPOJIE YCTOWYMBOCTH K XOJIONY alMKAILHOW MEPUCTEMBI TTOOETa MyTEeM PEryIISIIIMA TCHOB
perynona CBF (CBF1, CBF3, COR15a, COR47, COR78), cunteza ABK (NCED3) u ABK-
HWHIYIUPYEMBIX T€HOB, KOAUPYIOIMNX JETHAPUHBI U ankoroyupaeruaporenasy (RD29B, RAB1S,
ADH), nocturaytoe ¢ moMoIibo Gu3HOIOTHUYECKOTO U MOJIEKYJIAPHO-TEHETUYECKOr0 aHaIu3a
TPAHCTCHHBIX pacTeHU. MBI TakKe YCTAHOBWJIM, YTO B 3aIUTE MEPUCTEM OT THIIOTCPMHH
y4acTBYIOT Takxke kodakropsl T® cemeiicta CBF (SFR6, MED2, MED14).

Ha ocHOBaHWM W3YyYCHUS CTPYKTYpPbl TNPOMOTOPHOH O0OJACTH TaKXe BBICKa3aHO
NPEIINOJIOXKEHHE O pOJU TeHa B OTBETE HAa OHOTHYECKHE CTPECCOBBIE (aKTOPHI.
CnenoBarensHo, TeH |ICE2 MoxeT moTeHIIMAIBHO OBITH MCHOJB30BAH IS CO3JAHUS HOBBIX
TPAHCTCHHBIX KYJIbTYp, 00JIAJArOIINX OJJHOBPEMEHHO YCTOHYMBOCTBIO K XOJIOJY M ITATOTCHAM.
K coxanenuro, cymepakcrnpeccuss MHOrux T NOpUBOIUT K HEMpeACKasyeMbIM M Jaxke
HEONaronpusITHBIM JIJIsi pacTeHusl mocieAcTBusiM. CleaoBaTenbHO, 3HAHUS O CHEIU(PUIHBIX
¢dakTopax, NEHCTBYIONMX B OMpEACICHHOW TKAaHW WM OpraHe, MOTYT OBITh TOJE3HBI IS
HANpaBJIICHHON 3amuThl OT crpecca, U |ICE2 moxkeT OBITh HCHONIB30BaH Ui PEIICHUS
noI00HOTO poja 3amad. Mbl TakKe MpernoiaraeM, 4To B JaibHeieM 0yayT oOHapyKeHbI U
Jpyrue TeHbl W CHCTEMBI, OTBEYAIOIINE 32 YCTOMYMBOCTh K XOJIOAY PAa3IMYHBIX TKaHEH U
OpPraHoOB PacTEeHUs. DTO MOXKET MPHUBECTH K BOSHUKHOBEHHUIO HOBOW 00JIACTH HCCIIETOBAHUN
TeHEeTUKN a0MOTHYECKOTO CTPECCOBOTO OTBETA.

Kpome Toro, HamMu BIIEpBBIC BBISBICHO YyYacTHE T€HAa B PEMPECCUU IBETCHHUS ITyTEM
NOJIABJICHUsI dKCIpeccuu akTuBaTopa nBereHusi, reHa SOCLl. DTu naHHBIE yKa3bIBalOT Ha
Bo3MokHOe yuactne |ICE2 B HeratmBHOW perymsuuu mepexona pacrenuit A. thaliana na
PETPOYKTHUBHYIO CTAJHIO PAa3BUTHA B YCIOBHSAX CEBEpHOro apeana. PaHee OCHOBHAas poiib B
NO3HEM 3alBeTaHuM ceBepHBbIX pac A.thaliana orBommnace renam FRI (Stinchcombe et al.
2004) u FLC (Stinchcombe et al., 2005; Shindo et al., 2005), koHTpoJIMPYIOIINM TOTPEOHOCTH
pacTeHu# B sIpOBU3AINH.

MBI Takke MpeaioxKmIn BO3MOKHYIO Moienb npoucxoxaenus rena ICE2. Ycranosneno,
yro |ICE2 Bo3HMK 0KOJI0 18 MWIITHMOHOB JIET Ha3aa B pe3yJbTaTe CErMEHTHOW MYIUIHKAIMH Y

OIHOIO0 M3 BHUAOB pPaHHHUX KaHyCTHLIX. Ha ocHoBanuu aHanm3a BHYTPHUBUIOBOTO
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noauMopduMa u MexBua0BoM auBepreniuu reaoB ICEL1 u ICE2 6puto ycTanoBieHO, 94TO Ha
red |ICE1l nmeiicTBOBan cTaOWIM3UPYIONIUH OTOOP, YTO OTPa3UIOCh KaKk B HHU3KOM YpPOBHE
NOTUMOP(HU3Ma, TaK U B OTCYTCTBUH KJIWHATHHONW U3MEHUYMBOCTH 10 YPOBHIO Pa3HOOOpa3Hs.
Ha Gonee monomoit B sBomonrioHHoM oTHomieHnu reH |CE2 maBneHume cTabuin3upyroIero
oTbopa OBLIO MUHUMAJIBHBIM, a JABHXKYIIUHA, CTAOMIM3UPYIOMHMK U OalaHCUPYIOMHK 0TOOD
JNEHCTBOBAIIM HAa Pa3HblE€ yYaCTKU Ie€Ha. DTO INMPUBEIO K CTPYKTYpPHOH M (YyHKIMOHAIBHON
muBeprennun reHoB ICE1 m ICE2 A.thaliana: u3meHeHHio CTPyKTypbl IPOMOTOpa H
KOAWPYIOMIEH YacTH T'eHa, MOSIBICHUIO HOBBIX KOHCEPBATHBHBIX OEIKOBBIX TOMEHOB M, Kak
CJIE/ICTBUE, HOBBIX (DYHKIMI TeHa U crnenuanu3anuu (QYHKIHH TpeIKoBOro reHa, T.e. €e
pa3feneHuio MEXIy AodepHUMH Kommsimu. llogoOHast cxema corjacyeTcsi ¢ THIIOTE30M
cyoneodyukimonanuzanuu (puc. 27). Kpome toro, paznuunoe nasienue ordbopa Ha ren |ICE2
B PA3IMYHBIX KIMMATHYECKUX 30HAX MPHUBEJIO U K 3HAYUTENbHON KIMHAIBHON M3MEHYUBOCTH
10 YPOBHIO BHYTPHUBHAOBOTO MOIMMOP(HU3MA: PAaChl W3 IOKHBIX PETHOHOB HCIBITHIBAIN
MOHIDKEHHOE JaBJICHHE cTa0umim3upyromero oroopa. Kak crnenctsue, BaxHYH pOJib B
YCTOMYMBOCTH pacTeHUl ceBepHbIX pac u3 Kapenun moxer urpars ren ICE2 u perynupyemolie
uM reHbl perynona CBF. YuBuTenbHBIM MpEACTaBIsIETCS] OTCYTCTBUE MOJA00HOTO KJIMHA TI0
BHYTpUBU0BOM wu3MeHunBocTH reHa |CELl, wu3BecTHOro kak peryiasTop OTBeTa Ha
runotepmuio (Chinnusamy et al., 2003). Bo3M0kHO, peryyisius akKIIMMaTU3alli1 HE SBIISETCS
OCHOBHOU ¢yHKIMEH TeHa. UTo uHTEepecHo, HeAaBHO OblIO moka3aHo, yTo ICE1 yuacTByer B
pacmajze sHaocnepMma npu pa3Butuu 3apojsiima (Denay et al.,, 2014). Takum oGpa3zoM, MbI
npennoynaraeM, uro umMeHHOo |CE2 moxeTr wurpath 06ojee BaXHYI pOJIib B PETYISAIHH
XOJIOZIOBOTO OTBETA.

W3MeHeHHs B CTPYKType NPOMOTOpa, KOIUPYIOUIEH OO0JacTH TeHa U BO3MOXKHAsS
KODBOJIOIMS JIOTIOJTHUTEIBHBIX (DAKTOPOB BMECTe TMPHBEIM K BO3HUKHOBCHHIO HOBBIX
¢ynkunii ICE2 nHa opranmsmeHHoM ypoBHe (puc. 28), a, 3HAQUWUT, K MOSBICHUIO HOBBIX
ajanTauui pacTeHui cemencTsa KamycTHble K MEHAIOIIUMCS YCIIOBUSAM OKPYXKAIOIIEH Cpesbl
B XOJI¢ TOXOJIOIAHUS, XapaKTePHOTO JIJIsl IEPHOAA PACIPOCTPaHEHHS MPEIKOBBIX KamycTHBIX,

49TO U IIO3BOJNJIO UM 3aHATH 06pa3y}0mp1ec>1 B X0A€ I'COJIOTHYCCKUX ITPOICCCOB HOBBLIC HUIIIN.
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BbIBO/IbI
1. ITo nannpIM unoreneTudeckoro ananusa, reH ICE2 Bo3Huk okoso 18 MUITHOHOB JieT
Ha3aj] B pe3yJbTaTe CErMEHTHOW AYIUIMKAIIMKA y OJHOTO M3 BHIOB JIpeBHHUX Brassicaceae u
HBOJIIOIIMOHUPOBAJI B COOTBETCTBUH C MOJIENIBbIO CYOHEO() YHKIIMOHATU3AIINY;

2. TlpomotopHbiii u komupyrommii ydactkum redHa ICE2 A. thaliana 3nauwrtenpHO
ormuuatorcsi ot |ICELl , uro oOycnaBnmBaer m3MeHeHne ocobeHHocTH skcrpeccun ICE2 u
MOSIBJICHHE HOBBIX KOHCEPBATUBHBIX JJOMEHOB B O€JIKe.

3. T'en ICE2 yuacTByeT B amanTariiil pacTeHUH K XOJIOAY IyTEM PETYJISIHUUA SKCIPECCUU
reroB peryinona CBF (CBF1, CBF3, COR15a, COR47, COR78), a Taxxe reHOB OTBETa Ha
XO0JI0/1, peryaupyembix abciu3opoii kucinortoi (RD29B, RAB18, ADH);

4, Ten ICE2 3ammumiaeT OT X0J10/1a alUKaJIbHBIC YaCcTH MO0era, 4To SIBISETCS pe3yJbTaToM
0oJiee BHICOKOTO YPOBHS TpaHCKpUIIMH B arnekcax camoro reHa ICE2 u renoB SFR6, MED?2,
MED14, mpoayKTsl KOTOPBIX SBISIOTCS KodakTopamu 6enkoB CBF,;

5. BrolsiBneHa KIMHaIbHAs M3MEHYMBOCTH MO YPOBHIO BHYTPUBHIIOBOTO HYKJIECOTHUIHOTO
nosmmmopdusma rena |ICE2 (Ho He ICEL): mocnegoBaTenbHOCTh T€HA U3 PACTEHUH FOKHBIX pac
10 CpaBHEHHWIO C CeBepHbIMH pacamu A. thaliana wucnbIThIBaNa MOHW)KEHHOE JaBJICHHE
CTAOMIM3UPYIONIETO 0TOOPA;

6. B pacrenusix ceBepHbIX pac u3 Kapenuu BbISBIEHO TMOBBIIIEHUE YPOBHS TPAHCKPUIIITUU
reia |ICE2 (mo me ICEl) mo cpaBHeHHMIO ¢ pacamu IOKHBIX M YMEPEHHBIX HIUPOT. DTH
pe3yabTaThl BMECTE C JaHHBIMU IO KIMHAIBHON m3MeHunBocTH reHa |ICE2, cBunerenscTByOT
B TMOJIB3y TOTO, YTO B yCIOBUsIX ceBepHoro apeana reH ICE2 urpaer Gosee BakHYIO poiib B
KOHTpoJie ajanTanuu pacrenuit A. thaliana k xomoxy mo cpasuenwuio ¢ ICEL;

7. BeisiBieHa cBa3b Mexay ypoBHem TpaHckpunmuu reHa ICE2 wu rema SOCI,
KOHTPOJIUPYIOIIEro BpeMs 3arBeTanus pactenuii A. thaliana, uto ykaspiBaeT Ha BO3MOXKHOE
yuactue |ICE2 B HeratuBHOW peryNsiiM MEpPEeXo]ia PACTCHUN Ha PENPOAYKTHBHYIO CTAJIHIO

pa3BUTHA B YCJIOBUAX CCBCPHOI'O apcalia.



116

CIIUCOK COKPAILIEHUI
bHLH — basic helix-loop-helix
bZIP — basic leucine zipper
CBF — CRT-binding factor
CRT — C-repeat
DAG - muanuiriuiepuH
InDel (insertion/deletion) — uxcepiust/ nenenus
IP3 — uno3uTOoNTpUdOChaT
NCBI (National Center for Biotechnology Information) — HarrionanbHblii 1ieHTp
ounorexnonorundeckor nHpopmanuu CIIIA
NLS — nuclear localization signal
PIP2 — pocdharnamnmmuaosuton
PLC — docdonunaza C
QTL (quantitative trait locus) — j0kyc KOJHYECTBEHHOIO IPU3HAKA
SNP (single nucleotide polymorphism) — oqHOHYKJICOTHAHBIH TOJTUMOPPHU3M
TBE — tpuc-6opatHsrii Oydep
Tris — (tris(hydroxymethyl)aminomethane) tpuc(ruapokcumMeTiir)aMHHOMETaH
a.0. — aMUHOKHCJIOTHBIM OCTATOK
ABK — abcizoBas kucinora
bJ1 — 6a3za maHHBIX
AT — nukuit Tun
Ma — MAJITTMOHOB JIET Ha3a.Q
H.y. — HOPMaJIbHBIC YCIIOBHUS
HK — HyknenHoBas kucmnora
HTP — HeTpanciupyemsblil peruoH
I.H. — Tapbl HYKJICOTUI0B
[IM — nnazmaTudeckas MemOpaHa
OT-IILP — nonumepasias 1enHas peakius ¢ 0OpaTHON TpaHCKPHUIIIIUEH
[ILP-PB - nosmmmMepasnas LenHas peakius B pealbHOM BPEMEHU
POK — peaktuBHbIE (POPMBI KHCIOpPOIA
T® — TpaHCKPUTIIIMOHHBIN (HAKTOP
LTAB - netunTpuMeTUIaAMMOHUN OPOMHIT

OATA — 3TuneHIMaMUHTETPAyKCYCHAs KUCIIOTa
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IMPUJIOKEHUE
- R e——— Puc. 1. Hdenaporpamma 20 romMosioros
Theburgella salsugnea ICE-like
{ - oenkos |ICE Kanycrueix. JlepeBo ObLIO
.",'I_ bsatis tinctona ICE1
_ Eiot MOCTPOEHO ¢ MoMoIIbI0 anroputma NJ B
100 | [ E¥essica uncea ICE1
ICE1 = - nporpamme MEGA 5.2 u ykopHeHO
T rea—r OTHOCHUTEIIHHO AMHHOKHCIIOTHBIX
3 L Arabidopsis hyrata 484449 o
N nanc s Ben0 32947 nocienoBarenbHocTeld  |CE-momo6HBIX
Raphanus satrus ICE1 -
L % Brasica opn B2 oenxoB u3 Eucalyptus globulus u Carica
Brassica rapa Bra019704
. Brassica rapa Brad 15749 7
- .UL:L _ S — papaya. [liinHa BeTBEH OTpaykaeT ‘-II/ICj'IO
| Capacta st V1000208 rog AMHUHOKHCJIOTHBIX 3aME€H Ha CauT
0 Acabidopsis thaana ICE2 4
A _‘¥L éJ':u-d:v:.l} Iyrata 911072 ~
e s 2+ MaciiTad 00O3HaueH B HIDKHEH YacTu
Carica papaya &vwn.TU. supercontig T0.TT
pucynka. byrcrpen paccuutan st 1000

om

HIOBTOPOB; TOJIBKO 3HAYCHMS
OyrcTpern>50 HaHECEHBI HA CXEMY.

Dataset: 3250 perurbations (sample selection: AT-SAMPLES-0)
2 genes (gene selection: AT-GEMES-0)

LogiZyratio 3250 of 3250 perturbations fulfilled the filter criteria

2.5 -2.0 -1.5 -1.0 -0.5 0.0 0.5 1.0 1.5 2.0 2.5
Filter values for . AT1G12880

| ne filter 7] [ nofilter | ¥|

Log({2}ratic  Fold-Change p-value

Crown-regulated Up-regulated

A

light study 6 (Cal-0) / dark grown Col-0 seedlings
shift dark to light study 2 (tot. RNA) / dark study 6 (tot. RMNA)

AT1G12860

¥
[
]
%]
o
m
=
<L

208 432 <0.001
1.89 3.88 0.005

Filter values for . ATIE2ET44

AT1G12860
ATIGRET 44

b [ no fiter | ¥ | nofilter ||
Log({2}ratic  Fold-Change p-value
ABA study 11 (24h) / solvent treated cell samples (24h) 3.37 10.42 0.001
BL/H2BO3 (4d)/ untreated cell culture samples 3.30 9.85 <0.001
ABA study 10 (20h)/ solvent treated cell suspension samples (20h) 221 4.70 0.002
ABA + salicylic acid (24h) / solvent treated cell samples (24h) 2.80 7.83 0.055
BL/H3BO3 (2d)/ untreated cell culture samples 2.96 7.81 <0.001

Puc. 2. Bumsuue ctpeccoB Ha akcmpeccuto reHoB ICE1 (At3g26744) wu ICE2
(At1g12860). (A) Dxcnpeccus ICE2 noseimaetcs noa AeiicteueM ceeta; (b) Dkcnpeccus
ICE1 nmoBeimaercs mox geiictBueM ABK  w  Opaccunonmma. Jlanable U3
GENEVESTIGATOR.
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Puc. 3. Pacnipenenennie cooTHomeHus: m,/ms o renam ICEL1 u ICE2 mo rpymmam pac.
AHanu3 MpoBEJEH MO METOAY CKOJB3SIIIEro OKHa, JiauHa okHa 50 m.H., mar 10 m.H.
[To3uiuu 3K30HOB (MPSIMOYTOJILHUKH ), UHTPOHOB (TPSIMbIC) U KOHCEPBATUBHBIX JJOMEHOB
0003HauEHBI BHU3Y PUCYHKA.
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E P<@.05
1

bHLH ZIP ACT-nmonoOHbI

Puc. 4. 'eTeporeHHOCTD pacpeieCHUs COOTHOMICHHSI BHYTPUBHIOBOTO MOJUMOphU3Ma
K JMBepreHimu nocienoBarenbHoct rena |ICE2 mexay A. thaliana u A. lyrata. Ilo ocu
a0CIIUCC — TOPSAKOBBI HOMEP HYKJICOTH/Ia, OPJIMHAT — COOTHOIIICHUE MOJUMOp(hU3Ma K
JTUBEPreHIIMKA. BHU3y pHCYHKa MOAMKMCAaHbI HEKOTOPbIC OCIKOBBIC TOMEHBI. I 'paduk
nosiyueH ¢ momorsio mporpammel DNA Slider (McDonald, 1998).
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Flower Stage 9
Flower Stage 10/11
Rosette Leaf 2
Rosette Leaf 4

Flower Stage 12
Flower Stage 15

Flower Stage 12, Stamens
Flower Stage 12, Carpel
Flower Stage 12, Peta
Flower Stage 12, Sepa
Flower Stage 15, Carpel
Flower Stage 15,
Flower Stage 15, Sepal
Stem, 2nd Internode.
Seeds Stage 3 w/ Siliques
Seeds Stage 4 w/ Siliques
Seeds Stage 5 w/ Siliques
Seeds Stage 6 w/o Siliques
Flower, stage 15, 21+ days

Seeds Stage 7 w/o Siliques
Seeds Stage 8 w/o Siliques

Flowers Stage 185,
Fruit, carpel stage 15, 21+ days

Whole inflorescence to floral stage 9, 21 days

Puc. 5. OrtHocHUTENbHBIH YpPOBEHb OJKCIPECCHU TE€HOB CYOBEOUHHI] MEIUATOPHOTO
Komruiekca (ranubie Mukpodppeit u3 b1 Arabidopsis e-FP Browser. Beiienensr cTonopb!,
COOTBETCTBYIOIIIME YPOBHIO OKCIIPECCUU B AalTUKAJIbHOW MEPUCTEME.

Tabnwma 1. AHanu3 pacuieruieHui B pacTeHHUSIX TOKoJIeHus T3 mpu mpoBepke Ha
HAJIMYHE CEJIEKTUBHOTO MapKepa ImyTeM o0paboTku repourimaom “Basta”.

TpaHcreHHble TUHUMA YucJi0 pacreHui, Yucsio pacreHuni, Thnmwmmmmmn&ﬁ
YCTOHYMBBIX K HEYCTONYMBBIX K
repoMuuIy repoMuMIy
1 19 4 3:1(0.71)
2 16 9 3:1(1.61)
3 18 4 3:1(0.54)
4 14 4 3:1(0.07)
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5 17 3 3:1(1.06)
6 19 4 3:1(0.71)
7 21 3 3:1(2)
8 20 5 3:1(0.33)
9 21 21 -
10 23 23 -
11 24 24 -
12 23 23 -
13 23 23 -
14 24 24 -
15 23 23 -
Tabmuma 2. CHHMCOK KOJUIMHEAapHBIX TeHOB u3 cuHTeHHoro Omoka ICE1/ICE2,
UACHTH(PUITNPOBAHHBIX C MTOMOIITBIO PGDD (Lee et al. 2012;
http://chibba.agtec.uga.edu/duplication/). I'erst ICE1 u ICE2 moguepKHYTHI.
Xpomocoma AHHOTAUUA Xpomocoma AHHOTAIUSA
1 3
1 AT1G12820 AFB3 (AUXIN SIGNALING F-BOX 3); AT3G26810 AFB2 (AUXIN SIGNALING F-
auxin binding / ubiquitin-protein ligase BOX 2); auxin binding /
ubiquitin-protein ligase
2 AT1G12850 phosphoglycerate/bisphosphoglycerate AT3G26780 catalytic
mutase family protein
3 AT1G12860 SCRM2 (SCREAM 2); DNA binding / AT3G26744 ICEL1 (INDUCER OF CBF
transcription factor EXPRESSION 1); DNA binding
/ transcription activator/
transcription factor
4  AT1G12880 ATNUDI2 (Arabidopsis thaliana Nudix AT3G26690 ATNUDX13 (ARABIDOPSIS
hydrolase homolog 12); hydrolase THALIANA NUDIX
HYDROLASE HOMOLOG 13);
bis(5'-adenosyl)-
pentaphosphatase/ hydrolase
5 AT1G12900 GAPA-2 (GLYCERALDEHYDE 3- AT3G26650 GAPA (GLYCERALDEHYDE
PHOSPHATE DEHYDROGENASE A 3-PHOSPHATE
SUBUNIT 2); NAD or NADH binding / DEHYDROGENASE A
binding / catalytic/ glyceraldehyde-3- SUBUNIT); glyceraldehyde-3-
phosphate dehydrogenase phosphate dehydrogenase/
(phosphorylating)/ glyceraldehyde-3- protein binding
phosphate dehydrogenase
6 AT1G12910 ATAN11 (ANTHOCYANIN11); AT3G26640 LWD2 (LIGHT-REGULATED
nucleotide binding WD 2); nucleotide binding
7 AT1G12920 ERF1-2 (EUKARYOTIC RELEASE AT3G26618 ERF1-3 (eukaryotic release
FACTOR 1-2); translation release factor factor 1-3); translation release
factor
8 AT1G12950 MATE efflux family protein AT3G26590 MATE efflux family protein
9 AT1G12970 leucine-rich repeat family protein AT3G26500 leucine-rich repeat family
protein
10 AT1G12990 glycosyl transferase family 17 protein AT3G26445 glycosyl transferase family 17
protein
11 AT1G13000 unknown protein AT3G26440 unknown protein
12 AT1G13020 eukaryotic translation initiation factor, AT3G26400 EIF4BL; translation initiation
putative (EIF4B5) factor
13 AT1G13050 FUNCTIONS IN: molecular_function AT3G26350 LOCATED IN: chloroplast;

unknown; INVOLVED IN:

EXPRESSED IN: pedicel, root,


http://chibba.agtec.uga.edu/duplication/
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12820
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26810
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12850
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26780
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12860
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26744
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12880
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26690
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12900
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26650
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12910
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26640
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12920
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26618
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12950
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26590
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12970
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26500
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G12990
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26445
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13000
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26440
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13020
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26400
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13050
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26350

14

15

16

17

18

AT1G13060

AT1G13090

AT1G13110

AT1G13130

AT1G13140
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biological_process unknown;
EXPRESSED IN: 14 plant structures;
EXPRESSED DURING: 9 growth stages;
CONTAINS InterPro DOMAIN/s: Harpin-
induced 1 (InterPro:IPR010847); BEST
Arabidopsis thaliana protein

PBE1; endopeptidase/ peptidase/
threonine-type endopeptidase

CYP71B28; electron carrier/ heme binding
/ iron ion binding / monooxygenase/
oxygen binding

CYP71BY7; electron carrier/ heme binding /
iron ion binding / monooxygenase/ oxygen
binding

glycosyl hydrolase family 5 protein /
cellulase family protein

CYP86C3; electron carrier/ heme binding /
iron ion binding / monooxygenase/ oxygen
binding

AT3G26340

AT3G26210

AT3G26150

AT3G26130

AT3G26125

carpel, stamen; EXPRESSED
DURING: 4 anthesis, petal
differentiation and expansion
stage; CONTAINS InterPro
DOMAINY/s: Harpin-induced 1
(InterPro:1IPR010847); BEST
Arabidopsis thaliana protein
match is:

20S proteasome beta subunit E,
putative

CYP71B23; electron carrier/
heme binding / iron ion binding /
monooxygenase/ oxygen binding
CYP71B16; electron carrier/
heme binding / iron ion binding /
monooxygenase/ oxygen binding
glycosyl hydrolase family 5
protein / cellulase family protein
CYP86C2; electron carrier/
heme binding / iron ion binding /
monooxygenase/ oxygen binding

Tabmuna 3. JlonoaHUTEIbHBIE BEPOSTHBIC IIMC-2JIEMEHTHI B IPOMOTOPHOM 001aCTH T€HOB
ICE1 u ICE2, npenckasannsie ¢ momornpio AthaMap u PLACE. IlpeacraBneHsl

BBICOKOHCCPBATUBHLIC JJICMCHTHI M3 T'CHOMAa pPa3HbBIX BHI0B paCTeHHﬁ, COCTOAIIHUE HE

MEHEe YeM U3 6 HYKJICOTHIOB.

I'en(b1) Ha3Banue Koncencycnast T Cemeiic  Dynkuus Hcrounuk
caiiTa 10CJ1e10BATEILHOCTD TBO

ICE1, OSEIROOT AAAGAT - - AxTHBanus 3kcrpeccud  ceM. boboBble

ICE2 NODULE B HHQUIMPOBAHHBIX

KIIyOCHBKOBBIX KIIETKaX

ICEL1, PYRIMIDIN CCTTTT BPBF DOF OtBet Ha ruOOEpeUTHH Oryza sativa,

ICE2 EBOXOSR Hordeum
AMY1A vulgare

ICE2 GARE20SR TAACGTA - - Ortser Ha ruOGEepesIHH Oryza sativa
EP1

ICE2 MYBGAHV TAACAAA - - OtBet Ha ruO6epeMH Hordeum

vulgare

ICE2 PYRIMIDIN CCTTTT - - OtBer Ha ruO6epeHH Hordeum
EBOXOSR vulgare
AMY1A

ICE2 REALPHAL AACCAA - - Perymsiumst putoxpomom  Lemna gibba
GLHCB21

ICE1, REBETALG CGGATA - - Perymsiumst putoxpomom  Lemna gibba

ICE2 LHCB21

ICEl AACACOR AACAAAC - - Okcnpeccus B Oryza sativa
EOSGLUB1 SHIOCTIEPME

ICE1 GTIGMSC  GAAAAA - - OTBeT Ha MaTOreHbl 1 Glycine max
AM4 COJIEBOM cTpece

ICE1 LREBOXIP  AACCTAACCT - - OrtBer Ha cBeT Petroselinum
CCHS1 crispum

ICEl RYREPEAT CATGCA - - Okcnpeccus B ceMeHax Brassica napus

BNNAPA



http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13060
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http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26210
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13110
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26150
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13130
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http://chibba.agtec.uga.edu/duplication/index/details?lc=AT1G13140
http://chibba.agtec.uga.edu/duplication/index/details?lc=AT3G26125

145

[MocnenosatensHocTH reHoB ICEL u ICE2, 3apeructpupoBannsie B GenBank NCBI

KM593299 Arabidopsis thaliana inducer of CBF expression 1 (ICE1) gene, ecotype Cvi-O0,

complete cds.

aattcttgagcatagctttaagatgaaacataaatggaagttaacattgctaataaaaggttgaagttatgtatccaacaacaacaacctcaagtictcaaaagcttaatttaaaaacaactctcattt
gcaattgcattacatgcttagattgaagttatgacataagaaaaaaagttgagaagaaaattgcagatttaaagggacttagttcttctagctctgcttcaacagatgcttaatggactcgaagtca
ggatcagaTCAGATCATACCAGCATACCCTGCTGTATCGAAAAGCACTGCTTTGATTTGATCAGGCAGTATCTCTTGTC
CTTCTTGGCATTGctgatagacaaaagaaaacatgttactactaaaactgttctacaaatccttaacctttcaactgagagtagaagatcacCTCAGCGCGGAAAAC
ATCCAAGGCAAACCCATTAAAACAGCTGATCACAGCTTGCTGAACATCCAATCCAAGATTATCCAAAGCTTTCATG
GTAGCGAGCAACAGACCCGGTCTACGACCACAGAACATATGAATGTTCACTGCTCTTCCTTCCCTTAATCTAACCT
CAACctgtgaaaaagaagcagagtaatctctcaaacatgaatctttgttttcttctttccagtctaagcaaaagttatacagaatatagtccttac TCTAGCTTGCTGGCCTTTA
GGACTTGGTAAAGAAGAGGGACACAACTCTTCCTTGACACGACAAGAAAGAGTTTGCGGTGTAGGTGTCAACGGA
TGGAAGCTTGATGAAGTTGGAGGCAAAGATCCAGGAGGAGTTGACTCAAGTTCATTGTGAAGATCATTGATCCTTT
GTAGAAGTTCCTTCAGATAATCAATTGCATCTCCAAGTATTGATGCTCTATCCATC tgcaaattcatcgaaaatccataaaacactatcac
gagcctcttcctcaaaagagtaaagcaactacatgcaaagtttgacaacaacaaaggcecctacaaagctacaacacaacaattctctataacagcaacaagtaaacaagctcttaaggagata
aaagagacaaagtaagtgtttacTTTGCTGATCTTGGGGACAACTGATCTAAGCATATAAAGCCTATCATTAAGCTTCTTCCTCCT
TCTCCTCTCAGCCATCAGATTCTTAGCAGGCATACCTTTCTTCTTACCCTTTCCTCCTCCTCCAATCTGAACACTCTC
AGCCGCTTTACCGCTCTCATTTATCTCATCAGACTCATAGTTCAACCCAGAAACCTCAATCCCAGTCTCATCCATAT
CTCCATCATCACTAAACCTCCTCATTCCCGAACTCTCCGAATTTCCCATTTTGCTTCCAGAGCTCTGACGCATAGCT
GCACGTTTCTGGAACAGAGTAGGCTGTGCACCAGACGATGCTAACACCTCTAAAGGCTTCAGAACTTTCGCTCTGT
TCCCAACAAAACCACCATTAGCAGGACTACCAAAACCTTCCAACTCCAACGGAGCTGTGAAACCACCACACAACA
TTGTGTTGTTGTTGTTGCTTTCCGGCGCAAGAAGTGACCGAGCAGACAAGAAATCAGGAACAGAACTCAAATCCCT
GTTCCCCAATTGTGTCAAAGAACCAAACCCCATCGAAATAGGAGCATGGATTTGGTTAAGAAAACCAGATTCAGA
GCCAAACTCAAAAGCATTATCAAAAGGGTTTGCAGAAGAAGGAACATTGAGAAGACAACCCTTGTTGTTGTTAGT
TGACAAGAACTGATTTTGCTGAGAAGGGTCAAGACTAAAAGCTTGAGAAGGAGAACAAGAAGAAGAAGAATCAA
TAGAGTGTTGAAGAAGAAGATTATCATTAGGGTTAAAAGGAAAACCGATTCTGTAACATCTGAAGATCTTGTGGA
TGTGGTTGGTTACTACTAAACCAATCACCTTCAAGCATAGGCTTAAACTGAGAAGAACCATCTTCTTGATTCCTTCC
CCATGAACCTTCCTCGGTTCTCTTCCCTTTCTCCACCACCACCGTTTAACCAAACCCCTCCACCATTGTTTCCGTCAA
GACCCATCGCCAAAGTTGACACCTTTACCCCAAAGTCTGAACCTTTAGAGGAAAATTCTGCAAAGTTGAGACCTTT
AACTGAAATTTGGAAGCTTGAAGACAATTCTGCAAAAGTTTGAAAACAAAAGATATATACTTTGAATATTCAGAG
ACTTGGAAAAGTAAAAAAAGAGAAGCATTAAAGTAGAATCACGAGGATTTCATGAATTGAAGAAGCGAAATCTG
AAAAGGAAGATAGAGATAGAGAGAGAGAATGATAGATTCATTTCTCAGAGCTTTCAAAAATTGAAACTTTTTTTTT
GAT

KM210288 Arabidopsis thaliana inducer of CBF expression 2 (ICE2) gene, ecotype Cvi-0,

complete cds.

CAAAAAAAAATGAGAGAGAGGTGGCAAAGATGAAGTGGAGGTGAGAGACGGAAAGCAAAAACAATAGTCACGA
GAATCAACACCAACTCTTAAACCAAGATAGACCAAGAAACCAAACAGAGTAAATAAATGGTGGCCTTGACAACAT
TGAAATCCCCAAAAATCTCAACTTTTTAGGGTTTTCGAGCTCTGAAATCTCTCTATCTTTCTTCTTCAGATTTCTCAC
TTTTCTCTTCTTCATAAGATCCTCGTGATTCCACTTTATAACGTACGCCTCCTTTCAAGAAAAATCTCTCTCTATATT
ATCTACGTTTCTCTCGCCTTGTCTCCTTTTGAGGTTCCATTTCTACTTCTCTCCAAAATTCGAAACTTTTCCCACTCTC
TCTCTCTCTCTACTAGTTTGACATGAACAGCGACGGTGTTTGGCTTGACGGCTCCGGTGAATCTCCGGAGGTTAATA
ACGGTGAAGCTGCGTCTTGGGTCAGAAACCCAGATGAAGACTGGTTCAATAACCCACCACCACCACAACACACTA
ATCAAAACGACTTCAGATTCAATGGTGGGTTTCCTTTAAACCCCTCAGAGAATCTGCTTCTTCTTCTTCAGCAATCG
ATTGATTCTTCTTCTTCTCCGTTATTACATCCTTTCACACTCAACGCTACTTCACAGCAACAACAACAACAGGAACA
GTCTTTCTTAGCTACAAAAGCTTGTATAGTTTCTCTTCTCAACGTCCCAACCATCAATAACAACACTTTCGATGACT
TCGGCTTTGACTCTGGTTTCTTAGGACAACAATTCCATGGAAATCATCAATCTCCGAACTCGATGAATTTCACTGGC
TTAAACCACTCAGTACCGGATTTTCTTCCAGCTCCGGAAAACAGCTCTGGATCATGTGGATTGAGTCCTCTGTTCTC
GAACAGAGCAAAGGTTTTAAAACCGTTACAGGTAATGGCTTCATCTGGCTCGCAGCCAACTCTGTTTCAGAAACGA
GCTGCAATGCGTCAGAGTTCGACTAGCAAAATCAGAGAGTCTGAGAGTTCTTCTGAAATGAGGAAATCGAGCTAC
GAGAGAGAGATTGACGATACTAGTACCGGAATCATCGATATCTCTGGATTGAATTACGAATCTGATGACCATAAT
ACTAATAACAACAAAGGTAAGAAGAAAGGAATGCCTGCAAAGAACCTTATGGCTGAGAGAAGAAGAAGGAAGAA
GCTTAATGATAGGCTTTACATGCTTAGATCAGTTGTTCCCAAGATCAGCAAAGTAACCAAATAGACTCTTTCTTTTT
TCTCTTTGTTCTCCTTAATAACTTCTTGCGTCACTAATTTTGGGTTGAAAATGTAGATGGATAGAGCATCAATACTT
GGAGATGCTATTGATTACCTCAAAGAGCTTTTACAAAGAATCAACGATCTTCATACCGAACTCGAATCTACTCCAC
CGAGTTCTTCAAGCTTGCATCCGTTAACACCGACTCCACAAACGCTGTCTTACCGTGTTAAGGAAGAGTTGTGTCC
ATCTTCCTCCTTGCCAAGCCCTAAAGGCCAGCAACCAAGAGTAAGGATAAGCTCAATTTATTGTCAGTGGACGAAA
CTGGATTCTGTAATTTGCTTAGTGTAAGGCTTCTTTGTTTTGATATAGGTTGAGGTTAGATTAAGAGAAGGAAAGG
CAGTGAACATTCACATGTTCTGTGGACGTAGACCAGGTCTTTTACTTTCCACCATGAGAGCTTTGGATAACTTAGG
ATTGGATGTTCAACAAGCTGTGATTAGCTGTTTCAACGGTTTTGCTTTGGATGTTTTCCGCGCTGAGGTAATATAGT
TGTTAAGATGCTATGCTGATCACTGATTAGTAAAACTAGCAGTCAAAGAATAGTTATTTGAGAGAATGATTTGTAT
ATAAGTAACAACATGTTTTATGTTTCTAATCAGCAATGTCAAGAAGACCATGACGTGTTACCTGAACAAATCAAAG
CAGTGCTTTTAGATACAGCAGGTTACGCTGGTTTGGTTTGATTGCGAAGCAGAAGGAAGCATCTGTGTGGAACAGA
GCTAGATCTAAGTCCTTGTTCTGTTTTAGTCAGCAATTTTCTTACTTAGTTTCATCATTTTTAATCAGTGTATTGAAG
ATGATAACTACTTAATTTTAGCTTCGAAAACATGTGTTTCGAGTACAATAGTTTCAACCTTTGAGCAAAATGCCATT
GTTTCTCAATAATTCTACTTTGCTTTTCA




