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OBIIASA XAPAKTEPUCTUKA PABOTHI (BBEAEHHE)

BaxxHpiM 3TanmoM >KM3HEHHOTO IIMKJIA PACTEHHUN SBISETCS MEpexoa OT
BEr€TATUBHOIO K PENPOJYKTUBHOMY Ppa3BUTHIO, KOTOpBIM 3amyckaerca |
KOHTPOJIMPYETCA DPA3IUYHBIMU DHIOTEHHBIMH W 3K30T€HHBIMH CUTHaJaMu. B
YMEPEHHBIX IIMPOTaxX B XOJI€ IBOJIIOLIMU B PE3YJbTATE JIUTEIBLHOTO BO3EHCTBUS
U3MEHSIOIIMXCSL YCIIOBUM BHEWIHEH cpeabl (OPMHUPOBAIMCH HKOJIOTHUUYECKUE
OCOOCHHOCTH KOHKPETHBIX BHJIOB PAaCTEHUI, U TEM CaMbIM YBEJIHUYHBAIOCH UX
paszHooOpasue. [loBTopstomiasicss cMeHa JIEAHUKOBBIX M MEKJIEIHUKOBBIX 310X
OKazajla CUJIbHOE BIIMSHHE Ha PACTUTENILHOCTh: C HACTYIUIEHUEM JIETHUKOBBIX
ATOX TETUIOMIOOMBEIE BUBI PACTCHHUI OTCTYIAIH K IOTY, B MEXJICAHHUKOBBIC SMIOXHU
OHU BHOBb BO3BpallaJIUCh Ha ceBep. M3MeHsuuch penbedbl TOBEPXHOCTH 3€MJIH,
COCTaB IOYB, TEMIEPATypa, BIAKHOCTH, MPOJOJDKUTEIBHOCTh HA W HOYH U
OCBEILIEHHOCTb. B pe3ynpTaTe OIHU THUIIBI PACTUTEIBHOCTH CMEHSUIMCH JAPYTUMHU.
Kaxxaplil pa3, ¢ "3BMEHEHUEM OKPYKaIOUIEH Cpeibl, PACTEHUs MPUCIOCAOINBAIUCH
K OINpEEICHHON 3KOJOTUYECKOW HHUILIE, BbIpadaThiBas OoNpeeieHHbIe TpeOOBaHUS
K YCJIOBUSAM cyliecTBoBaHuA. [loaToMy B KakqoW M3 NMPUPOIHBIX 30H (TYHIpA,
Talra, CTeNb, MYCTHIHA) 3aKPENUIINChH T€ KU3HEHHBbIE ()OPMBI PACTCHHI, KOTOPHIC
HAWIy4IIuM 00pa3oM MPHUCIOCOOIEHbl K KOHKPETHBIM YCIOBUSM MPOU3pACTaHUS.
B wyacTtHOocTH, B mpouecce 3BOJIOLMH, IOCPEICTBOM  H3MEHUYMBOCTH,
HACJEJICTBEHHOCTH M  aJanTallii, BO3HUKIW pACTEHUs, pa3Iu4Hble 110
NEPUOANYHOCTHU IIBETEHMSI: OJIHOJIETHUE, ABYJECTHIE, MHOTOJIETHIE, MOHOKAPIHKU
- ¥ BPEMEHH 3alBETaHUS: PaHHE- U TIO3HOIBETYIIUE (POPMBI.

Bo3MmoxHOCT,  BO3MENBIBaTH paHHE- MW MO3AHOUBETYIHE  (QOPMBI
KYJbTYPHBIX PAaCTEHUHN pa3BUraeT IPAHMIIBI TOJEBOTO CE30HA, a B PAJE CIy4aes,
o0OecrieynBaeT  KPyIJOTOJUYHOE  MOJYYEHUE  XO3SMCTBEHHOTO  ypoKas.
CrnocoOHOCTh OJHMX PACTCHHWM 3alBeTaTh paHbIle, a JIPYrux - T[03%Ke
peryJmpyercsi CII0’KHbIM TeHeTUYeCcKuM MexaHu3MoM. Ha mpumepe apabunoncuca

(Arabidopsis thaliana (L.) Heynh.) co3mana moapoOHasi Mojeidb TeHETUYECKOMN


http://en.wikipedia.org/wiki/Arabidopsis_thaliana
http://en.wikipedia.org/wiki/Gustav_Heynhold

peryisilnuy TmepexoAa K ILBETEHHI0, KOTOpas XOpOUIO OOBSICHSIET OCOOEHHOCTU
3TOTO MpPOIEcca Yy MHOTUX TPy OAHOJIETHUX PACTECHHIA.

KiroueBsiMm 1reHom »atori monmenu  saBisierca FLOWERING LOCUS T,
IPOAYKT OKCIPECCUM KOTOPOr0 BXOAUT B COCTaB mpeackazaHHoro M.X.
YaitnaxssHoM ¢iopureHa - MOOMJIBHOTO CUTHAJA, HEOOXOJIUMOIO ISl MHAYKIIUH
BereHus (Axcenona u zp., 2006; Corbesier et al., 2007; Tamaki et al., 2007; Turk
et al., 2008). Ha skcmpeccuto FLOWERING LOCUS T BiusitoT pa3iudHbIC
dakTopsl BHEUIHEH M BHYTPEHHEHW cpenbl (MIPOJIOJKUTEIBLHOCTh OCBEUICHUS U
KayecTBO CBETa, TEMIIEpaTypa, TOPMOHAIBHBIA CTaTyC, yIICBOJHOE THTAHUE U
1p.), TOSTOMY TP aHanmu3e reHeThuyeckoil perymsiuu skcrpeccun FLOWERING
LOCUS T Boigenstor HECKOJIBKO MEXAaHU3MOB HMHAYKIMU I[BETCHUS:
(dboTOonEepuoANYECKUl MyTh, MyTh TMOOEpEIUIMHA, aBTOHOMHBIN ITyTh, PEAKLUIO Ha
TEMIIEpaTypy OKPYKAIOIIEH Cpe/ibl, BKIIOUas MMyTh BEpHAIU3AIMH, U Ap. DTH MYTU
B3aMMOJICUCTBYIOT MEXKIy COOOW, M WX OTHOCHUTENIbHBIN BKJIaJ H3MEHSETCS B
Pa3IMYHBIX YKOJOTHYECKUX YCIOBHSX M Y Pa3HBIX KU3HEHHBIX (POPM pacTCHHIA.
Ota momensb (bepube u ap., 1985; Amasino, 2004; Bernier and Perilleux, 2005)
MOCTOSTHHO JTOTIONHSIETCSI M YCTIOKHSETCS 10 Mepe MOSBICHUS HOBOW MH(pOopMamu
O TeHax, KOHTPOJHMPYIOUIUX KIIOUYEBbIE TE€HBl KaXKIOTrO IyTH, BKJIIOYAs TEHBI
SMHUTEHETHYECKOTO KOHTPOJIsi, M 00 yuactu MIRNA B MOJEKYIISIPHOM MEXaHHU3ME
nepexoja k nperenuto (Adrian et al., 2009; Andres and Coupland, 2012; Kim et
al., 2009; Moghaddam and Van den Ende, 2013; Rataj and Simpson, 2014; Song et
al., 2012; Yamaguchi and Abe, 2012).

W3ydyeHne TEHOB, PETyIUPYIONUX MEPeXo]l K IBETEHHIO0, MOXET OBITh
MOJIC3HBIM TIPU CO3JJaHUU HOBBIX WHCTPYMEHTOB IS CEJEKIIUU KYJIbTYPHBIX
pacTeHMii Ha PAHHECIEIOCTh U TPOJOJDKUTEIBHOCTh BETETAIIMOHHOTO TEPUO/IA.
OaHuM #3 BaXXHBIX HANPABJICHUM CEJEKIIMOHHBIX pPAOOT SBISETCS CO3AaHUE
BBICOKOYPOXKaHBIX COPTOB W THOPUAOB, O00ECMEUMBAIONIMX KPYTJIOTOJUYHOE
[IOJIyYEHUE CEIBCKOXO3AMCTBEHHON MPOAYKIUU. JIpyruMu 3KOHOMHUYECKUMHU
XapaKTEPUCTUKAMU TPOAYKTUBHBIX (OPM KYJIBTYpHBIX PACTECHUUN SIBISIOTCA

OJIHOBPEMEHHOE JOCTHKEHHUE XO3SHUCTBEHHOM CIEeJIOCTH U Mopdoioruueckas
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http://community.frontiersin.org/people/Mohammad_RezaBolouri_Moghaddam/54535
http://www.frontiersin.org/Community/WhosWhoActivity.aspx?sname=WimVan_Den_Ende&UID=67563

BBIPAaBHEHHOCTh T0CEBa, HEOOXOMUMBIC IS MEXaHU3AMU HX BO3JEIbIBAHUS.
W3yyeHue TIeHOB, CTOAIIMX 3a STUMU MPU3HAKAMHU, TAK)KE€ HMEET OO0JbIIOoe
MPaKTUYECKOE 3HAYCHUE.

[Ipouiecc mepBUYHOrO OJOMAIIHUBAHMS PACTEHUI U COBPEMEHHAS CEIEKIIUS
UCIOJIB3YIOT MOJUMOP(GU3MBI T€HOB MEPEXo/ia K IIBETEHUIO U PETYIUPYIOIINX HX
I'€HOB, KOTOpbIE, NMPU T'€HETUYECKOM aHAJIM3€ MOMYJISINI, 0OHAPYKUBAIOTCS Kak
QTLS OCHOBHBIX XO3SICTBEHHBIX MpPHU3HAKOB. (OCOOEHHO TUIOJAOTBOPHBIMHU
OKa3aJIMCh HCCIENOBaHUs, B KOTOpBHIX pe3ynbTarbl QTL aHammza BBICOKOTO
pa3penieHusi COBMEUIEHbI ¢ PU3HMUECKUM KapTUPOBAHUEM U KIIOHUPOBAHUEM T'€HOB
nepexoa K [BETEHUIO y KYJbTYPHBIX PACTEHUN U UX JTUKOPACTYLIUX COPOJIUYEH.
CpaBHUTENBHBI HMCTOPUYECKUM, 3KOJIOTMYECKUMI M OSBOJIOLMOHHBIM aHAIU3
IPUPOAHON M UCKYCCTBEHHO CO3/IaHHOM M3MEHYMBOCTH MPU3HAKOB, CBA3aHHBIX CO
BPEMEHEM IIepex0oJa K I[BETEHUIO U CKOPOCHEIOCTBIO, IO3BOJIIET HE TOJBKO
IIPOSICHUTH POJIb ATUX IPU3HAKOB B OJOMAIIHHWBAHWM W aJalTalud KYyJbTYPHBIX
pacTeHuil B Pa3IMYHbIX PKOJOTMYECKUX 30HAX U Pa3sHOOOPA3HBIX arpoleHo3ax, HO
U BBIIBUTH T€HbI, KOTOpPbIE MOTYT OBITh TOYKOW MPUIIOKEHHUS MOJEKYJISIPHOU
CEJICKIMM Ha OCHOBE TPAAUIMOHHBIX METOJOB THOpUAM3ALMM U OTOOpa M C
UCIOJIB30BaHUEM MeTom0B renHoi wumkenepun (Alonso-Blanco et al.,, 2009;
Blackman et al., 2011; Doebley et al., 2006; Ehrenreich et al., 2009; Izawa, 2007;
Olsen and Wendel, 2013).

B kauecTBe MacIM4YHBIX, OBOUIHBIX U TEXHUYECKUX KYJIBTYp PACTEHHS poJa
Brassica L. 3aHnMaroT Ba)KHOE MECTO B CEIIbCKOXO3SHCTBEHHOM MPOU3BOJICTBE, B
TOM 4YHcle B Hamield crpaHe. Pactenms Brassica mpencraBiieHbl SPOBBIMH U
O3UMBIMU OJIHOJIETHUMHU U JIBYJIETHUMH >KU3HEHHBIMU (OpMaMu, MPOUCXOASIIUMU
U3 CyOTpOINMKOB M YMEPEHHBIX MHUPOT. DTU (POPMbI CHWIBHO Pa3IUYaroTCs IO
BpeMeHu 3anBeranus. lllects KymbTypHBIX BHIOB Brassica o0Opa3syror
kiaaccndyeckuit  tpeyrompauk U (Nagaharu, 1935) u3 AWMIUIOWAHBIX BHAOB C
reaomamu A, B u C: Brassica rapa L. (renom A), Brassica nigra (L.) W. D.J.Koch

(rerom B), Brassica oleracea L. (renom C) u amdumnonaos Brassica juncea (L.)
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Czern. (remom AB), Brassica napus L. (remom AC) u Brassica carinata A.Braun
(reaom BC).

JIig KIMMaTUYeCKUX YCJIOBUU HaIllel CTpaHbl OCOOCHHO Ba)KHA PETYISIUS
BPEMCHHM 3allBETaHUs OJHOJICTHUX KYJBTYPHBIX pacTeHui Brassica mox BimssHEEM
JUIMTEIIbHOTO  BO3JCHCTBUA  HUBKUX  TOJIOKHUTENIBbHBIX  TeMmreparyp (IMyTh
BepHAIM3alUK). OTOT MyTh HamOoyiee MOAPOOHO HCCIEOBAaH HAa PACTEHUIX
apabujoricuca, OJU3KOrO pOJCTBCHHHMKAa pacteHuit Brassica. KiroueBbiMu
3JIEMEHTaMU 3TOro MyTH y apaduporncuca seisiorcs reasl FLOWERING LOCUS
C u FRIGIDA (Johanson et al.,, 2000; Shindo et al., 2005); amiensHOE
pasHooOpa3ue U IUICHOTpONHMS ATUX TEHOB BO MHOTOM  ONPENETSIOT
aJIaliTallMOHHBIN  TOTEHIMAl ~ pacTeHWl  apabumomncuca B Pa3IMYHBIX
sxosoruueckux ycnosusx (Lovell et al., 2013; Strange et al., 2011).

V pacrennii Brassica ren FLOWERING LOCUS C uccnenoBaH J0CTaTOYHO
noipo6Ho (cM. Zou et al., 2012); nanpotus, ren FRIGIDA y pactenuii Brassica k
Hayaly Hamed paboThl oOCTaBajCcs MPAKTUYECKH HeuzydeHHbIM. Haime
uccienoanue crpoenns rena FRIGIDA B renomax Brassica ObL10 mpu3BaHO XOTs
Obl OTYAaCTH BOCHOJHUTH 3TOT TMpoOen. 3a BpeMs HaIIero MCCIEeI0BAHUS
MOSIBUJIUCh  TMyOJMKalMKM, TOAPOOHO  OMHCHIBAIONINE  CTPYKTYpHBIE |
¢dbyukmonansHble ocooennocTu reHa FRIGIDA y B. napus (Wang et al., 2011) u
B. oleracea (Irwin et al., 2012). /IleTansHO U3yueHHast SBOJIIOIKS reHOMOB Brassica
(Cheung et al., 2009; Couvreur et al., 2010; Lysak et al., 2005; Schranz et al.,
2006) co3maer OnarompusiTHbIE TMPEANOCHUIKKA JJISI aHaiu3a JUBEPreHIUU
FRIGIDA B cBsizu ¢ 0COOEHHOCTSIMH TIEPEX0/a K IBETCHHUIO y KU3HEHHBIX (hopM
Brassica.

Henawb u 3agaun ucciaegoBanus. [Iposectu in Silico ananm3 romo0roB rena
FRIGIDA A. thaliana cpenn xyabTypHbIX BHmoB Brassica. KionupoBate u
MPOBECTU CpaBHUTENbHBIN aHanu3 crpoeHuss reHa FRIGIDA B renomax u
cyorenomax A, B u C kynbTypHbIX BHI0B Brassica. BeIsIBUTE JOKyC- U TeHOM-
cneuduunsie nonuMopdusmsl reHa FRIGIDA. Co3gate Ha 3TOH  OCHOBE

cneupuynpie  SCAR  mapkepbl, TNpPUTOJHBIE JUIsl  UCIOJIb30BAaHUS B
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UHTPOTPECCUBHON CENEKIUH, JJIsI KapTUPOBaHUS U (HYHKIMOHAIBHOTO aHaIN3a

rera FRIGIDA.

Hayunass HoBu3Ha mucciaenoBaHusi. OOOCHOBaHa NBYXJIOKYCHas MOJEJNb
rena FRIGIDA y pacrenmii poma Brassica. IlomydeHbl HOBBIE TaHHBIE O
CTPYKTYpHBIX ocoOeHHOCTX ABYX JoKycoB FRIGIDA B renomax A, B u C u
nuBeprennmu rena FRIGIDA y pacrennii pona Brassica. Co3nana cucrema SCAR
MapKepoB i1 M3ydeHHs pa3zHooOpazusi AByX JokycoB FRIGIDA B renomax u
cyorenomax Brassica; 3Tm  Mapkepsl MOTYT OBITh HCIIOJIB30BaHBI IS

KapTUpoBaHUs U QyHKIIMOHAIBHOTO aHamm3a reHa FRIGIDA.

IIpakTHyeckass 3HAYMMOCTH PadoTbl. Co31aHBI JIOKYC- U T€HOM-
cnenuuunsie Mapkepbl TeHa FRIGIDA, xoTopbelie MOTyT OKa3aThCs IMOJIE3HBIMU
JUIsl YTOUHEHHs CBsi3u 9Toro reHa ¢ QTL BpemeHnu mepexojia K LBETEHHUIO. DTU
MapKepbl MOTYT TaKXe OBITh HCITONB30BAHBI B WHTPOTPECCHBHOM CEIICKITUU

KyJbTYpHBIX (popm Brassica, B Tom uuciie Ha BpeMs 3al[BETaHUS B CKOPOCIIEIOCTb.
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I'JTABA 1. OB30P JIMTEPATYPBI

1.1. DxoHOMHYECKOe 3HAYeHHEe KYJIbTYPHBIX BHI0B Brassica

Cpenu KyJabTYpHBIX pacTeHHMid poaa Brassica ocoboe MecTo 3aHUMArOT
niectb BUIOB: B. rapa, B. oleracea, B. napus, B. nigra, B. juncea u B. carinata.
Pa3HooOpa3Hbie (OpMBbI ATUX BUAOB BO3CIBIBAIOTCS KaK OBOIIHBIE, KOPMOBBIC,
MacJIMuHble U JekopatuBHbIe KyabTypbl (JKykoBckuit, 1971; Branca and Cartea,
2011).

Bun Brassica rapa L. BkiIOYaeT SKOHOMHYECKM Ba)KHbIC MAaCIMYHbBIC,
OBOIIHBIE W KOPMOBBIC, JIUCTOBBIE W KOPHEIUIOMHBIC KYJIBTYphl W IIIHPOKO
pacnpocTpaHeH Ha 3eMHOM mape. K JHCTOBBIM KyJbTypaM OTHOCSTCS
BCEBO3MOXKHBIC BHIbI KuTaiickoi (B. rapa subsp. chinensis) u nexunckoii (B. rapa
subsp. pekinensis) karmycTbl, Bo3aenbiBacMbIX B Kutae u SlnoHum emie ¢ IpeBHUX
BpeMeH. B BocTouHoit A3um JMCTOBas KamycTa 3aHUMaeT MEepBOE€ MECTO IO
IIOCEBHOM IUIOMIAJAM W CYMTACTCI OCHOBHOM OBOIHOW KYJBTYpPOM. Ona
XapaKTEPHU3yeTCs] BRICOKUM COJICP)KaHHEM KapOTHHA, Pa3HOOOpa3HBIX BUTAMHUHOB
(B1, B2, B6, B9, C, E, K, PP) u ceneHa, KOoTOpble SBISIOTCS aKTHBHBIMHU
NPUPOAHBIMA ~ AHTHOKCHUJAHTAMHW ¥ BAXKHBIMHA JJIEMCHTAMH 3alllUTHBIX U
aJaNTHUBHBIX CHUCTEM JKMBOTO OpraHu3Ma. TypHENC W pemna NpeICcTaBISIOT
KOPHEIUIOJHBIE KYJIbTYphl B. rapa, kotopsie ynotpeOisitoTcs B MUILY U Ha KOPM
ckoty. Hanbompimue rurtonaam Bo3eNbpIBaHUs TypHEICAa HaxoAsaTcs B ['epmanum,
Hanun, BemukoOpuranmu, CIHIA, Kanane, ABcTtpamuu. Pema ouenp Oorara
BUTAMHHAMH W MHUHEpAJIBbHBIMU cojisiMud. B Poccum pemy m3maBHa ceroT mo Bcei
CTpaHe.

Bun B. oleracea L. mpeacraBiieH TakuMu pa3HoOOpa3HbIMU (popMaMu, Kak
kopmoBas kamycta kaine (kale), kamycrta kouaHHas (cabbage), kamycrta IBEeTHas
(cauliflower), ©poxkomu (broccoli), Optoccennckas kamycta (Brussel sprouts),
koiabpabu  (kohlrabi). DTtm pactenus OoraTel BaXHBIMH TMHUTATEILHBIMU
BEIIIECTBAMH, KOTOPBIC COXPAHSIIOTCS B JINCTHSIX MPH JUTUTCIILHOM XPaHCHHH, YTO

OCOOCHHO BaXHO Ui CTpaH C MpOAODKUTENbHOW 3umoin. Kamycrta koudaHHas,
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OCHOBHOE OBOII[HOE pAacT€HHWEe BO BCEX CTpaHaX YMEPEHHBIX MIUPOT,
KyJapTUBUpYeTCs B Poccun u 3annmaet npumepHo 30% mIioiaan, OTBEICHHOM Mo
OBOIIIHBIE KYJIBTYpHI. L[BeTHas kamycTa MKUPOKO BO3AENbIBAETCSA BO Bcel EBpore, B
Cesepnoii u FOxnoit Amepuke, B Kutae u Anonuun. Ilo macmrabam KynbTypsl
3aHMMaeT BTOPOE MECTO Tociie OeNOKOYaHHOW KamycThl. Ilnomaas moa »TUM
BunoM B CHI' cocraBmser okono 0,8—1 % moceBoB kamyctel. B 'epmanun Ha
JIOJII0 LIBETHOM KamycThl mpuxoautcs 10 % mimomanau, 3aHUMaeMoi OBOIIHBIMU
pacTeHusIMU. bBpIOCCENbCKYI0 KamyCcTy IIHPOKO KYyJIbTUBUPYIOT B CTpaHax
3anmagnou EBponsl, CIIIA u Kanane, B Poccuu ee BO31€nbIBalOT B OTPAHUYEHHOM
KOJIMYECTBE, B OCHOBHOM B LICHTPAJIBHBIX palioHaxX EBpPONENCKONW 4acTH CTPAHBI.
Kamycra kane ynoTpeOssitoTcsi B MUIIY, a TAK)KE B Ka4eCTBE KOPMOBOM KYJIbTYpPbI
U B J€KOpaTUBHBIX Liesax. Kobpalu siBisieTCS IIEHHBIM TUETUUECKUM MPOTYKTOM,
ee MSKOTb Oorara TriIrOKO30i, (PpYyKTO30HM, COCIMHEHUSIMH CEpPbI, COJISIMU KaJHs,
sutamuHamu B1, B2, C u PP. Ona nonynspaa Bo MHOTMX cTtpaHax EBporsbl, B
Amepuke u Kanane. B Poccuu, Onaromapsi ee XOJOAOCTOMKOCTH, KOJIbpaOu
BbIpanuBaroT Ha Caxanune u Kamuatke.

Pactenus panca (B. napus) ucnons3yroTcs ISl MOJYyYECHHUS MHUIIEBOTO
pacTUTENbHOrO Maciia (MacilW4HbI parc) U B KayecTBE KOPMOBOW KYJIBTYpbI
(OprokBa). PamcoBoe mMaciio UCMONIBb3YIOT, Kak M JAPyrue Macia, B MPUTOTOBICHUH
OJitof, JUIsl TPUTOTOBJICHUSI MaprapyMHa, B METaJUTypruueckoil, MbIJIOBApEHHOM,
KOKE€BEHHOM M TEKCTWJIBHOW MPOMBIINIJIEHHOCTH. ParicoBbIi MIPOT UCHOIB3YETCS B
JKUBOTHOBOJICTBE KaK TMHINEBas OCHOBA IS pPa3IM4YHBIX KOMOMKOPMOB U
MPEMUKCOB. B CBSI3M ¢ POCTOM II€H Ha HMCKOMAeMOE€ TOIUIMBO BO3HMKJIA HOBAas
BaKHasg O0OJAacTh WCIHOJB30BaHUS MACIMYHOTO parca Uil [POW3BOJICTBA
OMONM3ETBLHOTO  TOIJIMBA, HEHUCTOIIAEMOTO HCTOYHUKA DHEPrUM  B3aMeH
MCKOIIAeMbIX YHEPropecypcoB. Macio u3 CEMsH UCIOJB3YIOT B KaueCTBE JOOABKU
B TPAJUIIMOHHOE JU3EIHLHOE TOTUIMBO B MPOMBINIIEHHBIX MacmTadax (Jeong and
Park, 2006). Panc BosnensiBatoT B Kanane, Muauu, Kutae, u npyrux crpanax.
OcHoBHbIE pailloHbl BO3AeNbIBaHUsI o3uMoro parca B CHI' — necocrenHasi 30Ha

YKpauHbl, IpOBOr0 parca — CEBEpHasl YacThb JIECOCTEIIHOM 30HBI YKpauHbl. Jljis
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KOPMOBBIX LE€JEH O3MMBIA paliC MOYKHO BBIPAIIMBATH MOYTH BO BCEX panlOHAX
CTEIH, JIECOCTENH U JecoyroBoit 30HbI Poccuu u ctpan CHI'. B Poccuu, B cBs3u ¢
MOTOJIHBIMU YCJIOBHSIMH, B OCHOBHOM BO3ZEJBIBAETCS SIPOBOM paric. O3UMBbIii parc
pacnpocTpaHéH Ha tore, B CtaBponoiasckoM u KpacHogapckoMm kpae.

Bunsr Brassica, comepikariue reHoM B, nipeacTaBiIeHbI TpeMs TOpYUIIAMU —
CapernTCKOi, YepHO M WHAMICKOW (cooTBeTcTBeHHO, B. juncea, B. nigra u B.
carinata). Bce Tpu Bua TOpUYUI] BBIPAIIUBAIOTCS JIJIS TIOJTYYCHUST Maciia, CIISIHA 1
caJlaTHBIX JIMCTheB. ['opumiia capentckas (B. juncea) smBisercs omHON U3
BAKHEUIIUX MACIUYHBIX KyJbTyp. OHa sIBIIIE€TCS XOpOUIMM MEAOHOCOM. Macio
TOpYUIBl  WCIOJB3YIOT B  KYJMHApUH, XJEOONEKapHOH, KOHAMTEPCKOW,
KOHCEPBHOM, MBUIOBAPEHHOM, TEKCTHIILHOM, (papMarieBTUYECKON U nmaphromMepHOn
INPOMBIIUIEHHOCTH, a TaKXe Kak TexHudyeckoe. OOe3KMpPEHHBIN >XMBIX CEMSH
WCIIOJIB3YIOT JIJIsi IPUTOTOBIICHHS CTOJIOBOM TOPYMIIBI, & TOPOIIOK U3 Pa3MOJIOTHIX
CEMsH TOpYHMIIbl MIPUMEHSAIOT Kak OpumnpaBy U apomartusatop. B Kurae nuctes
ATOW TOpYHUIBI B CHIPOM BHUAE YNOTpeOsAtoT B mnuily. KynbTUBUpyeTCS OHa B
WNunuu, Kurae, Uunokurae, Manoi Asuu, CeBepHoit Adpuke, B ctpanax EBporibl.
B Poccun ropumna, mo Oonbplied 4YacTH, KyJIbTUBUpYETCs B Bonrorpaiackom,
CapatoBckoi, PocToBckoit o0macTsix, CTaBpornoiabckoM kpae u 3anaanoi Cubupu.
Macno yepHoii ropuuiis! (B. nigra) uaét /i NUIIEBbIX U TEXHHUYSCKUX IeNIeH, a
00€3KMpPEHHbIE CEMEHA UCIOJIb3YIOT Ha U3rOTOBJIEHUE JYUYIIUX COPTOB CTOJIOBOM
ropyullbl U B MEAMIMHE JJIsi MPOU3BOJICTBA TOpYMYHMKOB. Kak macnuyHas
KyJIbTypa MHaukcKas ropuuia (B. carinata) snauntensHo npeBocxoaut parnc (B.
Napus) B COCOOHOCTH aJanTHPOBATHCA M JaBaTh OOJBIIME YpPOKaW MPHU TAKUX
HEOJIArOMpPUSITHBIX YCIOBUAX OKPYXKAIOIMICH CpPefbl, KAaK BHICOKUE TEMIIEPATyphl U
3acyxa. bonpmuHCTBO copToB B. carinata uMeroT HU3KyI MUTATEIbHYIO IICHHOCTD
M3-32 BBICOKOTO COJEp>KaHUsl TIIIOKO3MHOJIATOB (CHHUTPHUH) U APYKOBON KHUCIOTHI
(Getinet et al., 1996). bnaromaps npucnocodaenrocTr B. carinata k 3acyIunBsiM
ycioBusiM kiaumaTta Cpeanu3eMHOMOpbsl MOJy4yaeMoe M3 Hee Macjio CTaHOBUTCA
BBITOJTHOW albTEPHATHBOM PAriCOBOMY Maciy JJIS MPOW3BOACTBA OMOAM3EIHLHOTO
ToIIMBa B cTpaHax d3toro perumona (Cardone et al., 2003). Buast Brassica,
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cojiepkailiie reHoM B, HCHosib3yl0T B Ka4eCTBE JIOHOpA T'€HOB YCTOMYMBOCTH K
YEpHOIl HOXKE TMPU CO3JIaHUM HOBBIX COPTOB parca ¢ JO0JTOBPEMEHHOU

YCTOMUYMBOCTHIO K 3TOU Oosie3nu (Chévre et al., 2008).
1.2. CucreMaTHKa KyJbTYpHBIX (popm Brassica

1.2.1. Buasl Brassica, cocraBasitommue TpeyroJbHuk U

Brassica, ommn w3 51 poma TpuObl Brassiceae, npuHamIeKaAIMX K
cemeiicTBy Brassicaceae (KamyCTHBIX/KPECTOIBETHBIX), SBISCTCS OJHHUM M3
HanOoJiee HKOHOMHYECKH BAXXHBIX POJOB JTOW TpHOBL. KynbTypHBIE BUABI
Brassica L. BKIItOYarOT SIpOBBIC U O3MMbIC OJHOJICTHHE U JBYJCTHHUEC KHU3HCHHBIC
(GhOpMBI, TPOUCXOIAIINEC U3 CYyOTPOITMKOB M YMEPECHHBIX IIUPOT M MPE/ICTABICHHBIC
JTUILTOMIHBIMHU U TETPAIUIOMAHBIMHE Buaamu ¢ renomamu A, B u C: Brassica rapa
L. (remom A), Brassica nigra (L.) W. D.J.Koch (renom B), Brassica oleracea L.
(remom C), Brassica juncea (L.) Czern. (remom AB), B. napus L. (reuom AC) u
Brassica carinata A.Braun (remom BC). lluroreHeTnueckue B3aUMOOTHOIICHUS
MEXIy pa3IudHbIMH BHaamMu Brassica mnpencTtaBieHbl TpeyrojabHUKoM U
(Nagaharu, 1935). Dtor TpeyrombHuk (puc. 1A) BKIIOYAET IIECTh HamOoJee
pacrpocTpaHeHHBIX KYJIbTYPHBIX BHIOB Brassica: tpu murutownma (B. rapa, B.
oleracea u B. nigra) u tpu amorerparutonna (B. napus, B. juncea u B. carinata).
AmoTeTparuioniHbie  BUABI  MPOU3ONUIM B pe3yibTaTe  THOpUIU3alUU
JTUIUIONIHBIX BUIOB Brassica. B mporiecce oaoMaiiHMBaHUS KakKI0ro BHA
JTMBEPreHTHBINA 0TOOp oborarai pazHooopasue coptoB u KyiabTyp (Rakow, 2004).

Brassica nigra (L.) Koch (n = 8), uepnas ropuuna. Pacrenust B. nigra e
HY)KJIAIOTCS B BEpHAJIW3AlMK JUISI WHIYKIWA I[BETEHWsA. Bua BO3HUK B
CpenuzeMHOMOpBE, U MpeIcTaBuTean Tukux (Gopm B. nigra pacmpocrpaHeHs! 1o
Bceir CemepHoit Adpuke, a Takxke HaigeHol B Oduonuu u Oputpee. Kax
CCIbCKOXO3SIMCTBEHHAsT KyJbTypa 4depHas TopdYMIla BoO3JeibIBaniach Ha Pojmoce,

Kpure, Cuttunuu, Typriuu u Dduonumn.
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A Brassica nigra
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Puc. 1. Buasr Brassica, cocrapmstonue TpeyroibHuk U. (A) Tpeyromsauk U (Nagaharu, 1935). Jdumtonanbie Buas! B.
rapa (2n=20, rerom AA), B. nigra (2n=16, rerom BB) u B. oleracea (2n=18, renom CC) u TeTparionHpie ajIOMOJUILIONIbI
B. napus (2n=38, B. rapa x B. oleracea, rerom AACC), B. juncea (2n=36, B. rapa x B. nigra, retom AABB) u B. carinata
(2n=34, B. nigra x B. oleracea, renom BBCC). n — uucmo xpomocom oxHoro ramiougHoro reaoma. (Bb) I'eorpaduueckoe
pacrpocTpaHeHHe U BO3MOXKHBIC apeasibl IpoucXokaeHus BuaoB Brassica (Dixon, 2007, ¢ u3zm.).
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B HaACTOAIICC BPCMA BO3ACIILIBACTCA B HEOOJIBIINX KOJIMYECTBAX B AHFJII/II/I,
®panuuu, Utanuu, Pymbiauu, Uaauu, Typiuu u Kurae.

Brassica oleracea L. (n = 9). lukue Buabl ObUIM HaWICHBI HA HEOOIBIINX
W30JMPOBAHHBIX TEPPUTOPHSIX U CHOPMHUPOBATIU OYEHb pa3Hbie (eHOTHUrnbl. B.
oleracea Oblia HaiieHa Ha moOepexbe ceBepHOU Mcnmanuu, 3amagHor paHiyy U
I0)KHOH | foro-3anaanoit Aurimuu. Kynerypaeie hopMmer B. oleracea npencraBieHs
CEMbBIO0  TpYIIaMH, KOTOPBIE NPOM3OLUIM  OT HUCXOJHOTO  (eHoTUNa
3aIaJHOeBPOIICHCKON quKoi B. oleracea moxa jmelicTBUEM MyTalWid, aanTanuiid 1
ucKyccTBeHHOTOo otOopa: B. oleracea Acephala Group - kamycrta kopmoBas Kane
(Kale u collard greens) (var. acephala); B. oleracea Capitata Group - koyanHas
karmycra (Cabbage) (var. capitata, var. sabauda, var. bullata), B. oleracea
Gongylodes Group - xonepabu (Kohlrabi) (var. gongylodes); B. oleracea Botrytis
Group - uBernas kamycta (Cauliflower Romanesco, broccoli u broccoflower) (var.
botrytis); B. oleracea Gemmifera Group - Oproccenbckas kamycta (Brussel sprout)
(var. gemmifera); B. oleracea Alboglabra Group - 6pokkomnu (Chinese broccoli) (B.
alboglabra); B. oleracea Italica Group — 6pokkomnu (Broccoli) (var. italica).

Brassica rapa L. (cunonum B. campestris L., n = 10) npexacrasieHa
pa3HooOpa3HbIMU (pOpMaMH, KOTOPHIE MOXKHO PAa3JCNUTh HA TPU TPYIIIHL:
MAaCJIMYHBIC, JIMCTOBLIC U KOPHCIIJIOAHBIC. B. rapa IMpon301jia OT JUKOI'0 BUAA B.
rapa ssp. sylvestris, kotopsiii BCTpedaeTcsi B TOPHOH MECTHOCTH HEIAIEKO OT
Cpemuzemuoro wmops. OTcCroia OHa pacnpocTpaHuiach IO Bced EBpomne
Cuuraercs, uro B. rapa BBesena B Kuraii uepes 3anagnyo A3uto u MOHTOJIHIO B
KA4eCTBE CEIbCKOXO3AMCTBEHHOW KyIbTypbl. B flmoHuIo, BEpoOATHO, 3TOT BHUI
nonan u3 Kuras u Cubupu. U3BectHo, uto B. rapa kynbTHBHpOBaach B KaUY€CTBE
MaciIu4YHOW KyJabTypbl B WHauu, HO nukue GOpPMBI 3TOTO BHJA TaM He
06H3py>I(eHBI. Macauunbie KYJbTYPBI 3TOIrO BHAA TaKXKC, BO3IACJILIBAKOTCS B
[IBenuu, @unnsuaun u Kanage. 3BecTHB ceMb OBOIIHBIX KyJIbTYyp B. rapa: var.
campestris, var. pekinensis, var. chinensis, var. parachinensis, var. narinosa, var.
japonica u var. rapa. Kanycra nekunckas (var. pekinensis) Bosaukia B CeBepHOM
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Kurtae u moxoxa Ha Maciu4Hyr KyibTypy B. rapa, mpouspacratouryro B Kurae.
Ona mnpucnocoOJiecHa K HECKOJIbKO Oosiee mnpoxisiagHoMy knuMmary. Kamycra
KkuTaiickas (var. chinensis) siBisieTcsi JMCTOBOM KyJIBTYpOW M OTJIMYAETCA  OT
maciuuHoro tuma B. rapa B Kurae; var. parachinensis - mpousBoanas ot Var.
Chinensis. B. rapa var. narinosa ycroiiunBa K XOJIOJy W TNPEABABISCT TC XK
TpeOOBaHHUS K yCIOBHSAM pocTa, 4To U Var. chinensis. B. rapa var. japonica - 3to
BU/JI JINCTOBOW KaIlyCThl, pouspactaromiet B Anonuu. B. rapa var. rapa (pena)
KyJIbTUBUPYETCS BO BCEM MHUPE KaK KOPHEIJIOIHBIN OBOIIl U B Ka4€CTBE KOpMa JIJIst
KUBOTHBIX.

Brassica carinata A. Braun (n = 17) - 3To aMQWIUIOMIHBIA BU,
BO3HUKIINN B pe3yjbTaTe MEXKBHIOBOH rubOpumusamuu B. nigra (n = 8) u B.
oleracea (n = 9). Her HHMKakuX CBEICHHH O CYIICCTBOBAaHHM IUKUX BHUIOB B.
carinata. DTOT BUJ BO3HHUK B BBICOKOTOPBSIX D(UONHH, TJ€ MO MPEUMYIIECTBY
BO3JICTIBIBACTCS B KAYECTBE MACIMYHOM M OBOIIMHOM KyJbTypbl. Kak MacnmuyHas
KyneTypa B. carinata 3maumrtensHO mpeBocxoauT B. napus mo cmocoOHOCTH
aIanTHPOBATHCA K HEOJIArONMpUSITHHIM YCIOBHSAM OKPYIKAIOIIECH Cpelbl U J1aBaTh
OOJBIIME YPOKau B 3aCYLIIMBOM KJIUMAaTE.

Brassica juncea (L.) Czern & Coss (n = 18) - amdumionaHbii B,
NPOM3OIICAIINIA B pe3yIbTaTe MEKBHI0BON rubpuansanuu B. nigra (n = 9) u B.
rapa (n = 10). luxue popmser B. juncea Obutn HaiizeHsl Ha bimxkHem BocToke u B
10’)kHOM yacth Mpana. DToT BUI BblpamuBaeTcss B IHANMM B KauecTBE MACIMYHON
KyJIbTYphI (KOPUYHEBAs, UM MHAWKCKas ropuniia). B Kurtae B mumry ucnoib3yroT
aucthsts W kopuertoAwl (B. juncea var. napiformis). Opnako Kwuraii He
paccMaTpHUBaETCs, Kak MECTO MPOUCXOXKIEHUS ITOTO BU/A, TaK KaK JuKue BUABI B.
nigra u B. rapa B 3Toii cTpaHe He ObLIIM OOHAPYKEHHBI.

Brassica napus L. (n = 19 mpencraBnser coOoii aM(pUILIOMIHBIA BHI,
BO3HHKIIINN B pe3ysbTaTe MEKBHI0BON rubOpuausanuu B. oleracea (n = 9) u B.
rapa (n = 10). Jlukue dopmer B. napus naiinensr B IlIBenuu, Hunepmangax u
BenukoOputanuu. Cuutaercs, 4yto BuA B. Nnapus mnosBuics Ha MOOEpEkbE
CeBepHoit EBpomnbl, e mpouspacTaid AUKOpacTyiiue Buiwnl B. oleracea un B.
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rapa. [Ipyrue uccienoBarenu cCUuTaroT, 4To B. napus Bo3uuk B Cpeau3eMHOMOPHE
unu Ha 3anane EBpomnbl. Brnomne BepositHo, uto dopmbel B. napus mormnu
o0pa30oBaTbCsl HE3aBUCUMO B pa3HBIX MeECTaX B pe3yibTaTe CKpPEIIUBAHUS
paznuuHblx (GopMm B. oleracea, m B. rapa. CymecTBylOT O3UMBIE U SIPOBBIC

MacJIu4HbIe KyIbTYphl B. NAPUS, KoTOpbIe BRIpAIIMBAIOT BO MHOTHX CTpaHaX MHUpA.

1.2.2. T'enomsbl Brassica A, Bu C

Boigatoiuecs ycnexu B 00J1aCTH TeHOMHUKH U MOJIEKYJISIPHOM ITUTOTEHETUKH
MO3BOJIMUIA  COCTaBUTHh JOCTATOYHO OIPEACICHHYI0 KapTUHY MPOUCXOKICHUS
BunoB Brassica (cm. Navabi et al. , 2013; Schranz et al., 2006; Schranz et al.,
2007). dumnouansie Buasl B. rapa, B. nigra u B. oleracea, mo Bceit Bumumocty,
IPOU30ILIM OT OOIIEero TI'eKCAIUIOWAHOrO Tnpenka Brassicaceae (2n=6x=24),
KOTOpPBI B XOJI€ SBOJIOLNMU HECKOJIBKO pa3 MOJBEpPrcs MOJUIUIONAN3ALUU U
TpaHcIoKauu xpomocoM (puc. 2). Jlunuu Brassica u Arabidopsis pasomuinchk B
uHTepBaiie Mexay 14,5 u 20 muumonamu et Hazaz (Cheng et al., 2013; Cheung
et al., 2009; Couvreur et al., 2010; Lysak et al. 2005). Cunraercs, uro nunus B
nuBeprupoBaia okono 7.9 - 14.6 mwummonoB ner Hazan (Lysak et al. 2005).
OHaKo HEJAaBHUM CPaBHUTCIBHBIN aHAIM3 TpeX TeHoB Brassica mo3sosmi Ooliee
TOYHO OINPEIEIUTh BpeMs AUBEPre€HUMU 3TUX ABYX JIMHHM, okoyio 6.2(+ 2.19)
MUWILTHOHOB JieT Hazaxa (Navabi et al., 2013). Paznenenue renoma A u renoma C
MPEANOJIOKUTEIHLHO MPOU30ILII0 okosio 3,7 muumoHoB yet Hazaa (Lysak et al.
2005).

Teopuss TPOUCXOXKACHUWE COBPEMEHHBIX BHJIOB Brassica ot oOmiero
TeKCaIlJIONTHOTO npenka MO I/ISP>KUBACTCS [IUTOTEHETUYECKUMHU u
MOJIEKYJISIpHBIMU HcclienoBanusiMu Robbelen (1960) u Truco (1996). Ilokazano
HaJM4yue WeCcTU OCHOBHBIX TUIOB XpomocoM (ABCDEF) y numnougHbIX BUIOB
Brassica u mpoMCXOKIACHHE HMX OT IIEeCTH MPeaKkoBbIX xpomocom (W1-W6),
KOTOPBIE IMOABEPTaINCh HECKOIBKUM AYTUIUKAIMSIM M TIEPECTPOKkaM B TIpolieccax

BH1000pa3oBanus (puc. 3).
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IIaneo-npegok
x=4

IToaHaa dyniukayua 2eHoma
(24-40 MaH. 18 HaA3ad)

Oomuii npegok Crucifer
x=8

MHuozue oryest
MPURTUYUPOSIHb]

Junnououzayus, YMeHblUeHue Yucia
xpovocor (24 WiH. 1em Hazad)

Oomnii npegok Brassicaceae

X = 6 ABCDEF
Cenexmuenas OyniuKayua
7,9-14,6Ma4. nem y ’
xpovocoM, JURTOUSUIAYLA,
Hazad
pagde,leuue Hd TUHUU
”']HH_HH JInnnsn
Brassica B Brassica A/IC
Sinapis arvensis *L
n=9 B. oleracea
l n=9, C
ABBCCDEEF

ITomepa 01Ol xpoMocoMbl Jvniuxayua 00Hotl XpoMocomb

B. nigra \L
n=8, B B. rapa
ABCDDEFF n=10, A
T AABCDDEFFF
s /!
P / Amnononuniououzayua
s S
K TT~a
B. carinata B. juncea
n=17, BBCC n=19, AACC n=18, AABB

Puc. 2. Ilpenmosaraemasi Mojelb MPOMCXOXKIACHUS BHI0B Brassica. X — umcio
XpPOMOCOM, N — YHCIO XPOMOCOM OJHOIO TarjIOWJHOro reHoma Buaa Brassica,
ABCDEF - mectp OCHOBHBIX THUIOB XpoMOcoM. CIUIONIHOM W MyHKTUPHOU
JMHUSMHU TIOKa3aHbl, COOTBETCTBEHHO, )KCHCKAsA M MYKCKasi POJIUTEILCKUE (HOPMBI

(Prakash et al., 2009, ¢ u3m.).
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Kaxxnpiii qurutoniHbIi B Brassica coiep kUt Bce MIeCTh TUIIOB XPOMOCOM,
HO HEKOTOPbIE XPOMOCOMBI TYIUTUIMPOBAHBI WM TPUILTUIIUPOBAHBI, YTO TTPUBEIIO
K pa3InYHOMY KOJIMYECTBY XPOMOCOM B T€HOMax JUILIOMAHBIX Brassica. Tak, y B.
rapa mpousonuia ayriaukanus xpomocoM A u D m Tpumiukamus xpomocomsl F
(n=10 AABCDDEFFF), y B. oleracea aymmumupoBanuchk xpomocoMsl B, C u E
(n=9, ABBCCDEEF), y B. nigra 6su1u aymiuippoBansl xpomocombl D u F (n=8,
ABCDDEFF). C yyeToMm 3THX pa3nuduii, TeHOMBI BUa0B B. rapa, B. nigra u B.
oleracea o6o3nauaroT coorBercTBeHHO Kak A, B u C. I'enomel A u C gBisroTcs
OJIM3KOPOJACTBEHHBIMH, TOTJa KaK reHOM B B OoJiblliel CTENEeHU OTIMYAETCs OT

reaomoB A u C (Prakash et al., 2009).

Puc. 3 Ilpenmonaraemas MOZAENb HBOJIOLUU XPOMOCOM COBPEMEHHBIX
remomoB A, B u C Brassica. W1-W6 — ocHOBHBIE THITBI PEIKOBBIX XpOMOCOM; BX
u CX — mpOMEKyTOUHBIE XPOMOCOMBI, JIaBIIME HAYajJ0 HEKOTOPHIM XPOMOCOMaM
coBpeMeHHbIX TeHoMOB B u A Brassica; C1 — C9 - xpomocomsl reHoma C, naBive
Hayajgo oOpazoBanuto xpomocoM remoma A; Al - A10 — xpomocoMsl reHoMa A,
Bl -B8 - xpomocombl renoma B. IlynkTtupHoil nuHHMel 0003HaUYEHBI
npeanoaaraemeie romojoru (Truco et al., 1996).

B nomonHeHue K IMTOT€HETUYECKUM HCCIEAOBAHUSIM, MPEAIOI0KECHUE O
poJiM  TPUILUIMKALIMM B TNPOMCXOXKJICHUU TUIUIOMAHBIX TeHOMOB Brassica

IMOATBCPIKAACTCA HCCJICA0OBaHUIMN 1o CpPaBHUTCIILHOMY KapTHUpOBaHHUIO
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TOMOJIOTHYHBIX pernoHoB xpomocom A. thaliana B kymbrypHBIX Buaax Brassica,
MOKa3aHa BBICOKAS KOJUIMHEAPHOCTh OPTOJOTUYHBIX OOJACTel STUX TE€HOMOB
Navabi et al., 2013; Panjabi et al., 2008; Parkin et al., 2002; Parkin et al., 2005;
Schranz et al., 2006; Schranz et al., 2007). CpaBHHUTEIbHBINM aHATU3 CETMCHTHOMN
OpraHu3alii TCHOMOB TMOJATBEPIMJ pa3indhe Mexay reHoMoMm B. nigra u
onmuskopoacTBeHHbIMU TeHOMaMu Rapa/Oleracea. BakubiM oTiimunem renoma B
or reHomMoB JuHHUM A/C SBISCTCS HaIWYWE OJHOW KPYITHOH XPOMOCOMHOM
NIEPECTPONKH, KOTOpas MOTJIa CJellaTh HEBO3MOXXKHOH PEKOMOWHAITUIO MEXIY
reHoMamu 3Tux Jinaui (Navabi et al., 2013).

B xoje aBosonMy AUILIOWIHBIC BHIBI Brassica pa3BHBaMCh HE3aBUCHUMO,
MO3TOMY B WX T€HOMax [MPOUCXOJWIN pa3jIUYHble KAa4eCTBEHHBbIE U
KOJMYECCTBECHHBIC W3MCHCHHS, MPHUBOAAIINC K HAKOIUICHHI0O W COYCTAHUIO
MPEANOYTUTENBHBIX aJlJIeJIel TEeHOB, O0ECIEUYMBAIONIMX BBDKUBAHUE B XOJI€
€CTECTBEHHOTO 0TOOpa W (PopMUpOBaHHE XO3SHUCTBEHHO IIEHHBIX MPU3HAKOB B

X0J1€ UCKYCCTBEHHOT'0 0TOOpA.

1.3. [LIBeTeHMe pacTeHHUil KaKk IKOHOMHUYECKasi NpodaemMa

CaBUr CPOKOB LIBETCHUS SIBIISIETCA BaXKHOM 3a/1a4€il CEJEKIMU PACTCHUH C
IIEJBI0 TOJYYeHUSI HOBBIX COPTOB, KOTOPBIE JIYYIIIE MPUCIIOCOOICHBI K MECTHBIM
YCIOBUSIM BO3JEJIBIBAHUS M H3MEHSIONIMMCS YCIIOBHUSIM OKPYXAIOUIEH Cpelbl,
BKJIIOYas T1o0ajabHOE TOTEeIIcHHEe. BpeMs 3aiiBeTaHust BIUSCT U HA YPOKAHHOCTh
CEJIbCKOXO3SMCTBEHHBIX KYIbTYp. [ 36pHOBBIX KYJIbTYp, MEPEXO] K LBETCHUIO
ABJISICTCS KIIFOUEBBIM JTariOM Pa3BUTHUSA, KOTOPBIM ONPEACISIET KOJUYECTBO U
Ka4ueCTBO MOJIy4a€MbIX CEMSIH. Y TaKUX OBOIIHBIX KYJIbTYp, KaK KaIlycTa, caxapHas
CBEKJIa WJIM KOPMOBBIE TPaBbl, paHHUU MEPEXO0J K IIBETCHUIO MPUBOJIUT K MOTEPE
ypoxas.

KitoueBble perynsiTopsl mepexojla K [BETEHHIO M HUX aJUIelIbHOE
paszHooOpasue XOpOoIlIO M3Y4YEHBbI Y MOJEIbHBIX BUIOB PACTEHUM, a B MOCIEIHUE
rojibl OOJBINIOE YHCIO0 TOMOJIOTHYHBIX TE€HOB I[BETCHUS OOHApPY)KEHO U ¥
KYJbTYpPHBIX BUI0B. MIeHTU(UIIMPOBAHHBIE TOCIIEAOBATEILHOCTH PETYJISITOPOB

OBCTCHUA MOT'YT HMCIIOJBb30BATLCA CCIICKIMOHCPAMU B KAa4YCCTBC (I)YHKHI/IOHaJIBHLIX
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MapkepoB  Juisi  OTOOpa  MPEANOYTUTEIBHBIX  TE€HOTHIIOB  WJIA  JUIS
IIEJICHATIPABIICHHOTO  yMPABJIICHHWsS]  NPU3HAKAMW  I[BETCHHUSI  IMOCPEICTBOM
TeHeTHYeCKuX Moaudukanuid. Hanpumep, nns yBenudeHHs: OMOMAcChl ypoKas
JMCTOBOM KuTaiickoi kamycTsl (B. rapa ssp. pekinensis) Salehi u coaBTopsr (Salehi
et al., 2005) npe/UIOKUIM YBEIMYUTh BETETAIIMOHHBIN TEPHOJ] TOH KYyJIbTYPHI.
Hus  osroro T1BeTeHWE OBUIO 3aJep)kKaHo, TJaBHBIM 00pa3oM, 3a CYeT

ceepxakcnpeccun reHa FLOVERING LOCUS C, ocHoBHOTO penpeccopa 1BETEHUs

(Jung and Miller, 2009).

Taxkum 06pa30M, IMOHMMAaHNEC I'CHECTUYCCKHUX W MOJICKYJIAPHBIX MCXAaHU3MOB

nepexoga K IBETCHHUIO OTKPBIBACT HOBBIC BO3MOKXHOCTHU JIA CCICKINHU paCTGHHﬁ.

1.4. TeHeTMuyeckHe CHCTEMbl, PperyJHpyolie Mepexo] PACTeHUH K

BETEHHIO

1.4.1. OcHOBHbIE MyTH PeryJsiliiy Mepexoa K IBeTeHNI0

[Ipomeccsl pocTa W pa3BUTHS PACTECHUM HAXONIATCS TOJI KOHTPOJIEM
CIIOHBIX TEHETHMYECKMX MEXaHW3MOB U  PETYJUPYIOTCS BHEITHUMH W
BHYTpeHHUMU ¢akTtopamu. Peanmmzamusi KaXIoll TIE€HETHYECKON MPOrpaMMbl
pPa3BUTHS OCYIIECTBISCTCS B ITOCTOSIHHO WM3MCHSIOMIMXCS YCIOBUSX BHEIIHEH
cpenbl. [loaTomy nist pacTeHUil onpeesnsoniee 3HaYeHue UMEET COTIIACOBAHHBIN
(MHTETpUPOBAHHBIN) OTBET HA BHEIIHUE U BHYTPEHHHUE (AKTOPHI, YIACTBYIOIIUE B
pPEeTyJIMpOBaHUM  TPOILIECCOB POCTAa M Pa3BUTHS KaXAOH KIETKH U IEJIOTO
pactutenbHoro opranmsma (Mensenes, 2004). K BHyTpeHHUM (akTopam,
BJIMSIFOIIIIM Ha POCTOBBIE MPOLIECCHI, OTHOCSTCS, TIPEXK/IE BCEro, (PUTOTOPMOHBI, a K
BHCIIHUM — TeMmIepaTypa (ee BeIMYMHA W TMEPUOAUYHOCTH), CBET (ero
WHTEHCUBHOCTD, CIIEKTPAIBHBIN COCTAB, MPOJOIKUTEIHHOCTh W TIEPUOJUIHOCTD),
MUHEpaJIbHBIC W OPTaHMYECKHE IMHUTATEIbHBIC BEIIECTBA, BJIAKHOCTHh ITOYBBI H
BO3/lyXa, MEXaHWYECKHUE BO3JCHCTBUS W JAp. MHumumanusa mepexoga oOT
BETETATUBHON (ha3bl Pa3BUTHS PACTCHHM K PENPOIYKTUBHOW BKIIOYACT TpU
cramuu: 1) WMHAYKIOUS IBETCHUS C oOpa3oBaHHeM (IIOPATBHOTO CTUMYyJA; 2)

TpaHCTOPT (HIOPATHLHOTO CTUMYJIA; 3) SBOKAIIHS I[BETECHUS.
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NHaykius 1BETEHUS OCYIIECTBISIETCS JSHIOTEHHBIMH W AK30TC€HHBIMH
daktopamu. K osHAOTeHHBIM (akTOpaM OTHOCSTCS SHIOTCHHBIC PHUTMBI U
cojiepkaHue (PUTOTOPMOHOB, K PK30T€HHBIM — CBET M TeMmIiiepaTypa. B oTBer Ha
9TH (PaKTOpPBI 3amyCKAlOTCSA MOJICKYJSIPHBIE MEXAHW3MBI, TPHUBOMISIIINAC K
MOSIBJICHUIO B JIUCTHAX MOOMJIBHOTO CUTHajA ((JIopUreHa), KOTOpbId UHUIIUUPYET
dbopMHpoBaHUE 3a4aTKOB LIBETKA B almMKadbHON MepucteMe mnobdera (shoot apical

meristem, SAM) u TeM cambIM UHAYLUPYET 1BeTeHue (YainaxsH, 1937).

.
ooy

T TDAMAH aKTHBAUMA = ;0000 penpeccus

= = HenpaMas aKTHBAUNS .. | 2 S
o—a OeloK-0e1KoBOE i TAMAN PENpec

B3amMolneiicTBHE nepeseneane

Puc 4. TeHeTnueckast peryysiius WHIYKIUU [[BETCHUS B alMKAIbHOU MEPUCTEME
nobOera (o Andres and Coupland., 2012, ¢ u3m.).

I'eHeTnyeckue OCHOBBI IEpPEXO/Ja K LBETEHUIO, BKIIOYas MEXaHU3MBbI
dopMupoBaHus W mepeauyd (IOPANBHBIX CHUTHAJIOB, XOPOILIO H3Y4YEeHBl Ha
monenbHoM pactenun A. thaliana. Beutn ompegenceHbl 4eThipe OCHOBHBIX
CUTHAJIbHBIX IyTH IMepexoja K ILBETEHUIO: XOJOAOBOH, (oTomeproanvyeckui,
aBTOHOMHBIN ¥ THOOepeMH-3aBUCHMBIN (puc.4). CUrHAJbI, GOPMUPYIOIIUECS B

OTUX MYTAX, NEPCAAOTCA II0 TICHETHUYCCKUM CCTIM K OCHOBHBIM TICHAM-
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unrerparopam: FLOWERING LOCUS T (FT), SUPPRESSOR OF
OVEREXPRESSION OF CONSTANS 1 (SOC1) u LEAFY (LFY). B anukanbHoi
mepucteme nobdera O0enmok FLOWERING LOCUS T B komiuiekce ¢ OelkoM
FLOWERING LOCUS D aktuBupyeT 3KCIPECCHIO TPAHCKPUIIIIUOHHOTO (hakTopa
SQUAMOSA BINDING PROTEIN LIKE (SPL) reHOoB WAEHTUYHOCTH
dnopanbubix Mepuctem: LEAFY, m APETALAL/CAULIFLOWER/FRUITFULL
(AP1/CAL/FUL). T'enam-uHTEeTpaTOpaM MPOTHUBOJACHCTBYIOT T€HBI-CYIPECCOPHI
nepexona k 1pereruio: TERMINAL FLOWER 1 (TFL1) u AGAMOUS-LIKE 24
(AGL24). Takum o0pa3zom, Mepexo]l PacTeHHW K IBETEHUIO OCYIIECTBISETCS
MOCPEACTBOM AKTHUBALIMKA W/WUIH CYMPECCHUH TEHOB, KOHTPOJHPYIOMIMX MPOIECC

nBetenus (Andres and Coupland, 2012).

1.4.1.1. ®@omonepuoouueckuii nymeo
Ce30HHbIE U3MEHEHUS IJUHBI AHS (doTomepuo/a) BIUSIIOT Ha MPOIECC

nepexoja pacTeHuid K unBereHuto. KitoueByro posib B (hOTONEPHOIUNYECKOM
peryisinun nBetenus urpaetr red CONSTANS (CO) (puc. 5) (Turck et al., 2008;
Andres and Coupland., 2012). V 1IMHHOJHEBHBIX BHIOB pacTeHUN OOk
CONSTANS HakarmBaeTcst TOJIBKO Ha JJTMHHOM JHE, CTA0UIN3UPYETCS CBETOM U
obictpo paspymaercs B TemHote (Valverde et al.,, 2004). CONSTANS
HKCIIPECCUPYETCS B MApPEHXUME COCYJIUCTON CHCTEMBbI JUCTHEB W AKTHUBUPYET
skcrpeccuto rena FLOWERING LOCUS T. B teuenne cyroxk reH CONSTANS
IKCIIPECCUPYETCS IUKIUYECKH. Perynsanus uBeTteHus mo (QOTOMEepruOIUIECKOMY
MyTH TPOUCXOIUT TMOCPEACTBOM BOCIHPHUSITHS CBETOBOTO CHUTHANIA PA3IUYHBIMU
dboTopenienTopamMu, pazIudaroIUMU KauecTBO U KoaudecTBo cBeta (Putterill et al.,
2004). Cser sABAsieTCS OCHOBHBIM CHUTHAJIOM, CHHXPOHU3UPYIOIIUM IUPKAIHbIC
Yachl ¢ CE30HHBIMU U3MeHeHussMU B umrHe aas (Mouradov et al. 2002).

[To BOCHIpUATHIO OCHOBHBIX KOMIIOHEHTOB O€l0ro cBeTa (HOTOPEIenTOpPHI
pasnenstores Ha ¢utoxpomsl PHYA, PHYB, PHYC, PHYD, PHYE (kxpacuslii u
nanbHui KpacHbld cBeT) W kpuntoxpoMmbl CRY1, CRY2, CRY3 (cunwuii cBer).

Curnassl, BOCIpUHUMAaEMbIe (OTOpEIIenTOpaMy B OTBET Ha KaYECTBO U
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Puc. 5. OcHOBHblC NyTH WHUIMAIMKA [BeTeHHs Ha mpumepe A. thaliana.
KnroueBbiMu reHamu B nyTsax wuHuimanuu 1Betenus: CONSTANS (CO),
FLOWERING LOCUS C (FLC), FLOWERING LOCUS T (FT), SUPPRESSOR OF
OVEREXPRESSION OF CONSTANS 1 (SOC1), LEAFY (LFY) u APETALA

1/FRUITFUL/CAULIFLOWER (AP1/FU

L/CAL).
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KOJIMYECTBO CBETA, MEPENAIOTCS MO TEHETHYECKUM IIEMsIM K IUPKATHBIM
yacam (puc. 5).

®durtoxpombl PHYA - PHYE u xpuntoxpomsl CRY1 u CRY2 snswotcs
OCHOBHBIMHU (DOTOpEIIETITOPaMH, BOBICUCHHBIMU B PETYISIIIUIO IUPKATHBIX YACOB.
dutoxpom PHYB yuactByer B nerpananuu 6enka CONSTANS B yrpeHnHue yachl,
torna kak CRY 1, CRY2 u PHYA neoOXoauMsbl 1ist cTaOMJIM3allMU dTOro OeJIKa B
KOHIIE JHS, IPUYEM JEHCTBUE dTUX CTAa0MIN3aTOPOB B3aNMO3aMEHIEMOE.

B nerpananuro 6enka CONSTANS Takoke BoiedeHsl 0enku SUPPRESSOR
OF PHYA-105-1 (SPA1), SPA3 u SPA4 (Valverde et al., 2004). ITox xoHTpOJIEM
IIUPKATHBIX 9acoB B ycaoBusax amuHHOTO aHS (JI/]) axcmpeccuss CONSTANS taxoke
perynupyercsa 6enkamu GIGANTEA (GI), FLAVIN-BINDING KELCH REPEAT
F-BOX 1 (FKF1) u CYCLING DOF FACTORI (CDF1) (Srikanth et al, 2011).
Cnocobnoctu CONSTANS unayuuposats skcnpeccuto FLOWERING LOCUS T
MPOTUBOJICHCTBYIOT HECKOJIBKO PETYIISITOPOB, KOTOPHIE PEMPECCUPYIOT ATOT TEH
MIOCPEJICTBOM PA3IUYHBIX MEXaHW3MOB WM TYTEW, TEM CaMbIM IpeaoTBpaIias
npexaeBpeMernHoe 1nBereHne (Yant et al., 2009). Dto Tak Ha3bIBaeMbIe
¢dnopanehbie  TeHbl-penpeccopbl:  TEMPRANILLO1 w 2 (TEM1 u TEM2),
APETALA2 (AP2), TARGET OF EAT 1-3 (TOE1-3), SCHLAFMU" TZE (SMZ) u
SCHNARCHZAPFEN (SNZ) u FLOWERING LOCUS C (FLC) (Srikanth et al.,
2011). BzaumoielicTBHE 3THX T'€HOB CXEMATHUYECKH MPEACTAaBICHO Ha PHC. 5.

BaxxHyto poib B IMJIaCTUYHOCTH Pa3BUTHUS PACTCHUMN, BKIIIOUAs OMPEICICHHE
BPEMEHH TMEePEeX0/ia K MBETCHUIO, UTPACT PEAKINs Ha 3aTCHECHUE, BOCTIPUHUMAaEMast
KaK HM3MEHEHWE WHTCHCHUBHOCTH W CIEKTPAIBHOTO COCTaBa cBeTa. M3meHeHue
COOTHOIIICHHSI KPACHOTO M JAJIBHETO CBETa BOCIPUHUMAETCS OMUCAHHBIMH BBIIIIE
buToxpomMHubIME perienitopamu. OTBET pacTeHUS HA 3TH U3MEHEHUS HE 3aBUCHUT OT
dboTonepuoanueckoii peakmuu; B Hem ydacTByiOT reHsl FLOWERING LOCUS C u
FRIGIDA u ¢akrop npoueccuara PHK FY (Adams et al., 2009).

1.4.1.2. Bepunanuzayusn
Onnum u3 GakTOpOB BHEIIHEH Cpenbl, 3alyCKAIOIINX IMPOIECC IIBETCHUS,

ABIACTCA  IIPOAJOJDKHUTCIBHOC XO0JOAOBOC BOBI[GI\/JICTBI/IC, WK BCPpHAJIM3alMA
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(sspoBu3anusi). BeretalimoHHbIN IEpHOA PaHHELBETYIUX SKOTHIIOB apaduaorcuca
B YCIIOBUSIX JJIMHHOTO JIHA COCTaBJISIET HECKOJBKO HEAENb, a MO3AHOIBETYIINX —
HECKOJIbKO MecsieB. OmHako TMociie BO3JACHCTBHS HHU3KUX TOJOXHTEIBHBIX
temneparyp (4°C) Ha nporsbkeHuun 4-8  Helenb  BpeMsl  3allBETaHUS
MO3HOIBETYIIUX  SKOTUIIOB  MPHUONMMKAaeTcs KO  BPEMEHH  3allBeTaHUs
panHenBerymux »KkoTuroB (Michaels et al., 2000). B cayuae apaOumorncuca
MOJICKYJISIPHO-TEHETHYECKasl PETyJsIus BEpPHATU3AIMU HCCIEI0BaHA JIOCTATOUYHO
noapoono (Kim and Song, 2014). YV sugos Arabidopsis Bpemst 3a1iBeTaHusI paHHE-
¥ TIO3HOIBETYIINX IKOTHIIOB OMPEEISIETCS COOTHOIICHUEM CHUIIBHBIX U CIa0bIX
amnener renoB FLOWERING LOCUS C wu FRIGIDA. OpnHoBpemenHOE
NPUCYTCTBHE  aKTUBHBIX  allJieied  JBYX OTHX T€HOB  OOYyCJIaBIMBAIOT
MO3HOIBETYIUH (heHOTHII, MOoTepss (PYHKIMOHATIBHOCTH OJHOTO M3 3THX T'€HOB
IPHUBOJUT K paHHeMy 3anBeTanuio (Johanson et al., 2000; Kim et al., 2009).

I'en FLOWERING LOCUS C konupyer MADS-box dakTop TpaHCKpHUIIIIH,
BBICOKHI YPOBEHb IKCIPECCUU KOTOPOTO MPUBOAUT K MOAABICHHUIO IBETCHUA. [ eH
FRIGIDA wneob0xomum mist ycunenus 3kcrnpeccnn FLOWERING LOCUS C
(Johanson et al., 2000; Michaels and Amasino, 1999). benok FLOWERING
LOCUS C unrubupyet nerenue mytem penpeccuu reioB FLOWERING LOCUS
T, SUPPRESSOR OF OVEREXPRESSION OF CONSTANS 1 u FLOWERING
LOCUS D (Michaels, 2009). Ilpu skcrpeccun FLOWERING LOCUS C B
MPOBOJIANIUX TKAHAX JHCTa npoucxoauT penpeccus Tpanckpumuuu FLOWERING
LOCUS T . B anukansuoit mepucteme nodera FLOWERING LOCUS C nonmasmsier
skcrpeccuro FLOWERING LOCUS D u SUPPRESSOR OF OVEREXPRESSION
OF CONSTANS 1, yto mpemsiTCTByeT WHUIMAIMU alUKATHbHOU MEPHCTEMBI B
oTBeT Ha mnepeMemaromuiicas wu3 aucra curHan FLOWERING LOCUS T.
Perymsius skcnpeccun SUPPRESSOR OF OVEREXPRESSION OF CONSTANS 1
OCYIIECTBIISIETCSL 32 CUET KOHKYPEHIIMHM MEXIy TeHaM-aKTHBAaTOPOM Tepexoaa K
userennto CONSTANS u renom-penpeccopom FLOWERING LOCUS C. benku
FLOWERING LOCUS C u CONSTANS cBs3bIBatoTCsl C pa3InyHbIMU y4aCTKaMU
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npomotopa rena SUPPRESSOR OF OVEREXPRESSION OF CONSTANS 1 u
MPOTUBOACHCTBYIOT IPYT IPYyTy (CM. puC.S).

[Iportecc 1BeTEHUS] 3alyCKaeTCss TMPH HHU3KOM YpPOBHE JKCIPECCHU
FLOWERING LOCUS C, cHmxkeHHe KOTOpPOH TMPOUCXOAUT BO BpeMs
BepHamm3anuu. llog  Bo3deiicTBHeM — XOJjoJa  3amyCKalOTCS  MEXaHHU3MBI
amureHeTnueckoro kKoutpoiis, mnepeomsmue red FLOWERING LOCUS C B
penpeccupoBaHHOE COCTOSIHME. BakHBIMH perynsTopam mpolecca MoaupuKaum
xpomatuHa FLOWERING LOCUS C spmstores 6enku VERNALIZATION1L
(VRN1) u VERNALIZATION2 (VRN2), VERNALIZATION INSENSITIVE 3
(VIN3). berok VERNALIZATION INSENSITIVE 3 HeoOxomum s 3amycka
MOJIEKYJIIPHBIX MexaHu3MoB Moaudukanuu xpomatnia FLOWERING LOCUS C,
a VERNALIZATION1 u VERNALIZATION2 neoOxomumpl sl TIOAICP KAHUS
FLOWERING LOCUS C B pemnpeccupoBansom coctosauu (Adrian et al., 2009,
Andres and Coupland, 2012). Kpome Toro, B OTBET Ha XOJIOJIOBOE BO3JICHCTBHE
BO3HUKAET BpPEMEHHOE yBEIMYEHHE JKcnpeccun  Hekoaumpyromen PHK,
komriementapHoit FLOWERING LOCUS C - COOLAIR RNA. Tpanckpurnius
COOLAIR RNA MoXeT TMOAaBISITH TPAHCKPHITIIMIO CMBICIIOBON IIEMHU €Ie 10
nosineHnss VERNALIZATION INSENSITIVE 3 (Swiezewski et al., 2009). PHK-
CBS3BIBAIONIUE OCJIKM W PETyJIATOPhl SIUTEHETHYECKOTO MEXaHU3Ma TaK Ke
UTPAIOT BaXXHYIO poiib B perymsiiuu TpanckpuntoB FLOWERING LOCUS C RNA
(Simpson et al., 2004). K apyrum aktuBatopam skcnpeccurn FLOWERING LOCUS
C otHocsarcs: FRIGIDA-LIKE (FRL) rensr, FRL1 u FRL2, EARLY IN SHORT
DAYS 4 (ESD4) (Michaels et al., 2004) (cm. puc.5).

1.4.1.3. Pecynayus yeemenus memnepamypoii 6HeuiHel cpeobl
[lepexon K IIBETEHMIO 3aBUCUT TakKXXe OT TEMIIEPATYphl OKPYKaIOIICH

Cpellbl, Ha KOTOPYIO PacTCHHE pearupyeT Ha MPOTSHKCHHH BCETO BETETaIlMOHHOTO
nepuona (Samach et al., 2005). B ycioBusix moBBIIIEHHON TeMmriepaTyphl (25 -
270C) ma koporkoM nHe pacteHus A. thaliana 3amBeraror pasbie, 4eM B
yenosmsix mmHHoro aus mpu 23°C. (Balasubramanian et al., 2006). To4ro Tak xe

MyTaHTBl TI0 TeHaMm PhyB u Cry2 3aiBeTar0T paHbllie B YCIOBHUAX IMMOBBIIICHHOM
31



temnepatypsl (Blazquez et al., 2003; Halliday et al., 2003). Pannee 3auBetanue
HAOJTIO/IAJTA TIPH TTOBBIIICHHON TeMIlepaType y pacTeHUul ¢ He(yHKIIMOHAIBHBIMU
amnensmu fri u flc. Hanportus, pactenus, Hecymiue aktuBHbie amtean FRI/FLC,
ciiabo pearupyroT Ha TMOBBIIMICHHYIO TEMIEpaTypy, U 3TO TOBOPUT O TOM, UTO
FLOWERING LOCUS C wurpaet KJI0UYEBYIO POJIb B MOJABICHUH TEMIIEpATypPHOM
uHayknuu (Balasubramanian et al., 2006). JIpyruM BaXHBIM peryJSTOPOM
nepexoza K IBETCHUIO B OTBET HA TEMIIEPATyPy OKPYIKAIOIICH CPEIbI SBIICTCS T€H
SHORT VEGETATIVE PHASE (SVP). 3Ortor Oenok sBiusercs MADS box
TPAHCKPHUITIUOHHBIM (DAKTOPOM, KOTOPBIN CBS3BIBACTCA C MPOMOTOPAMHU T'CHOB
FLOWERING LOCUS T wum SUPPRESSOR OF OVEREXPRESSION OF
CONSTANS 1 u nogasnser ux tpanckpumiuio (Hartmann et al., 2000, Lee et al.,
2007). BsammopeiictBue OenkoB FLOWERING LOCUS C n SHORT
VEGETATIVE PHASE nogasasier nepexona k nserenuro (Andres and Coupland,
2012).

1.4.1.4. Iyms cubbdepennuna
PerynsTopsl pocta pacteHuil rud0OepeioBble KHUCIOTHI (THOOSpEUIMHBL,

GA) sBJISIIOTCS aKTHBaTOpaMM Iepexoja pactenuit k nserenuro (Putterill et al.,
2004). Cpenu TeHOB MHAYKIMM IBETEHUS] MO MYTU TUOOEPEUIMHOB BBIACISIOT
I'CHBbI, OTBEYAIOIINE 32 OMOCHHTE3 aKTUBHBIX THOOepemtoBslx KucioT GALl, GAS,
GA4 u GA7 (Hedden and Thomas., 2012) u reHbl, OTBeUaIONIKe 3a IyTH MEePeIavn
GA curnana, GIBBERELLIC ACID INSENSITIVE (GAIl), REPRESSOR OF GA1-3
(RGA) u RGA-LIKE 1 (RGL1), SPY, PHOR1 (PHOTOPERIOD RESPONSIVE 1),
FPF1 u SHI (Srikanth et al., 2011). ®uroropmon GA, peuentop GID1 (GA
INSENSITIVE DWARF1) u penpeccop DELLA ¢dopmupyror GA-GID1-DELLA
MoyJib Kackaga curHaioB GA. JleiictBue GA Ha 1iBeTeHHE HanboJiee BHIPAXKEHO B
YCIIOBHSIX KOPOTKOTO AHSA. MyTaHTHI 10 gal, y KOTOPBIX OTCYTCTBYET MIEPBBIM 3TaIl
onocunTe3a GA, HUKOTa HE 3alBETAIOT B YCIOBUSAX KOPOTKOTO JHS. MyTaHTHI 110

gai neuyBctBuTeldbHB K GA u B ycnoBusx KJI 3amserator moz:xe (Wang et. al.,

2013) (cwm. puc. 5).
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1.4.1.5. Aemonommuwtii nymeo
[ToMMMO TEHOB XOJOIOBOTO ITYyTH HHIYKIIMHA I[BETEHUS B CYIPECCHIO

BOBJICYCHBI T€HBI ABTOHOMHOTO ITyTH. ABTOHOMHBIN TYTh PETYJHMPYETCS TCHAMHU
LUMINIDEPENDENS (LD), FCA, FY, FPA, FLOWERING LOCUS D (FLD),
FVE, FLK, u REF6 (Amasino et al., 2004; Simpson, 2004) . benku, KogupyeMble
reHaMH AaBTOHOMHOTO IIyTH, YYacTBYIOT B pEOpraHu3alldyd XpoMaTHHA U
npuHuMaroT ydactue B nponeccudre PHK. Takue Oenku kak FCA, FPA,
FLOWERING LOCUS K u FY yuactBytor B mporeccuare PHK, a FLOWERING
LOCUS D u RELATIVE OF EARLY FLOWERING6 mpunumaroT ydactue B
METUJIMPOBAHUH U IEMETUIIUPOBAHUH XPOMATHHA (CM. PHC. 5).

[lepexon K IBETEHHMIO MPOMCXOAWUT TOTAA, KOTJA BEPHAIHM3AIUS U TEHBI
aBTOHOMHOI'O MyTH CHIKalT ypoBeHb dkcnpeccun FLOWERING LOCUS C, u
HakoruieHne Oenka ¢otonepuoamueckoro Myt CONSTANS aktuBupyer
skcrpeccuto FLOWERING LOCUS T u SUPPRESSOR OF OVEREXPRESSION
OF CONSTANS 1, zamyckas nepexon k nperenuro (Michaels and Amasino, 2001).

1.4.1.6. Hekooupyrowue PHK
Beimensiror aBa Ttmma Hekoaupyrommx PHK: mukpoPHK (MiRNA) wu

mmaHble Hekomupyromue PHK (long noncoding RNA, IncRNA). Otu PHK
UTPAlOT BaXHYK poiab B TpaHcmsauuu W gerpagauum MPHK. MukpoPHK
MPEACTABIAIOT COOOM TOCIENOBaTEIbHOCTH pa3MepoMm 21-22  HykJIeoTHna,
KOTOpbIE PETYyJIHUPYIOT aKTHUBHOCTH crnernuduyHoi menesoi MPHK Ha ypoBHe
TPAHCKPUMNIMKA  W/WIM  TPaHCISIUU. Perynsiuus  OCYyIIECTBISIETCS  IMyTeM
KOMIUJIEMEHTAapHOro cCBsi3biBaHuss MHUKpOPHK ¢ wacTuyHO KOMIUIIEMEHTapHBIMU
caiitamu B HeTpaHcaupyembix ydacTkax (UTRs) MPHK renos-mumeneii. 9tu PHK
MOTYT TaK)Xe€ HENOCpPEACTBEHHO B3ammojenctBoBath ¢ JJHK reHoB B mponecce
PHK-3aBucumoro metunupoBanus JJHK, koTopoe sBisIeTCS OTHUM W3 KIOUEBBIX
MEXaHU3MOB penpeccun reHos. Hekommpyromme PHK urparor BaxHyr poib B
onpenencHnr BpeMeHn 3anBeTanus. MukpoPHK miR172, miR156 u miR159 nu

naHble Hekoaupytome PHK COOLAIR n COLDAIR cnocoOGCTBYIOT LIBETEHUIO
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IyTEM PETyJIUpOBaHMs YKCIPECCUH KIIOYeBbIX TeHoB mBereHus (Matthew et al.;

2012, Spanudakis et al., 2013; Yamaguchi et al., 2012).

MIR159 mnpuHmMaeT ydacTHe B KOHTpOJE TMepexofa K IBETCHHUIO B
rud0epeMH-3aBUCUMOM  TyTH. Mutiensto s miR159  sBasitoTes  TeHbBI
cemeiictea GAMYB, koaupytoume TpaHckpuniuonHusie ¢akropsl MYB. Otu
TPaHCKPUIILIUOHHBIE (bakTopsI PEryIHPYIOT TPAHCKPUIILUIO T'€HOB,
uHaynupyemeix GA, BKIIoUas peryasiTop UICHTUYHOCTH (IopaibHOW MEPUCTEMbI
LEAFY (Yamaguchi et al., 2012).

MIR172 wrpaer BaXHYIO pOJIb B PENPECCHUU TPAHCISIMH W JErpagainuu
MPHK renos-mumenei (Wollmann et al. 2011). V Arabidopsis mMuiieHsIMHA 3TOM
mukpoPHK sBistorcs MPHK renoB APETALA2, TARGET OF EAT1 (TOE1),
TARGET OF EAT2 (TOE2), TARGET OF EAT3 (TOE3), SCHLAFMUTZE (SMZ)
u SCHNARCHZAPFEN (SNZ) (YYamaguchi et al., 2012).

Mumensmu MiR156 seistorcss SBP boX TpaHckpunimoHHbIE (aKTOPHI,
SQUAMOSA PROMOTER BINDING PROTEIN LIKE 1 (SPL1) - SPL16.
Kommiueke MIR156/SPL  perymupyer BpeMs 3amBeTaHus ABYMs MyTsMu: 1)
CHUMAET PENpecCUr0 3alBETAHMs, BBI3BAHHYIO AaKTUBHOCTBIO T€HA THUIA
APETALA2; 2) HenocpeICTBEHHO AaKTUBUPYET WHTETPATOpPbl IIBETCHUS U
perynsaTopbl uaeHTHYHOCTH MepucTembl. bemok SQUAMOSA PROMOTER
BINDING PROTEIN LIKE 3 koHTpoqupyeT peryiasTopbl HISHTUYHOCTU
mepuctembl LEAFY, APETALAL u FRITFULL (Yamaguchi et al., 2009). K Tomy
e OBUIO YCTaHOBJIEHO, 4YTO 3TOT O€JIOK B3aWMOJIECHCTBYET C NPOMOTOPHOU
obomacteio FLOWERING LOCUS T (Kim et al. 2012). BsaumoneictBys ¢
FLOWERING LOCUS T, xommiekc MIR156/SPL3 yuacTByeT B peryisiuu
BPEMEHH I[BETCHHS B OTBET HAa TEMIIEPATypy OKpyatomien cpenst (Yamaguchi et
al. 2012).

LncRNAs MPEJCTaBIISACT coboif HEKOIUPYIOIIYIO 0esok
nocnenosarenbHocT PHK pasmepom Oonee 200 wnyxneotupo. Takme PHK
OOBIYHO TPAHCKPUOMPYIOTCS C JAPYroM LEeNnu JIOKyca, KOAMPYIOLIEro OesoK.

LNcRNAS BiusitOT Ha 3KCIPECCHI0 T'€HOB B OCHOBHOM JIByMs IyTSMH, 4epe3
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npsMOe  BO3JEHCTBME Ha TPAHCKPHUIIIMIO ¥ BOBJICUCHHE MOIU(DUKATOPOB
xpomaTrHa (cM. 0030pbl Nagano and Fraser et al., 2011; Wang and Chang et al.,
2011). B xauectBe mpumepa MoxkHo ykaszaTh Ha reHsl COOLAIR u COLDAIR.
LncRNAS perymupytot sxcnpeccuro FLOWERING LOCUS C (De Lucia and Dean
etal., 2011; Kim et al. 2012; Kim and Sung, 2012).

1.4.1.7. B3aumooeiicmeue 2eHemMu4ecKux cucmem, pezZyaupyoujux nepexoo K
yeemeHuIo
['eHeTHYeCKUE IyTH, KOTOpPHIE PETYIHPYIOT MEpPeXoi K IIBETCHUIO, HE

U30JIMPOBAHBl JPYT OT Jpyra, a COCTABIAIOT CIIOKHYIO TE€HETHUECKYIO CETb,
KOTOpasi 00ecreynBaeT TOYHOE PEryIMpOBaHUE OTHOCUTEIBHO HEOOIBILIOTO YKUCIia
UHTETPATOPOB IIBETCHHUS, MPEACTABISIONIMX COOOM O00IKe KIIOYEBbIE TOYKH
nepecedeHus oTAeabHbIX myTed (crossroads). FLOWERING LOCUS C (FLC),
FLOWERING LOCUS T (FT), SUPRESSOR OF OVEREXPRESSION OF CO1
(SOC1) u LEAFY (LFY) siBisitoTCs BaXKHBIMU PETYJISTOPHBIMA TOYKAMH B CETH,
KOHTpoaupymomei 1Berenue (puc. 6). Dxcnpeccus FLOWERING LOCUS C
pEerylMpyeTcs TO TyTH BepHanu3anmuu W aBToHOMHOMY IyTH. FLOWERING
LOCUS C mopasnser rensi-uHTerparopsl 1sereHuss FLOWERING LOCUS T u
SUPRESSOR OF OVEREXPRESSION OF CO1. [eiicteBue FLOWERING
LOCUS T u SUPRESSOR OF OVEREXPRESSION OF CO1l naxomurcst 1oz
KOHTpoJIEM  (OTONEPUOAUYECKOTO MYTH Ha TPAHCKPUIIMOHHOM  YpOBHE.
AxtuBamuss FLOWERING LOCUS T gsnsgercs 0cOOE€HHO Ba)XKHBIM JTAallOM B
nepexo/ie K I[BETEHUIO, TaK Kak SBJISETCS KOMIIOHEHTOM CHUTHalla IIBETCHUS
«(pnopurena». MHTerpanus BHEMIHUX U BHYTPEHHUX CUTHAJIOB B JIMCTE MPHUBOIUT
k akciipeccun FLOWERING LOCUS T, u stoT 6enok no ¢iosme nepemerniaercs B
aNMKaIbHYI0 MEPUCTEMY, TJ¢ WHUIMHPYET mepexon K 1BereHuto (Andres and
Coupland, 2012).

[TocmegauM  BaKHBIM  I[IATOM  SIBJISICTCS ~ MHIYKIUS — PETYIATOPOB
UJCHTUYHOCTH  MepucTteMbl, Takux kak LEAFY . Coemmduyeckuii
TpaHcKpunuuoHHbl (¢aktop LEAFY akTuBUpyeT MHOrMe npyrue reHbl-MUIIeHH,
3aIryckasi mporpamMmy (popMHUpPOBaHUS IIBETKA.
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Puc. 6. KitoueBble «TOUKM» B TEHETUUECKON CUCTEME, PETYIUPYIOLIEN NIEPEXOT K
nsetenuto. FLOWERING LOCUS C (FLC) — penpeccop userenus, FLOWERING
LOCUS T (FT), SUPRESSOR OF OVEREXPRESSION OF CO1 (SOC1) u LEAFY

(LFY) — akTiBaTOpBI 1IBETCHHSI.

1.5. YacTHble MOAeIHN PeryasiuMu NyTH BePHAJTU3ALNU

PaznooOpa3ue B MOBeIeHUN PACTEHUI B OTBET HA XOJOJOBYIO WHIYKITHIO
LBETEHUSI MOXHO OOBSICHUTH, UCIIOJIB3YSI TPU MOJENIN PErYyJISIUU 3TOro IMpolecca
(puc. 7).

Bo Bpems Bepranmusaruu A. thaliana skcnipeccuss FLOWERING LOCUS C
CHIDKaeTcs, 3areM cieayeT uHaykuus Tpanckpuniuu FLOWERING LOCUS T u
TWIN SISTER OF FT (TSF) nmocpencteom CONSTANS B yciioBusiX JUIMHHOTO
nust (puc. 7A).
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Puc. 7. Moaenu mporiecca xoJ10/10Boi nHaAyKIuu 1Betenus. (A) — A. thaliana; (b)
— puc; (B) — mmennmna u ssumens; (I') — caxapras cBekna. JIJ1 — qmuHERIN neHb; KT
— KOpOTKHM aeHb. CepbiMHM W YEPHBIMU JMHUAMH OOO3Ha4YeHa penpeccus U
MHOYKIHUS, COOTBETCTBEHHO. 3BE3JI0YKOM  OTMEUEHBl TE€HBI, AJUICIBHOE

pa3HooOpa3ue KOTOPBIX CBS3aHO CO BPEMEHEM Iepexojia K IBeTeHHio. KpacHbie
Kkpyru obOo3nauyaror romosiorn rera FLOWERING LOCUS T (FT), xentble -
romojiort CONSTANS (CO) u ronyosie — romosorua GIGANTEA (Gl) (mo Andres
and Coupland, 2012)

[To cpaBuenuto c¢ A. thaliana, romonor CONSTANS y puca, HEADING
DATE 1 (HD1), nogaBnser uBeTeHHE B YCIOBUSAX JJIUHHOIO JHS, HHTHOUPYS T'eHa
HEADING DATE 3A (HD3A), uo B ycnoBusix kopotkoro aus HEADING DATE 1
(HD1) cmocobctByer Tpanckpumnimu romonoroB FLOWERING LOCUS T,
HEADING DATE 3A u RICE FT-LIKE 1 (RFT1). B cBoro ouepean, HEADING
DATE 3A u RICE FT-LIKE lcmocob6ctByroT npetenuto, nogoono FLOWERING

LOCUS T u TWIN SISTER OF FT B A. thaliana. GHD7 sBisiercst penpeccopom
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LIBETCHHUs] B YCIOBUAX JUIMHHOIO JHA W mNoAamiseT TpaHckpunuuio EARLY
HEADING DATE 1 (EHD1) (Xue et al., 2008). DTOT TE€H aKTHBUpPYET
tpanckpuniio HEADING DATE 3A u RICE FT-LIKE 1 B ycnoBusix KOpoTKOTo
nas. B pacrennsax puca GIGANTEA (Gl) ycwmaer Tpanckpumiuio HEADING
DATE 1, momoono GIGANTEA u CONSTANS B A. thaliana. CoBpemeHHbIC
MOJIENIA PEryJIsiMU LBETEHHsS pHca B YCIOBHUSIX KOPOTKOTO JHS MPEIOJararor,
YTO COBMAJICHUE JAEWCTBUA cBeTa M cyTouHbix putmMoB B EHD1 wmm GHDY
MPUBOJUT JUOO K akTUBaIMu, 160 Kk penpeccuu Tpanckpuniimu HEADING DATE
3A, COOTBETCTBEHHO, U YTO 3TO MOXET 00ECIEYNTh CBOEBPEMEHHYIO PEAKIUIO Ha
ce3oHHble M3MeHeHust anuHbl AHSA (Itoh et al.,, 2010, Osugi et al., 2011). [ns
nepexoja K [BETEHUIO PUC HE HYXKIACTCS B BEpHAIMU3AIMU. Y MIIECHUIIBI U SYMEHS
WHIYKITUS IBETCHHSI TIPOUCXOIUT B YCIIOBUSX JUTMHHOTO THS. B OTBET Ha MIMHHBIN
nenb romosioru Oenka CONSTANS aktuupyror FT-like rensr (Campoli et al.,
2011). Ognako juisi TpaHCKpuUNIMOHHOM akTuBHOCTU FT-like renoB B ycioBusix
JUIMHHOTO IHS Takxe HeoOxomum Oenok Ppd-H1 (Turner et al., 2005). ITomo6Ho A.
thaliana, mist mepexosa K MBETEHHIO 3T BUIBI HYXKIAAIOTCS B BepHaIM3aluu. Bo
BpeMs BepHanm3aluu, Bo3pactaeT TpaHckpunius Tena VERNALIZATION 1
(VRN1), kotopsiit kogupyer MADS bOX TpaHCKpUNIIMOHHBIH (HAKTOP, CXOMHBIH C
oenxkamu FRUITFULL u APETALAI wu3 A. thaliana. VERNALIZATION 1
ycunuBaeT passutue couetus u pernpeccupyetr VERNALIZATION 2. B ycnoBusix
mmaaHoro  gHsS  Oenmok  VERNALIZATION 2 GiokupyeT  dKCHpPECCHIO
FLOWERING LOCUS T 1, nogo6noro FLOWERING LOCUS T u3 A. thaliana u
3Ta OKCIpECCHsl TMOAABIACTCS BO BpeMs BEpHAIM3AIMU  TOCPEACTBOM
VERNALIZATION 1 (cm. puc. 7). B ycioBusiX KOPOTKOTO JHS SKCIPECCHS TeHA
VERNALIZATION 12 nopnaBnsieTcsi, BCIEICTBHE YEro BO3pacTaeT SKCIIPECCHUs
FLOWERING LOCUS T1, u 3anmyck netenus npoucxoaurt jetoMm (Cockram et al.,
2007). ¥V caxapuoit cexibl, reH BOLTING TIME CONTROL 1 perynupyer
CUTHaJbl OT MyTel (QoTonepuognYeckod HWHAYKUMH. Y OJHOJICTHUX (opM,
nomuHaHTHBIM amtens BOLTING TIME CONTROL 1 unaynupyeT HBETEHHE B
ycnoBusx aiuHHOro AHs mocpeactBoMm penpeccun FLOWERING LOCUS T 1 u
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aktuBaiuu FLOWERING LOCUS T 2 (Pin et al., 2012). [IByneTHss caxapHas
CBEKJIa COJIEPIKUT PEIICCCUBHBIN ajuienb DICL, KOTOPEI He OJIOKUPYET IKCIIPECCHIO
penpeccopa npeteranss FLOWERING LOCUS T 1. Takoii amnens btcl cranoBuTcs
JI0OCTaTOYHO aKTHBHBIM, 4TOOBI MoaaBuTh 3kcnpeccuto FLOWERING LOCUS T 1
u unaynupoBatb FLOWERING LOCUS T 2, u TeM caMmbIM 3aIlyCTUTh MPOIIECC

I[BETEHHSI, TOJIbKO Mociie BepHanusanuu (Andres and Coupland, 2012) (cm. puc. 7).

1.6. Mexanu3m BepHaJu3anuu Ha npumepe A. thaliana

1.6.1. I'enst FRIGIDA u FLOWERING LOCUS C

Xwuzuennsie Gpopmbl A. thaliana oObuHO pa3fensgOT Ha paHHCIBETYIIUE U
no3aHonBeTymme. OIHONETHHE pPaHHEIBETYIUE pPACTEHHUs apaOuAOICHca PaHO
3alBETAIOT B yCIOBUAX JiuHHOTO 1HA ([1J]), M MX )KU3HESHHBINA UKII UTATCS BCETO
HECKOJIbKO Hezlelnb. [103Ho1BETYIIME IKOTUIIBI B YCJIOBUSIX JITTMHHOTO JTHS MOTYT
pacT HECKOIbKO MecsieB W He 3anBeratb. OJHAKO, €CIM pPacTEeHUs
MIO3/THOIBETYIIETO PKOTHITA MOJBEPTHYTh BEPHAIU3AINN, BPEMsI UX 3al[BETaHUS B
YCIOBUSX JIMHHOTO JHS MPUOIU3UTCA KO BPEMEHHU 3alBETaHUS PAHHEIBETYIIETO
skotuma (Johanson et al., 2000; Michaels and Amasino, 2000).

Knaccuuecknii TeHETHMUYECKUMM aHAIW3 pasjvudid MEXIy I[O34HO- U
pPaHHENBETYIIMM YKOTHIIAMH TIO0Ka3aj, 4YTO MO3THOIBETYIINE IKOTHIIBI COAEpKAT
axtuBHble auten FLOWERING LOCUS C (FLC) u FRIGIDA (FRI), B To Bpems
KaK paHHEIBETYIINE YKOTHITHI COJICPKAT MyTAIUH B OJTHOM HJIM 000OMX dTUX IeHaxX
(Clarke and Dean, 1994). Takum o0Opa3oM, 3TH TEHBI SBJISIOTCS OCHOBHBIMH
dbakTopamu, onpenensoImUMHA TPUPOTHOE pazHOOOpa3re M0 BPEMEHH 3allBETAHUS
y A. thaliana (Shindo et al., 2005; Stinchcombe et al., 2005). [Ipeanomnaraercs, 4ro
paHHEIBETYIIME DKOTUIBI TMPOW3ONUIM OT MO3JHOLBETYIIUX JKOTHUIIOB B
pesynbrare myrtanuii B mocnenoBaTenbHOCTAX FRIGIDA w/mmmun FLOWERING
LOCUS C, koropeie npuBenn k norepe pyukuuu rera (Johanson, et al., 2000;
Michaels et al., 2003). ¥ GoabIMHCTBA paHHEBETYIIMX SKOTHIIOB HAOIIO1aeTCs
Hu3kui  ypoBenb dkcnpeccun FLOWERING LOCUS C  wu  nanuuue

HedyHkuronaneHoro amiens FRIGIDA, a y mno3aHoOuBeTymMX SKOTHIIOB
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HaOmropaeTcst Bicokuii ypoBeHb dkcnpeccun FLOWERING LOCUS C u nanuuune
dbyaknuonaasHoro amwtens FRIGIDA. Takum obpazom, amnenpHOE pazHOOOpasue
reHa FRIGIDA sBasercs OCHOBHBIM (haKTOPOM, OIPEACISIONINM H3MEHEHHE
Bpemenu 1Betenus (Shindo et al., 2005).

[Ipu Oonee mOAPOOHOM W3YYCHHWH aJUICIBHOTO pa3HOOOpa3us TeHa
FRIGIDA u3 A. thaliana 6b10 MoOKa3aHo, YTO pa3auunde MEXAY MOMYJISIUSIMHU B
TpeOOBaHUM K BEPHAIM3AIMU CBS3aHO C W3MEHEHUSMH B KOJIUPYIOIIECH 00J1acTh
FRIGIDA (Le Corre et al., 2002; Shindo et al., 2005). I'en FRIGIDA cocrout u3
TPEX SK30HOB W JBYX MHTPOHOB U COACPIKHUT 00JIACTH, COOTBETCTBYIOImME COiled-
coil momenam, Ha obomx koHiax rexa (Johanson et al., 2000). OGiacTh MEPBOTO
HK30HA SIBJISIETCS Hanbosiee BaprabenbHOM U COEPKUT OOJIbIIIe HECUHOHUMUYHBIX
3aM€H, YeM BTOPOH M TPETUH 5K30H. MyTauuu B 3TOW 00JACTH, HAPYIIAIOIIUE
GyHKIMM TeHa, BKIIOYAIOT CIBUT PAMKH CUUTHIBAHUS WJIM BOZHHUKHOBEHHUE CTOII-
KOJIOHOB, OOYCJIaBIMBAIOT CIIOCOOHOCTh MPHPOIHBIX momysssuuii A. thaliana
agantupoBaTbesi B MecTHBIX ycioBusx (Le Corre et al., 2002; Shindo et al., 2005;
Stinchcombe et al., 2004).

Johanson u coaBtopser (Johanson, et al., 2000) unentndunupoBam y A.
thaliana nBa peuneccuBnbix amnens FRIGIDA B paHHeUBETYIIMX SKOTHIIAX
Columbia (Col) u Landsberg erecta (Ler). B ominume OT MO3AHOIBETYIIETO
skoTtuma H51, B mocnemoBaTenbHOCTSIX 3THX peneccuBHbIx amieneir FRIGIDA
OOHapy>KeHbI JIB€ pa3IMYaroIIMecs JeJeIUi, KOTOPble HApPYIIAIOT OTKPHITYIO
paMKy CUMTBIBaHHS, 4YTO TPUBOJUT K TOTepe (PYHKIIMOHAIBHOCTH TEHA.
[TocnenoBarenpbHocTh reHa FRIGIDA y  oskoruna Col otmuwaercs ot
byHKIHOHATBHOM — TocienoBaTenbHOocTH  HS1  nByMsT ~ HECHHOHUMUYHBIMH
amuHOKUCIIOTHBIME 3ameHamu (Gly146 — Glu u Met148 — lle), koTopsie mpuBOAST
K noTepe caiita pectpukiuu Bsm FI), u nenenueii B 16 nap HykiieoTu10B (1.H.) B
00JIaCTH TMEPBOro SK30HA, KOTOpask MPHUBOJUT K TMOSBICHUIO MPEKICBPEMEHHOTO
CTOT-KOJI0OHAa B Hauaje BToporo 3k30Ha. Mexay amiensimu FRIGIDA u3 sxotumnos
H51 u Ler oOHapyXeHbl TpWU OTIWYHUS: JBE OJHOHYKJICOTHUIHBIE 3aMEHBI,

MPUBOJIAIINE K CIBUTY PAMKH CUUTBHIBAHUS, U MHEN oJuMopdusm: nemnerus (376
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II.H.), COBMEIIeHHas ¢ uHcepuuen (31 Mm.H.), - KOTOPBI NPHUBOJIUT K YIAJIECHUIO
CTapT-KOJJOHA W TE€M CaMbIM HapyIIaeT HA4aJ0 OTKPHITOM pPaMKH CUUTHIBAHUSI.
Wucepiust amuuodt 31 M.H. TOSIBUJIACch, BEPOSITHO, B pe3yjbTaTe YacCTUYHOU
OYTUTAKAITIU TTOCIIEAYIONMEro ydacTka niauHor 53 1m.H. u comepxutr ATG komoH,
KOTOpPBI MOET OBITh BOCIPUHAT KakK CTapT-KOJAOH BO BpeMsi TpaHcisiuu. B
pe3yibTaTe BHE pPaMKH CYUTBHIBAaHUS MOXKET 00pa3oBaThbCsd KOPOTKHM Oellok
mmHOM B 41 aMuHOKMCHOTHBIA octatok. Omnako Tpanckpuntel FRIGIDA 'y
pacTenumii skoTuna Ler oOHapykeHbsl He ObLIH, TOrAa Kak y skotunoB H51 u Col
TaKWue TPAHCKPUNTHI TPUCYTCTBOBAIW. Pe3ynbTaThl CpaBHUTEIBLHOTO aHaIW3a
nocnenoBarenbHocTeil FRIGIDA w3 panHe- W MO3MHOLBETYIIMX SKOTUIIOB Ha
OCHOBAaHUU JABYX JAeneuuii, 16 u 376 n.H., * HECCHHOHUMUYHON aMHUHOKHCIIOTHOM
3amenbl, Glyl46 - Glu, oOyciaBnuBarolield HaJU4We WM OTCYTCTBUE caiTa
pectpukiun Bsm FI, mo3ponmunu npeamnonoxuts, uto amiens FRIGIDA wus
MO3/THOIIBETYIIEr0 KOTHIIA SBISIETCS MPEAKOBOM (hOpPMOIi reHa, a paHHEIBETYIINE
DKOTHUIIBI TPOM3OILINA OT TO3JHOMBETYIINX 3KOTHUIIOB B PE3YJIbTATE IEICINA B
rene FRIGIDA, npuBosimux K motepe GyHKIMOHAIBHOCTH 3Toro reHa (Johanson
et al. 2000). ITo3xe, Le Corre u coaBtopsl (Le Corre et al., 2002) moarBepauiu
OTU PE3yJbTaThl U OOHAPYXWJIM €Ile MIECTh MYTallui, MPUBOIANIUX K TOTEpe
dynkuunonaisHocT reHa FRIGIDA u k panneMy 3a1iBeTaHHUIo.

Hekortopsie paHHEIBETYIIHE OKOTHIIBI MOTYT coJlepKaTh
nocinenoBarenbHocT  FRIGIDA € HenmoBpeXXIEeHHOW  OTKPHITOM  paMKoOn
CUMTBIBAHUS. JTO MOXKET NMPOHU30MTH IO TPEM cCleayromum npuuuHaM. [lepas,
HEKOTOpbIe W3 HAOMI0JaeMbIX CHHOHMMHYHBIX 3aMeH B reHe FRIGIDA mormm
W3MEHUTh WU To/1aBUTh (PyHKIMIO O6enka. Bropas, sxcnpeccuto FRIGIDA mormu
HapylmaTh MyTallMd B IPOMOTOPHOM 0OJacTu reHa. TpeThsi, paHHEE LIBETEHHE
MOTJIO TIPOM30UTH B PE3yibTaTe ACUCTBUS APYTUX T€HOB, PETYIHPYIONTUX MPOIECC
nsetenus. (Le Corre et al., 2002).

B ormmume or A. thaliana, y OonbmMHCTBA  HCCIIEOBaHHBIX
nocienoarenabHocTeid FRIGIDA wu3 skotumoB A. lyrata otkpeiTas pamka

CUMTBIBAHUSI KOJAMUPYET MOJHOPA3MEPHBIA OENOK, T.€. B ATOM Cllydyae He ObLIO
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obHapyxeHo mytanwii Tuna Col u Ler, xotopeie mpuBenyr Obl K 3HAYUTEIHHBIM
HapylieHusM B Oenke (TPeXJAEBPEMEHHOMY CTOMN-KOJIOHY, CIBUTY paMKU
CUUTHIBAHUS WM U3MEHEHHUIO B CTapT-KOJ0HE). OHAKO ATH MOCIEI0BATEIHHOCTH
COJIEp>Kall MHOTOYHCIICHHbIE HECHHOHUMUYHBIE U CHAHOHUMUYHbBIE 3aMeHbI. Kak u
y A. thaliana, B mocaenoBatenpHocTsix FRIGIDA y A. lyrata mepBbiii 5K30H
sBIsieTCs Ooyiee BapuaOENbHBIM, YeM BTOpOd W TpeTuil. OTHOIIEHWE 4YHCIla
CHUHOHUMHUYHBIX  TOJUMOP(GU3MOB K  YHCIY  HECHHOHHUMHYHBIX  MEXIY
onuskopoacTBeHHbIMU BuaaMu A. lyrata u A. thaliana 6b110 3HaUKMTEIBLHO BHIIIC B
MIEPBOM JK30HE, YeM BO BTOPOM M TpeTbeM. Cpenr MHOKECTBA HECHHOHMMHUYHBIX
noJIMMOP(GU3MOB HauOOJIBILIMK MHTEPEC NMPEICTABIAECT UHAEI B 42 M.H. B 00JaCTH
TPEThETO DK30HA, KOTOPBIM TIPUBOAWT K OOpa30BaHMIO BapHaHTa Oelka,
YKOPOYEHHOT0O Ha JiuHE B 14 a.0. [MMHHBIA M KOPOTKMU aJUIEIIbHBIE BAPUAHTHI
rena FRIGIDA tpanckpubupyrorcs, KOAUPYIOT (PYHKIIMOHAIbHBIE OCIKU U
o0yclaBIMBaIOT Pa3HUIy BO BpeMeHH 3arBeTanus Ha 15 mueii. [Tomumo wHzaena,
TH aJUleNld OTJIMYAINCh YETHIPhMS aMHUHOKHCIOTHBIMH 3aMEHaMH, OJIHa U3
KOTOPBIX HaXxoauaach B npeaenax coiled-coil nomena. [ToaToMy BIOSHE BEpOSTHO,
YTO U Jpyrue HECHHOHUMHUYHBIE oauMopdu3Mbl B obnactu rena FRIGIDA moryt
BIMATh Ha Bpems 3anBeranus (Kuittinen et al.,, 2008). Takum o06pa3om,
nonumMopdusMel - mociienoBarenbHocTet TeHa FRIGIDA Bausior Ha Bpems
3anBeTaHus pacteHuit B nomyisnusx A. thaliana u A. lyrata. Onnako B cTpykType
TCHa TMPUCYTCTBYIOT Pa3jM4us, KOTOPbIC, BEPOSTHO, BO3HHUKIHM H3-32 Pa3HUIIBI
KU3HCHHBIX IMKIOB pa3sutus. Y A. thaliana wHe3zaBucumble MyTanuu B
nocnenoBarenbHocTH TeHa FRIGIDA, npuBoasimiue k nmotepe GyHKIIMOHATBEHOCTH,
00yCIaBIMBAIOT CIIOCOOHOCTh K JIOKaabHOM amanTamuu, HO y FRIGIDA A. lyrata
TaKUX MYTaIlMil MpaKTUYECKH HEe OOHapykeHo. B kauecTBe anmbTepHaTHBHI, y A.
lyrata B mocaemoBarenbHOCTSX FRIGIDA HaiineHbl HETHIMYHBIE H3MEHCHHUS,
HanpuMep, HHAENT B 16 11.H., KOTOpbIe HEe IPUBOJIAT K TIOTEepe (PYHKIINU TeHA.

ITo cpaBuenuto ¢ A. thaliana, pesynbratel uccienoanus Kuittinen et al.
(2008) nHe mommepxkuBarOT MpeacTaBieHue o Beayiued posn reHa FRIGIDA B

nuBepcuduKay momyssiuid A. lyrata: mo3aHOIBETYIINE MOMYJISAIUN B CEBEPHOM
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EBporne ogHOBpeMEHHO coOAepKald MO3AHO— W PaHHEIBETYUIUE aJuIeIbHbIC
BapuaHThl FRIGIDA, a cpenu panHenBeTyImx NOMyIsauui 10kHoi EBporibl yacto
BcTpeuanuch aienbHble BapuaHTthl FRIGIDA, accoummpoBaHHBIE € TO3THUM
BETEHUEM. BeposATHO, MOIMMOP(PU3M STUX MOMYJSIUN MO BPEMEHH Mepexoa K
I[BETEHUIO CBS3aH U C JAPYTMMHU TCHETHYECKUMHU (HhaKTOpaMH, OTBETCTBCHHBIMH 3a
sToT npusHak. Oxnako ganueie Kuittinen et al. (2008) no3BoJIsIOT MPEANoIOKUTS,
yro mnoimumopdusm reHa FRIGIDA Bruser Ha pasHooOpazue 1O BpPEMEHHU
3al[BETaHWsS BHYTPH HEKOTOphIX momyysiuuii A. lyrata w B oTCyTCTBHE

BEpHAIU3aLUN.

1.6.2. MoJiekyasipHbIli MeXaHU3M BePHAJIM3AIUM M JNHUreHeTHYeCKHi
KOHTPOJIb Nepexoia K IBEeTEeHUI0

OtoT MexaHu3M 3akitouaerca B penpeccuu rena FLOWERING LOCUS C
nyTeM MoauduUKaIlMil  CTPYKTYypbl XpOMaTHMHAa U  TOJJIEP)KaHUM €ro B
pEnpecCUPOBAaHHOM COCTOSIHUM JI0 CIIEAYIOIIEro Mero3a (puc. 8A).

Ha mpoTsbkeHnn Bcero >KM3HEHHOTO IMKJIA PAacTeHU apabuiorcuca TeH
FLOWERING LOCUS C mpoxomut uepe3 Tpu coctosaus (puc. 8A). Ilepsoe,
aKTuBHOE cocTosiHue, kKorma Oenok FRIGIDA obGecrieunBaeT BBICOKHI ypOBEHb
skcripeccun  FLOWERING  LOCUS C. Takoéi  ypoBeHb  IKCIPECCHUHU
yCTaHaBIMBAETCS BO BpPEMs IOJOBOTO PAa3MHOXKEHUS M TO3JHETO AIMOpHOTeHe3a
(Choi et al., 2009). DToT MexaHU3M TapaHTUPYET, YTO JJIS MEPEX0/ia K IBETCHHIO
KaXI0€ HOBOE IIOKOJICHWE pACTCHMIA, TOJIYYCHHBIX OT BEPHAIMU30BAHHBIX
poauTenel, CHOBa HYXIaeTCs B BEPHAIU3allMU; 3TOT MEXaHW3M MPEJoTBpaIIacT
IPEKIEBPEMEHHOE LIBETEHHUE OCEHbI0. BTOpoe, moyakTUBHOE COCTOSTHHE, KOrna
skcnpeccusi FLOWERING LOCUS C naumnaer cHmwkatbcs. Ha stoli cramuu
IPOUCXOAUT MEPEXO] U3 aKTUBHOTO B PENPECCUPOBAHHOE COCTOSIHUE B Pe3yiIbTaTe
camkenust ypoBHs skcrpeccun FLOWERING LOCUS C B oTBetr Ha X0J0/10BOE
Bo3/ciicTBHe. TpeThe, pENpecCHpOBAHHOE COCTOSIHME JTOTO TeHa, KOTOpOe
OIICPKUBACTCS SMUTeHETHUEeCKNMU Mexanu3mamu (Adrian et al,, 2009).

C yuerom mnocreneHHOro udMeHeHusi ypoBHen skcrpeccun FLOWERING

LOCUS C B oTBeT Ha BO3JICUCTBHE X0JIOJOM, MPOLIECC BEPHATU3AIMH MOKHO
43



AKTHBHOE COCTOSIHHE
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Puc. 8. (A) Cocrosuune FLOWERING LOCUS C (FLC) nHa npoTsikeHHH
)u3HeHHoro nwukia pacrenud Arabidopsis. FRIGIDA (FRI) akrtuBupyer
tpanckpuruuto  FLC; VERNALIZATION INSENSITIVE 3 (VIN3) wu
VERNALIZATION 5 (VRN5) — wunwumnmaropel penpeccun FLC B oTBeT Ha
Bo3aeiicteue  xomomoMm; VERNALIZATION 1-2  (VRN1-2) wu LIKE
HETEROCHROMATIN PROTEIN (LHP1) —penpeccopsl, MOaAepKUBAONIUE
FLC B momaBiIeHHOM COCTOSIHHUH, ITOCJIE BO3BpAIICHHUS B TEILIBIC YCIOBHUA (110
Adrian et al , 2009).

(b). Tpu da3er mpomecca BepHanmzaruu. COOLAIR -  Hexoaupytrouuit
tpanckpunt aHtucmeiciioBoir HutH FLC, COLDAIR - nekogupyromuii
tpanckpunT cMbiciaoBoit HutH FLC, PHD-PRC2 — kommiekce, HEOOXOMMMBIA IS
moaudukarmu xpomatrna B Jiokyce FLC (ITo Ietswaart et al, 2012).

paszmenuth Ha Tpu (as3pl: 1) ompenereHue CTAIMOHAPHOTO YPOBHS IKCIPECCHU
FLOWERING LOCUS C no BosnaeiicTtBus xonoaom; 2) perpeccusi (silencing)
TOTO0 TeHa TMOCPEJACTBOM  BO3ACHCTBHS  XOJOAOM; 3)  MOAJAEp)KaHUE

snurenerndeckoro monaeneHus skcnpeccun FLOWERING LOCUS C mocne

BO3BpaieHus B Teruibie ycnosus (puc. 8b). Oxcnpeccus FLOWERING LOCUS C
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BO BpeMs OMNpEACICHHBIX (a3 BepHAIHM3AIMKA KOHTPOJIUPYETCS PETYISITOPAMHU,
AKTUBUPYIOUIMMH TPAHCKPUMIUIO ATOTO T€HAa, MEXaHW3MaMH SIUTEHETUYECKOTO
KOHTPOJIS, KOTOpbIE MPEACTaBJICHbl OCJIKOBBIMH KOMILJIEKCAMHU, H3MEHSIONTUMU
ctpykrypy xpomatmHa FLOWERING LOCUS C, u HekoaupyrommmMu
cMbIcIOBBIMU U JUIMHHBIME HecmbicioBbiMu PHK (COOLAIR u COLDAIR,

COOTBCTCTBCHHO).

Yemanoexa yposns sxcnpeccuu FLC 0o  6o30eiicmeus xonooom. B

HaCTOAIICC BPCMA N3BECTHO MHOKCCTBO PCryJIsITOPOB, KOTOPLIC YCTAHABIIMBAIOT
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Puc. 9. Ilytu, perynupyrommue ypoeHb skcnpeccun FLOWERING LOCUS C
(FLC) mo Bo3aeicTBHsS XOJIOAOM. 3€JIeHBIM OOO3HAUYEHBI ITyTH, YCHJIMBAIOIIHMC
skcrpeccuto  FLC, kpacHbiM o0o3HaueHbl myTH, penpeccupytomue FLC.
ARABIDOPSIS TRITHORAX-RELATED7 (ATXR7) u ARABIDOPSIS
HOMOLOG OF TRITHORAX1/ ARABIDOPSIS HOMOLOG OF TRITHORAX
2 (ATX1/ATX2) - H3K4- metunaser; EARLY FLOWERING IN SHORT DAYS
(EFS) - H3K36 meruntpancdepasza; PRC2 (Polycomb Repressive Complex 2) —
Komruieke, cocrosmmii u3 6enkoB VERNALIZATION 2 (VRN2), SWINGER
(SWN), FERTILIZATION-INDEPENDENT ENDOSPERM (FIE) u MUSASHI
RNA-BINDING PROTEIN (MSI1); PaflC (RNA polymerase-associated factor 1
complex) - PHK-cBs3biBaromuii Komiuieke, cssbiBaetcess ¢ PHK-mommepasoii 1l u
UTpacT Ba)XKHYIO POJIb MPHU DJIOHTAIUU TPAHCKPHIIIMH, a TaKXKe MOAH(PUKAIIH
ructoHoB (ITo Song et al., 2012).

HavdanbHBI  ypoBeHb dkcmpeccun FLOWERING LOCUS C wu Bamsitor Ha

coctosinue xpomaruna wiu neiicteue MPHK (puc. 8B, puc. 9).
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OCHOBHBIM  PETYNASTOPOM,  MOBBIIIAIOUIAM  YPOBEHb  SKCIIPECCHH
FLOWERING LOCUS C, suserca Oemox FRIGIDA (Johanson et al., 2000).
benok FRIGIDA perymupyer Bboicokuii ypoBeHb 3kcripeccun FLOWERING
LOCUS C na »Tame K3MHMpOBaHHs, HEMOCPEICTBEHHO B3aWMOJEUCTBYS C KIII-
cBsa3bIBatonuM komruiekcoMm (nuclear cap-binding complex, CBC) (Geraldo et al.,
2009). 3arem npoucxoaut HakoruieHue Oenka ATWDRS5a na rene FLOWERING
LOCUS C wu, xak cneacTBue, yBeIUYECHUE TPUMETHINPOBAHMS JIM3MHA 4 THCTOHA
H3 (H3K4) (Jiang et al., 2009). Kommiekc PRC2 cBsi3pIBaeTCst ¢ JIOKYCOM 10, BO
BpeMsl U Tioclie Bo3aeicTBUs XoioaoM (puc. 10A).

ABTOHOMHBIN MyTh OCYIIECTBIISIET CEPHUIO MPOIECCOB, KOTOPHIE CBS3BIBAIOT
npoueccunr PHK ¢ nemerwnupoBannem H3K4, Ttem cambpiM  mojaBisis
aktuBatopel FLOWERING LOCUS C. Takum 00pa3oM, BBICOKHI ypOBEHb
skcnpeccun  FLOWERING LOCUS C mnoapnmepxuBaercs B CTallMOHAPHOM
COCTOSIHMHM JI0 HayaJla Ipolecca BepHaIU3aIiu.

Penpeccusi  (silencing) ecena FLOWERING LOCUS C nocpeocmeom
8030eticmaus xono0om. B 0TBET Ha BO3/€CTBHE X0JIOJ0M HAcTymaeT BTopas ¢aza
npoliecca BepHanu3aluu. Bo Bpemst 3Toil (pa3bl NIPOUCXOIUT CHUKEHUE YPOBHS
tpanckpunimu  FLOWERING LOCUS C. Dror mnpormecc peryiIupyror
Hekoaupytomue PHK u mexanusmel mogudukanuu xpomatusa (puc. 8b, puc. 10).
[Tocme 1-2 nHemenbp Bo3aciicTBus xosoma umcio TpanckpunTtoB COOLAIR
YBEIMYMBACTCSA. OJTO  TNPUBOJUT K  TMOJABICHUIO  HECIUIaCUPOBAHHBIX
tpanckpuntoB FLOWERING LOCUS C, no He ¢ynkuuonansaeix MPHK,
MOJIaBJICHHE KOTOPBIX TpeOyeT Oosee MpOAOIKUTEIHHOTO BO3ACHCTBHE XOJIOJIOM
(Song et al., 2012). Jlamee, mocie 3-6 Hemenb BO3IACHCTBHS XOJIOIOM,
dbopmupyercs komrmuiekc PHD-PRC2, kotopsiii mocraBisieTcss TpaHCKpUNITaMU
COLDAIR B cnemuduunyto ob6macte rema FLOWERING LOCUS C, rne
HaunHaeTcs yBeanueHue tpumeTuaupoBanus H3K27 (puc. 8b, 10B) (De Lucia et
al., 2008; letswaart et al., 2012).

Iloooeporcanue snucenemuueckoco nooasnenus sxcnpeccuu FLOWERING

LOCUS C nocne sozspawerus 6 menno. TpeTbs paza BepHAIU3ALNU HAUYMHASTCS,
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Puc. 10. Dkcnpeccus FLOWERING LOCUS C (FLC) Bo Bpems pa3iudHBIX
cTajuil BepHanu3aiuu. A - yctaHoBka skcrpeccun FLC 10 Bo3neicTBust X010/10M;
b u B - nmomaBnenne skcnpeccun FLC Bo Bpems 1-2 memens u 3-6 Hemenb
BO3JICUCTBHSI XOJIOJIOM, COOTBETCTBEHHO; [ - AIUTCHETHYECKOE II0/IaBJICHUE
(silencing) mocie BosBpameHust B Teruibie yciosus; PLANT HOMEODOMAIN
PROTEIN (PHD) — 6enku romeomomerna VERNALIZATION INSENSITIVE 3
(VIN3), VERNALIZATION 5 (VRN5) u VELI1 (o Song et al., 2012).

KOTJla PAacTeHHs BO3BPAIIAIOTCS B TEIUIBIE YCJOBHS TOCJE MPOIOJDKUTEIBHOTO
BO3JICUCTBUSI XOJOJHBIX Temreparyp. Bo Bpemss 53Toil  (a3sl MPOUCXOIAT
3HAYUTENbHBIE M OTHOCHTENHHO ObICTpble u3MeHeHHus B yokyce FLOWERING
LOCUS C, xortopble TpUBOAAT T€H B IIOJABIICHHOE COCTOsSHUE. B TeueHue
HECKOJIBKMX JIHEH Mocie nepeMenieHus B Teruibie ycinoBust komiieke PHD-PRC2
pacnpoctpansiercs mo Bcemy Jokycy FLOWERING LOCUS C, (De Lucia et al.,
2008) u cnenoBarensHO MoauduKkamus ructona, H3K27me3, tak ke ycunuBaercs
Mo BCEH UIMHE TEHAa, YTO HEOOXOAMMO ISl TOJJCPIKAHUS PEMpPecCUPOBAHHOTO

COCTOSAHMA Ha HNPOTAKCHHUH BCCTO ITOCIICAYIOIICTO KU3HCHHOI'O IUKJIA PACTCHHA

(«mamstu o 3ume») (Amasino, 2004; Song et al., 2012). (puc. 8B, puc. 10I).
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1.7. Beaoxk FRIGIDA u ero possb B npouecce BepHaJIN3aluu

benok FRIGIDA wu3 A. thaliana mmnHoit 576 a.0. TPHHAIIEKHT K
cynepcemericty OenkoB FRIGIDA. Bce npenacraButenu 3Toro cymepceMencTna
COJIepKaT KOHCEPBATUBHBIN IIEHTpaJIbHBIN ToMeH Frigida u cienuduansie C- u N-
KOHIIeBble o00OsiacTu. [0 KOHCEpPBAaTHMBHBIM IMOCIEIOBATEIBLHOCTSIM N-KOHIIEBOU
obnmactu cynepcemeiictBo FRIGIDA MoxHO pa3ienuTh Ha ISITh Pa3IUYHBIX
cemeiictB, FRIGIDA I-V. benku cemelictea FRIGIDA 1 conepxar
KOHCEpPBATUBHBIA  LEHTPAJIbHBIA  JIOMEH,  BKJIIOYAIOUIMM  XapaKTepHbIE
AMUHOKHCIIOTHBIE OCTaTKH, YTO TMo03BoyisieT BBIIBUTH optoiorn FRIGIDA wu
NpaBWIBHO HMX  aHHOTUpOBaTh. N-KOHUEBasg  o0dacTb  comepkur 37
AMUHOKHCJIOTHBIX OCTaTKOB (@.0.), KOTOpBIE XapaKTEPHBI TOJIBKO JJII CeMeucTBa
FRIGIDA 1. CemeiictBo FRIGIDA II mpencraBneno 6enkamu FRIGIDA-LIKE] u
FRIGIDA-LIKE2. B N-koHIeBoif 00JIaCTH OHHU COJACP)KAT y4acTOK JIMHOU 60
a.0., XapaKTepHBIK TOJBKO sl gaHHoro cemeictBa. CemeiictBa FRIGIDA III u
FRIGIDA IV mpeacrasnensl 6enkamu FRIGIDA-LIKE 3 u FRIGIDA-LIKEA4a,
FRIGIDA-LIKE4b; coorBercTBeHHO. N-KOHIIEBBIE 0O0JIACTH DTOr0 OEJIKa TaKKe
XapakTepHbl TOJIBKO JUISI YJIEHOB ONPEAENEHHOTO ceMencTBa. (CemMencTBo
FRIGIDA V npencraBiaeno 6enxkom FRIGIDA-LIKES. Pazmuums cnenuduaHbix
C- u N-KoHIIEBBIX 00JIaCTEH TOBOPST O Pa3HbIX OMOJOTUYECKUX (PYHKIUSAX ITUX
oenkoB. FRIGIDA u FRIGIDA-LIKE 1/2 (FRL1/2) HeoOX0aMMBI IJIsT SKCIIPECCHH
FLOWERING LOCUS C, o ponu npyrux O€IKOB B HACTOSIIEE BpEeMs HHYETO
HeusBectHo (Risk et al. 2010).

benok FRIGIDA w3 A. thaliana, sBnsercs npeacraBuTeneM ceMelcTBa
FRIGIDA 1. On conmepXUT KOHCEpBATHBHBIM IEHTpaibHBIA AoMmeH Frigida u
cneuuunsie C- u  N-koHueBble oOnactu, Hecyuwme coiled-coil aoMeHbI
(Johanson et al. 2000; Michaels et al. 2004). C-koHiieBast 00J1aCTh KPUTHYHA JIJIS
dbynkuuonansHoM aktuBHOCTH Oenka FRIGIDA: B ee orcyrctBue FRIGIDA ne
MoxeT crnocoOoctBoBaTh TpaHckpunimu FLOWERING LOCUS C. Mexanusm, ¢
nomonibto kKoToporo FRIGIDA akTtuBHpyeT SKCIPECCHIO 3TOTO T€Ha, H3yueH

HepocTaTouHo. B Hactosimee Bpems Ha npumepe FRIGIDA w3 A. thaliana
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orpezeneHa poJib 3Toro 6enka B aktuBaiuu Tpanckpuniuun FLOWERING LOCUS
C: 1) B3amMmojelicTBHe C KdI-cBs3biBarommM komiuiekcom (CBP, cap-binding
protein complex) (Geraldo et al. 2009); 2) hbopmuposanue komiuiekca FRI-C (Choi
etal., 2011);

Jnst nmepBoro stana co3peBanus MPHK HeoO6xomumo namnuue CBP
KOMILIEeKca, cocrosmero u3 apyx cyorenuuun; CBP20 u CBP80. ITotepss CBP20
npuBouT K cHmkeHuo ypoBHss MPHK FLOWERING LOCUS C u yBennueHuto
Yyyclia HECIUIAMCHUPOBAHHBIX TpaHCKpUNTOB dToro reHa. Kak yacte CBP
komiiekca, FRIGIDA HemocpeacTBEeHHO B3aWMOACHCTBYET € 5’-K3NI CalTOM
TPAHCKpPUNTA JTOTO TI€HA, YacTUYHO BOcCCTaHaBiauBas ypoBeHb MPHK w
HOPMAJIM3UPYSl  COOTHOIICHUE  CIUIAHCHPOBAHHBIX U  HECIUIAWCUPOBAHHBIX
tpanckpuntoB FLOWERING LOCUS C. Takum o006pa3oM, KOMIEHCHUPYETCS
noteps CBP20, u yposens skcnpeccurn FLOWERING LOCUS C Bo3spacraer
(Geraldo et al., 2009).

I[Tomumo B3aummopeiictBugs ¢ CBC kommuiekcoMm, Oenok FRIGIDA
dbopmupyer komiuiekc FRI-C, HeoOXomuMbIli mIsi aKTUBAIMK TPaHCKPUIIITUU
FLOWERING LOCUS C. Cbopka KOMITIEKCa OCYIIECTBISACTCA Kak (DU3UIECKOE
B3aumojeiicteue, B kotopoM FRIGIDA neiictyer kak scaffold, t.e. sBusercs
OCHOBOM JuIs cOopku komrmoHeHTOB komiuiekca, FRIGIDA-LIKE 1 (FRL1),
FRIGIDA ESSENTIAL1 (FES1), SUPPRESSOR OF FRIGIDA 4 (SUF4), u
FLOWERING LOCUS C EXPRESSOR (FLX) (puc. 11). Kaxnsii Oemok
komiiekca FRI-C  wumeer ompenenennyro dynknuo. SUF4  orBeuaer 3a
csizpiBanme ¢ mpomoropom rena FLOWERING LOCUS C, FLOWERING LOCUS
C EXPRESSOR u FRIGIDA ESSENTIAL1 nHeo6xoaumbl J1si TPAHCKPUTIIIUOHHOM
aktuBHOCcTH, a FRIGIDA-LIKE 1 u FRIGIDA ESSENTIAL1 crabuwmmsupytot
xomruieke (Choi et al, 2011; Ding et al., 2013).

B oOenke FRIGIDA N- wum C-obmacth BaxHB IS (PU3HUIECKOTO
B3aumoerctus ¢ komnoHentamu FRI-C: N —konueBas o6macte FRI cBsA3bIBaeTcs
¢ N —konneBbeiM pernoHoM FRIGIDA-LIKE 1, C —konnesas o6xacte FRIGIDA
B3aumoneiicteyer ¢ N —konueBo ob6macteio FLOWERING LOCUS C
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EXPRESSOR ¢ C —xonneBoii obnacteto SUPPRESSOR OF FRIGIDA 4 u
FRIGIDA ESSENTIAL1. SUPPRESSOR OF FRIGIDA 4 B3zaumopeicTByeT c
FRIGIDA-LIKE 1, u FLOWERING LOCUS C EXPRESSOR B3aumopeiicTByer ¢
FES1 (puc. 11A). Beicokuii ypoBennr skcrnpeccun FLOWERING LOCUS C
3aBUCUT OT  (DU3UYECKOTO  B3aUMOJEHUCTBHUS  MEXKIYy  ClIEHU(PUISCKUMU
aKTUBaTOpaMU M OCHOBHBIMH (PaKTOpaMu TPAHCKPUMIIUU U MOAU(PUKALMU
XxpomaTuHa. buoxumudeckuil u (QyHKIHMOHANBbHBIN aHanu3 koMmroHeHToB FRI-C
MO3BOJIWJI TIPEIOKUTh Mojiesb akTuBaruu TpaHckpunuu FLOWERING LOCUS

C nmocpenctBoM 3Toro Komiuiekca (puc. 11B).

FLX EFs  SWRI-
c

FRIGIDA

wrd-  ?FLC

containing
GTFs, CRs

SUF4

Puc. 11. Kommuexkc FRI-C u ero ywactue B akTHBalUUMK TPaHCKPHIILIUU
FLOWERING LOCUS C. (A) Cxematudeckoe H300pa)K€HHE B3aMMOICHCTBHIA
koMrtoHeHTOB komruiekca FRI-C; (b) Moaens B3aumoneiicteust komruiekca FRI-C

¢ (akropamu Moaudukanuu XxpomatuHa u gakropamu TpaHckpumnimu SWR1-C,
EFS, u TAF14 (o Choi et al, 2011).

CornacHo »toii Moxenu, SUF4 HemocpeJACTBEHHO CBS3bIBaeTCsA C CiS-
AJIEMEHTOM, PachoJio’keHHBIM Henaneko ot mpomorepa FLOWERING LOCUS C u
TakuM oOpasoMm, ¢opmupyetcs komiuiekc w3 FRI-C u  gpyrumu  FLC-
cnenupuunbiMu  peryiastopamu.  Kommnekc  FRI-C  coOupaer  dakropbl
Moau(UKAIIMKA XPOMAaTHHA W OCHOBHBIE (hakTophl Tpanckpurnuu: SWR1-C, EFS,
u TAF14, mepen npomotopom FLOWERING LOCUS C. O6pa3zoBaBmuiics
KoMIuieke crocoOctByeT mHunmanuu tpanckpuniuun FLOWERING LOCUS C u
3aTeM OIOCPEAYET HJIOHTalMI0 TPAHCKPUIUMUKM Tpu B3aumoneiictBuu ¢ EFS B

TpaHCkpuOupyemon oOiactd. OJHAKO MEXaHU3M aKTUBAIlUU TPAHCKPUIIUU
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oOpa3oBaBIIMMCS KOMIUIekcoM m3ydeH HepocraTtouHo (Choi et al, 2011; Ding et

al., 2013).

1.8. Dxogoro-reorpadguueckue 0COOEHHOCTH BepHAJIM3AUH y
apadugoncuca

@DakTOphI, 3aMyCKaloNIFe I[BETEHUE, W OMPEIEIIAIoNas WX OKpYXKaromias
cpeaa MEHSIOTCSI B 3aBUCUMOCTH OT IIMPOTHI U 0cOOEHHOCTEH Kiumara (Simpson
and Dean, 2002). ¥ A. thaliana mmupota npouspacranust (IMMPOTHBINA KIKH) BIHSICT
Ha Bpems mosiBeHus cousetus (bolting time) u 3amBeranus (flowering time)
(Brachi et al., 2013a). Cuwmraercs, YTO SKOTHIBI BAOJb MIUPOTHOTO KIWHA
pasnuyarorcs 1mo BocrnpuuMuuBocTH K BepHanm3anuu. ['en FRIGIDA omnpenenser
IPUPOJTHOE pa3zHOOOpa3re BPEMEHH TMOSBICHHS COIBETHS M 3alBeTaHus B A.
thaliana, uro cBsi3aHo ¢ HamuuneMm myTanuid B Jiokyce FRIGIDA, npuBoasmm
norepe (YHKIMOHAJIBLHOCTH, W TpenAnojaraercia, 4YTo TaKue HW3MEHEHUS,
CIOCOOCTBYIOT afanTalui K MecTHhIM ycioBusM (Johanson et al., 2000; Le Corre
et al., 2002; Le Corre et al., 2005; Stinchcombe et al., 2004).

Stinchcombe u coaBtopsl (Stinchcombe et al.,, 2004) noxazamu, 4YTO
OKOTHUTIBI ¢ QyHKITMOHATBHBIM ayutesieM FRIGIDA 3anBeTaroT B FOKHBIX IIHPOTAX
3HAYUTEIHLHO PaHbIIIE, YeM CEBEPHBIC IKOTHUTIBI. OJIHAKO CPEAM IKOTUIIOB, KOTOPHIE
HecyT HedyHkmoHanbHBIM amrens FRIGIDA, momoOHas koppensnus He
oOHapy>keHa. DTHU Pe3yNbTaThl MO3BOJIWIN MPEAJIOKUTH TEHETUUECKYIO MO/IENb, B
KOTOPOH MIMPOTHBIN KJIMH IO BPeMEHU 3anBeranus pacteHuid A. thaliana 3asucur
elme OT OJHOTO TeHa, g paboThl KOTOPOTO HEOOXOIWM aKTHBHBIN ajlieib
FRIGIDA (Caicedo et al., 2004). A Shindo u coastops! (Shindo et al., 2005)
MPEAnoaoXKuian, 4ro Takoe ycuienue skcnpeccun FLOWERING LOCUS C y
OKOTUTIOB ¢ HedyHkimoHanbHbIM aieneM FRIGIDA moxxer OBITH CBsSI3aHO C
BO3HMKHOBEHHWEM MYTAllMii B T€HaX aBTOHOMHOTO ITyTH, PEMPECCUPYIONIUX T'eH
FLOWERING LOCUS C.

[ToMmuMo MPOTHOTO KIIMHA, ajjienbHOE pasHooOpasme reHa FRIGIDA A.
thaliana cBsi3aHo ¢ BeICOTOI MecTa OOMTaHUs pacTeHUI HaJ ypoBHeM Mopsi. Koraa

Mendez-Vigo u coastopsl (Mendez-Vigo et al., 2011) onwcanu BBICOTHBIM KJIHH
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M0 TaKUM XapaKTepUCTUKAM, KaK MUHUMAaJbHAs 3UMHSS TeMmIeparypa u
KOJIMYECTBO OCA/IKOB, 0Ka3aJI0Ch, YTO ITH MOKA3aTeNN CBA3AHbI C MOIUMOPHUZMOM
reHoB FRIGIDA u FLOWERING LOCUS C u, BeposiTHO, MOTYT OBITh OCHOBHBIMHU
KIIMMAaTUYECKUMH  (DaKTOpaMH, OKa3bIBAIOIIMMH CEJICKTUBHOE JIABJICHHWE Ha
NpU3HAKK BPEMEHH Mepexoja K IBETEHUI0. Pe3yabTaThl 3TOTO UCCIICIOBAHUS €Il
pa3 TMOJTBEPXKIAIOT, YTO ajuledbHOoe pasHooOpasue B rTeHax FRIGIDA wu
FLOWERING LOCUS C cmocoOGcTByeT ajmanTaud K KIMMaTHYECKHM
n3MeHeHusiM. Takum oOpazom, MoJekyisipHoe paszHooOpasue reHa FRIGIDA
c(hopMUPOBAHO AJANITUBHON IBOIIONUEH M 00eCTIeYMBAET CIIOCOOHOCTh PACTCHUIM
Arabidopsis mpucrocabimuBaThCs K HOBBIM KJIIMMaTHYeCKuM ycioBusM (Toomajian
et al., 2006). Touno Tak xe poib rera FRIGIDA B agantanuu K H3MEHSIOMAMCS
KIIMMAaTHYECKAM YCIIOBUSM ToKazaHa mpu aHanm3e QTL BpemeHu 3arBeraHus
(flowering time) y A. thaliana (Li et al., 2010).

[Tpu renetnyeckoM aHanm3e nomyssaiuii A. thaliana monmuMopgusmer rena
FRIGIDA o6OnapyxuBaercs kak QTL BpeMeHm mepexoma K IBETCHUIO W
BepHaim3anuu (Koornneef et al. 1998; Levy u Dean, 1998). Onnako, HecMOTpsI Ha
TBepAO YyctaHoBieHHoe yuactue reHa FRIGIDA B perymsauuun BpemeHu
3alBETaHUsl, ’TOT T'€H HE Bcerna oOHapyxuBatoT cpenu QTLS nmpu3HakoB BpeMeHU
nepexonaa k nsereHuro (tabm. 1) (Brachi et al., 2010, Brachi et al.,2013a; Grillo et
al., 2013).

Grillo u coasTops! (Grillo et al.,2013) He oOHapy»xunu cBsizu rena FRIGIDA
¢ QTL Bpemenu mepexona K mBeTeHUto, XoTsA C 3tuM QTL Obuta acconmumpoBaH
ren FLOWERING LOCUS C, Ha ypoBeHb 3KCIPECCUU KOTOPOTO, KaK M3BECTHO,
BusOT ajutenbhbie hopmel rera FRIGIDA. B uccnenosanusix Brachi u coasropos
(Brachi et al., 2010, Brachi et al.,2013a) cpeau mnonymsuuii A. thaliana,
pacnpoCTpaHEHHBIX IO BCEMY MHpY, OOJBIIMHCTBO HAWJIEHHBIX T'EHOB,
ACCOIIMMPOBAHHBIX C W3MEHEHUSMH BO BPEMEHU TM€pexojia K IBETCHHUIO,

OTHOCWJIUCH K PETyJsTOpaM IUPKATHBIX 4acoB, a Koppesmus ¢ reHamu FRIGIDA

u FLOWERING LOCUS C orcyrcTBOBaNA.
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Bosnukaer Bompoc, mouemy ren FRIGIDA ne Bcerma momamaer B QTLS
IIPU3HAKOB BPEMEHM MEPEX0/1a K LIBETEHUIO?

CymecTByeT MHOro (hakTOpoB, KOTOpbIE MOTYT MOBIMITH Ha IPOLECC
obHapyxenust QTLs. ['maBHBIMU U3 HUX SIBISIOTCS TeHeTudeckue coiictBa QTLs,
KOHTPOJIUPYIOIIUX NPU3HAK, (PAKTOPhI OKPYKAIOIIEH CPEbl, pa3Mep MOMYISALUN U
skcriepuMenTaibable omuOku (Churchill et al., 1994). Jlns QTL ananu3a odeHb
BAJKHO YETKOE MPOSIBIECHUE HCCIEAYyeMOro mpu3Haka. Kak roBopwyioch BBILIE,
IPOLECC LBETEHUS HAXOJUTCS IMOJ KOHTPOJEM CJOXKHOW CETH I'€HOB, KOTOPYIO
3aIyCKaIOT KacKaJbpl CUTHAJIOB BHeWIHEN cpeabl. [lyTu, mo KOTOphIM nepenaroTcs
3TH CUTHAJIbI, IEPEKPBIBAIOTCA U CIOXKHBIM 00pa3oM B3auMOAECUCTBYIOT. Takum
o0pa3oM, (akToOpbl OKpYXaroUleil cpelbl U UX HU3MEHEHHUE OMNPEIENSIOT BBIOOD
NyTH T€pelauyd CHUrHaja, 3allyCKalolero OIpeeNIeHHbIE CTaJud Mpolecca
LBETEHHUS. [J1aBHBIMM HMCTOYHMKAMHU HKCHEPUMEHTAJIbHBIX OLIMOOK SIBIISIOTCA
OIIMOKM MpU TEHOTUIHPOBAHUM PACTEHUM C TOMOILIBIO MAapKEpOB W/MIU
deHoTunuueckue u3MeHeHus. OIMOKM TEeHOTUIUMPOBAHUS WJIM HEIOCTaTOK
MapKepoB MOTYT IOBJUATH HA PACIOJIOXKEHUE MApKEpPOB HAa KapTe CLEIUICHUS.
[TonmumopdHble Mapkepbl HE BCerja paBHOMEPHO paclpeleieHbl BIOJb
XPOMOCOMBI, OHH 4acTo 00pa3yroT KJIacTepbl B OJHUX MECTaX U OTCYTCTBYIOT B
Ipyrux. B pomnonHeHne Kk HEpaBHOMEPHOMY pAaCIpENEICHUI0 MapKEepOB, 4acToTa
peKoMOMHAIMK HEOAMHAKOBAa BIOJIb XpoMmocoM. HemoctaTok MapkepoB WU
BBICOKAsl T€TEPOr€HHOCTh MCCJEAYEMBIX T€HOMOB MOIYT IPUBECTH K TOMY, YTO
renbl, cBsa3anHbie ¢ QTLS mccnmemyemoro mpusHaka, HE OOHAPYKMBAIOTCS TPHU
sToM aHaim3e. OCOOEHHOCTH peructpanuud (EeHOTUIIUYECKOTO HM3MEHEHUS
UCCIIEyeMOro TMpH3HaKa HUMEIOT HauOoJjblllee 3HAYE€HUE JJIi  TOUYHOTO
kaptupoBanuss QTLS. B menom, paspelieHue npu KapTUPOBAHUHM HCCIETyEMOTO
IPU3HAKa ONpPEAesIeTCA TPEMS MOKa3aTeIsIMU: IUIOTHOCTBIO MapKEPOB, Pa3MEPOM
HOMYJISIIMM M TOYHOCTBIO OIEHKU KonmuyecTBeHHoro mnpusHaka (Collard et. al.,
2005).

B pabotax, yka3zaHHbIX B TaOis. 1, yCIOBHUS MPOBENEHUSI SKCIIEPUMEHTOB C

PaCTCHUAMUA apa61/1110ncnca OBLIH Ppa3INIHbIMU: OAHN IPOBOIAUIIHNCL B
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UCKYCCTBEHHBIX YCJIOBMSAX KIMMAaTHUYECKMX KaMep M TeIUIuIl], Jpyrue B
€CTECTBEHHBIX MPUPOAHBIX ycIoBHUsIX. Kpome TOro, B 3TUX OmbITaX MCCIEIOBAIH
HKOTUIIBI M3 Pa3HBIX KIMMATUYECKUX 30H mpouspacTanus. JlabopatopHbie
yCIIOBHS, B KOTOPBIX OOBIYHO BhIpammBaioT pacteHust Arabidopsis, moryr He
COOTBETCTBOBATh TEM YCJIOBHSIM, B KOTOPBIX HUCCIEAYEMbIE IKOTHUIIBI HAXOJATCS B
INPUBBIUHBIX MeECTaX UX OOWUTaHHUS U, CKOpee, COOTBETCTBYIOT KpalHEMY
MOJIO’KEHUIO Ha IIKaje Bapuallid — B OTJIWYHE OT HOPMAJIbHBIX MECT OOMTaHUS ,
KOTOpBIE OOBIYHO ropas3io mnpoxiamHee u cyme (Hoffmann, 2002). Dto cuibHO
BIMSICT HAa WHTEPIpETaluio (EHOTUMUYECKUX Pa3IHuuid MEXKIY pe3yibTaTaMu,
MOJyYEHHBIMU B TEIUIMIIE, KIIMMATHUYECKUX KaMepax M Ha OTKPBITHIX IUIOMIAIKAX.
Kpome Toro, xorma pacTeHUs BBIpAIMBAIOT B KJIMMATHYECKUX KaMepax WIIU
TEIUTMIIaX, BOCIIPOU3BO/IS TaM MPUPOIHBIE YCIOBUS POCTA, a 3aTEM MEePECaKUBAIOT
Ha OTKPBITHIE IJIOMIAIKU, MOKHO 0O0HapyxuTh QTLS, KoTOphIe HE OBUTM HalICHBI,
KOT/Ia pAacTEeHUs BBIPAIIMBAIM TIPU TMOCTOSHHBIX YCJIOBHUSX BHEIIHEH CpeJibl
(Weigel, 2012). Hanpumep, pasnuunsie nomyismun A. lyrata 3amBeraim B pa3Hoe
BpeMs B KJIMMaTHYECKUX KaMepax, OJIHAKO IMOoCJie BEpHAIU3ALNUN OHM 3alBeTalld
OJIMHAKOBO paHO. BeposATHO, B €CTECTBEHHBIX NPUPOAHBIX YCIOBUSAX PACTCHHS
MOJIBEPTalOTCsl BEpHAIM3AIMM BO BpEMsI 3UMbI, U pa3zHOOOpa3ue IO BpPEMEHU
3allBeTaHusl, KOTOpoe Halmmojaercs B KIMMAaTHUYECKUX  Kamepax  0Oe3
BEpHAIM3ALUN, MOXET HE MPOSBIATHCS B MPUPOTHBIX YCIOBHUAX TOCTE MEPBOTO
BEereTallMOHHOro mepuona. Takke Bo3MokHOo, uYro FRIGIDA oka3biBaer
IJIEHOTPONHOE BO3ACHCTBUE Ha Jpyrue npuszHaku. Kak m3BecTHO, y pacteHuit A.
thaliana FRIGIDA BiusieT He TOJNbKO Ha TpeOOBaHHE B BEpHAIU3AIMK, HO U Ha
s pexkTHBHOCTH Hcmob30oBanus Boabl (Kuittinen et al., 2008; McKay et al. 2003).

[To muenuto Brachi et al. (2010), nmpoBeneH#e SKCIIEPUMEHTOB, CBA3aHHBIX C
BEpHAJIU3ALMEH, OCIIOKHAETCS TpeMs puurnHaMu: (1) pa3nuuHble SKOTUIBI MOTYT
NPEABIBISITH pa3Hble TPeOOBAHMA K TaKUM YCIOBUSM BEpHAIM3AIMU, Kak
TEMIEpaTypa, MPOIOIKUTEIILHOCTh BO3JICHCTBHS XOJIOOM U CTaus pa3BUTHS, HA
KOTOpOM Tmpou3onuia BepHaiu3anus; (2) BO3MOXKEH IMEPE3alyCcK 3SKCIPECCUU
FLOWERING LOCUS C, korzaa Bo BpeMsi BEpHAIU3ALKMKU B TPUPOAHBIX YCIOBUSIX
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OpOUCXOAAT ckauku Temmepatyp; (3) Ha yposennb skcmpeccun FLOWERING
LOCUS C BausioT reHbl aBTOHOMHOTO MYTH. B €CTECTBEHHBIX YyCIOBHUSX, B
KOTOPBIX MPOBOIMIKMCH dKcniepuMeHThl Brachi u coasropos (2010), Temneparypa
3uMoi He OblIa mocTostHHOW. BosnukaroT crmoxkaoctu npu GWA ananuse, eciu
HAOIOJaeTCsl BBICOKAs TETEPOTCHHOCTh HCCIEAYEMOTO TE€Ha B TOMYJISIUN.
FRIGIDA sBnsiercst KJIacCMUYECKMM TMPUMEPOM aJlJIEIbHONH T€TEPOreHHOCTH B
nomyysimusix A. thaliana (Atwell et al., 2010). ITpu Bcex cBOMX MPEUMYIIECTBAX,
GWA xapTupoBaHHE TCHOB, JIKAIIUX B OCHOBE M3MEHEHHUS (PeHOTHIA, UMEET
CYIICCTBEHHBIC  OTPAaHWYCHUS, KOTJIa  CPaBHHUBAIOTCA  MOMYJSIUU U3
reorpaMuecKd OTIHAJIICHHBIX PETHOHOB. BO-TIEPBBIX, CHIBHOE CMEIICHHE B
CTPYKTYype TIOTTYJISITTHIA IPUBOIUT K JIO’KHOTIOJIOKHUTEIILHBIM U
JOXKHOOTpHIIAaTeIbHBIM pe3ynbTaTam (Brachi et al., 2010). Bo-BTopsIx, mpu 3TOM
TPYAHO OOHAPYXHTh PEIKHE aJUICIH, TOTEHIMAIBHO BAaXKHBIC I JIOKAJTHLHOU
amantarmn  (Atwell et al.,, 2010). B-tpeTbux, NPUTOM 4YTO B MPUPOIHBIX
HOMYJISIUSAX OJWH U TOT XK€ (DEHOTUIMYECKUH TPU3HAK MOXKET OBITh BBI3BAaH
pasHBIMH aJUICTIIMU OJTHOTO M TOTO JK€ TeHa, aJUICJIBHBIN MOIMMOPHU3M MOXKET
3aTPYJHUTh OOHAPYXKEHHWE TEHOMHBIX 00JacTei, CBSI3aHHBIX C (DEHOTHUIUYECKOU
npupoaHoi m3mMeHurBocThio (Brachi et al., 2013Db).

Hecmotpss Ha ommcanme 13 nedynkumonansubix amieneit FRIGIDA B
nonyisnusax A. thaliana, coopannsix Bo ®panmuu (Le Corre et al., 2002; Le Corre
2005), B mocnenyromux ucciemoBanusx Brachi m coaBropoB ren FRIGIDA
cootBeTcTBOBa)l QTL mpu3Haka nBeTeHUs cpenu (PpaHIly3CKUX KapTHPYIOIIUX
NOMYJISIIUA ¥ MECTHBIX (PpaHIly3CKMX HTpUpOoAHbIX momyisnuid A. thaliana.
CymecTByeT IBE THIIOTE3bl, C IMOMOIIBI0 KOTOPBIX MOXHO OOBSICHUTH 3TOT
pesyabTar. [lepBas rumoresa MpennojiaracT, 4To OAWH M3 HE(QYHKIIMOHAIBHBIX
aJielied  MOXET JOMHUHHUPOBAaThH HAJ JPYrHM, HEPYHKIIMOHAIHHBIM aJlIesieM
Bropas, nonmumopduzmer FRIGIDA moryT ObITh pa3ienieHbl MEX1y HECKOJIbKUMU
HepyHKIMOoHaTbHBIME ayviensmu (Brachi et al., 2013b). TouHo Tak ke B OIbITaX €
paricom (Raman et al.,, 2013), QTL ananu3 moka3aj, 4To BpeMms Iepexojaa K
LBETEHUIO — 3TO CJIOKHBIN IIPU3HAK, KOTOPBIA KOHTPOJIIMPYETCS, I10 MEHBIIEN Mepe
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Tabauia 1. Ananu3 ces3u rena FRIGIDA co BpemeneM niepexoja pacrenuit Arabidopsis k nBeTeHuno

. Mertoms! acconManuy reHa AnnensHOE QTLs
OO0BexT Ycnosus upoTHBIA
[Ty6nukanmu FRIGIDA c Bpemenem pa3HooOpazue BpEeMCHU
HCCIICIOBAHUS IKCIIEPUMEHTA KJIMH
LIBETEHUS reda FRIGIDA LBETEHUS
Koornneef et al. 1998 MogensHble sxotrnsl A thaliana KinumaTtudeckue Her naHHBIX QTL ananus Her maHHBIX na
KaMepsbl
Johanson et al, 2000 Mopenbasie skoTrmbl A thaliana Knumarnueckue na MornekyspHble  MapKepsl hit:}
KaMmepsl (SCAR))
Shindo et al., 2005 Mpupoansie sxotumnsl A thaliana, cobpannsie | Termuist na MornekysipHble  MapKepsl na Her
B IIUPOTHOM HHTepBase 15-65 °N (SCAR) JIAHHBIX
Stinchcombe et al., 2004 | Espomneiickue u Cpenuzemuomopckue | I[pupoausie Ia MorekyaspHble  MapKephl Her
npupoaHbie 3kotuinsl A thaliana yCIIOBHSA (SCAR) JIAHHBIX
Stinchcombe et al., 2005 | Espomeiickue  npupomubie  dkotunbl A | Kinumarudeckie na MounekynsipHble  MapKephl na Her
thaliana Kamephbl (SCAR)) JIAHHBIX
Le Corre et al., 2002 puponusie mnonmymsiuuu A, thaliana wu3 | Termist Ia MomnexymnspHbIe MapKepbl Ia Her
3amagnoit EBpomsl €CTECTBEHHBIM (SCAR)) TaHHBIX
OCBELIICHHEM
Le Corre et al., 2005 Ipuponusie mnomymsinuu A, thaliana wu3 | Termist HET MornexymnspHbIe MapKepbl Ia Her
DOpaniun €CTECTBEHHBIM (RFLP, SNP, InDel, SCAR), JTaHHBIX
OCBELICHHEM CEKBEHUPOBAHHUE
Kuittinen et al., 2008 Honymsiumu A, lyrata w3 uedtpanpHoit u | Knumartuueckue na MornekynspHsle  MapKepsl na Her
ceBepHO EBporbt KaMepbl (SCAR,), tpanchopmanust A JTAaHHBIX
thaliana
Brachi et al., 2010: | PekomOuHaHTHBIE JHHUH W TpUPOAHbIE | [IpupoaHbie na GWA u QTL ananu3 Her ma"HBIX HET
Brachi et al., 2013a nonyisuu A. thaliana , cobpanHbie co Bcero | ycioBus
MHpa
Brachi et al., 2013b Mpuponusie mnonynsituu A, thaliana w3 | [puponssie Her nannpix | GWA u QTL ananus Her nanHbIX na
DpaHUUK ¥ KAPTHPYIOLIKE TOMYJISIIUH YCIIOBHSI
Grillo et al., 2013 IIpupoansie MOMYJISIUHI ueHTpanpHoi | Knnmmaruueckue Her nannpix | SSR n QTL ananu3 Het manHbIX HET
Wranuu u nuentpansHoii Beunn KaMmepsl
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20 pa3nUYHBIMH JIOKYCaMH, JOKAJIN30BaHHBIMU Ha JECITH Xpomocomax. U Tem He
MEHEee, Ha 3TU JIOKYChl npuxoautca He Oonee 30% nucrnepcuu mo MpU3HAKam
Hayaylo IBETEHUsI M OTBET Ha BepHanuzanuio. Hexotopeie QTLS mis BpemeHu
3alBeTaHUs HEeCyT xoporno u3BecTHbie reHbl BepHanmm3anuu VERNALISATION
INSENSITIVE 3 u FLOWERING LOCUS C, ognako cpeau WX HE HaWJEH IeH
FRIGIDA, pacrionoxeHHbIM Ha TOM ke xpomocome A3.

[Tomumo mnonumop¢du3Ma MOCIAEAOBATENBHOCTE TI'€HOB, CYLIECTBYET
snureHernueckuit nmonumopdusm FRIGIDA u FLOWERING LOCUS C. Jnsa A.
thaliana mokazano Hanmume audQepeHInaTPHO METHIMPOBAHHBIX PETHOHOB
(differentially methylated regions, DMRS), koTopble BBICTYyNarOT B KaueCTBE

SHMI€HETUYECKHX JIOKYCOB KOJMYECTBEHHEIX mpusHakoB (QTL™

) ¥ COCTaBJISIIOT
60-90% ot HaciemoBaHUS TSI ABYX CJOXKHBI IPHU3HAKOB, BpPEMS Iepexoaa K
LIBETCHUI0O M JUIMHA MepBUYHOro KopHs. Takme DMRs Ttaxxke omnpenenstor
npupoaHoe pasHooOpasue momyisinuid A. thaliana no mnpusHaky BpemeHH
3alBeTaHusl, He3aBUCUMO OT m3MmeHeHui nocneaosarensHocTed JJHK (Cortijo et.
al., 2014). HecMoTpss Ha HECOMHEHHO BaXKHYIO POJIb B PETYJIAIMU TEpexoaa K

nserenuto, reH FRIGIDA, B cuiy BceX BBINICONMUCAHHBIX MPUYMH, MOXKET HE

oOHapyxuBathcs B QTLS npru3Haka BpeMEHHU IIBETESHUS.

1.9. SCAR mapkepbl Kak HHCTPYMEHT /Jisl BbISiBJeHHs NoJjumMopdusma,
pa3inyeHus U naeHTHUKATUE reHoMoB Brassica

JIHK mapkeps! SIBISIOTCS TEHETUUECKUMU HHCTPYMEHTaMHU, [O3BOJISIOILINMU
pemarb caMmble pa3HOOOpa3Hble 3a7aud. VX Mcrnonb3yroT A TeHOTUIIUPOBAHUS,
YCTaHOBJICHHSI POJICTBA W 3BOJIIOLMOHHBIX CBSI3€d MEXIYy OpraHu3MamMu U HX
TaKCOHaMM, KapTHpoBaHus TreHoB u npu3zHakoB. JIHK wmapkepsl mumpoko
IPUMEHSIOTCST TIPU MEXKBUIOBOM THOpUIM3ALMK U WHTPOTPECCUBHOMN CEJIEKINU
JUISL CO3JaHMsI HOBBIX COPTOB parca, Cypenuibl M KamycThl. D()(PEeKTUBHOCTH
CEJEKIMM 3HAYUTENBHO BO3pactaeT npu wucnonszoBanun JHK wmapkepos,
MO3BOJIAIOIIMX CJIEAUTh 3a HMHTporpeccueid (parMeHTOB I€HOMa M OLCHUBATh

BHYTPHUBUOBOU MOTUMOPPU3M JIJIs1 HICHTU(DHUKAIIMN [IEHHBIX aJlIeJiel U JIOKYCOB.
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B kauectBe Takux JIHK MapkepoB Ha ceromHsIIHUI JeHb Haubojiee YacTo
ucnonws3ytorcsi SCAR wmapkepsr (Sequence Characterised Amplified Region).
SCAR wmapkepsl — ¢parmentsl [IHK, ammnudunupyemsie co cnenubuyHbIMU
[IIIP mpaliMepamMu, CKOHCTPYUPOBAaHHBIMH Ha OCHOBE KIOHHPOBAHHBIX
(GbparMeHTOB 1EJIEBOTO I'eHa C M3BECTHOM HYKJICOTHUIAHOW MOCIIEN0BATEIHHOCTHIO.
OcHoBHbiMH ~ TipeuMmyniecTBamMu  SCAR  mapkepoB  SBISIFOTCA — MPOCTOTA
TECTUPOBAHUS, HaIU4YMe EAUHCTBEHHOTO (¢parMeHTa, a, CIeJOBaTeIbHO,
OJIHO3HAYHOCTh HHTEPIIPETAllNM, BO3MOKHOCTh aBTOMATHU3allMd MPOTOKOJA.
Hemocratkom SCAR mapkepoB ABISETCA CIIOKHAsA MPOLEAypa CO3MAHUSA
MapKepoB, BKIJIIOYAIOMIAsl ATanbl KJIOHUPOBAHUS M CEKBEHUPOBAHMS T€HOB WIIU
Ipyrux (parMeHTOB T'€HOMa, OCOOCHHO B T€X Cllydasx, KOrja B 0a3ax JaHHbBIX HET
JIOCTATOYHOTO  KOJIMYECTBA HYKJIEOTHUIHBIX MOCIEI0BATEIBHOCTEH LEIEBBIX

dbparmentoB JJHK.

1.10. O630p NMaTeHTOB, CBS3aHHBIX € NPAKTHYECKHUM HMCIOJIb30BAHHEM I'€HOB
pa3sBUTHUA

AKTUBHOE H3yYEHHE TE€HOB, KOHTPOJMPYIOUIMX MPOLECCHl Pa3BUTHUA, Yy
pa3HBIX BHUJOB PACTEHUM, ITO3BOJIMJIO HCIIOIb30BATh 3THU TE€HBI I CO3JAHUSA
TPAaHCTEHHBIX (OPM KYJIBTYpHBIX PACTEHHM C YIYUIICHHBIMA CBONCTBaMHU.
[IOCTOSHHO  MOSIBASIOTCS ~ HOBBIE  TEXHOJIOTMM  CO3JAHUS  T'EHETHYECKHUX
KOHCTPYKLIMM,  BEKTOPOB,  MOJIEKYJSIDHBIX  MApKEpOB, MPUTOJHBIX  JUJIA
UCIIOJIb30BaHUsL TpU TpaHC(OpMAlMM pACTEHUW C IENbl0 YIYy4YlIEHUS UX
XO34MCTBEHHO LIEHHBIX XapPAKTEPUCTUK. DTU COPTAa U TEXHOJIOTUU HUX MOJyYECHUS
MMEIOT KOMMEPUYECKYI0 LIEHHOCTh, U MIO3TOMY aBTOPBI CTPEMSTCS 3aIUTUTh UX OT
HECAHKLIMOHUPOBAHHOTO MCIOJIb30BaHMS MPHU MOMOLIM NATEHTOBAaHUSA. Pacrtymiee
YHUCJIO TTATEHTOB, BBIIAHHBIX HAa TaKWe 00BEKTHI, CBUIETEIHCTBYET O MPAKTUUECKON
3HAYMMOCTH HCCJIEIOBAaHNM, HANPABJICHHBIX HA W3y4YEHUE T€HOB pa3BuTusa. Huke
MIPUBEICHBl NPHUMEPBHI MATEHTOB, IOJYYEHHBIX 3a IIOCIEIHHE JECATHh JIET B
00JacTH, CBS3aHHOW C TEHHO-WH)XCHEPHBIMU MPUMEHEHUSMU TEHOB Pa3BUTHS

pactenuit (tabim. 2).
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Tabamua 2. Ilarentsl Ha uU300peTeHMs], CBSI3aHHBIE C MPAKTHUYECKUM
MCIOJIb30BAHUEM I'€HOB Pa3BUTHsI PACTEHU.

Ne marenra ABTOp I'ox I'en Kparkoe coaepxxkanue
BbIIAYH
CN102912027 A | Kurait 2013 VRN1 Cucrema npaiiMepoB AJis
UACHTH()HUKAIIMY T'eHa BEPHATN3AIUU
nmeHunbl VRN-1 1 ee npumenenue.
EP2426205 Al Prat et al., 2012 SP6A Co3anue reHeTHYECKUX
CIIA KOHCTPYKITUH, HEeCymux TeH SP6A
(romoutor FT A. thaliana), ¢ uenbio
peryaupoBaHus KIyOHeoOpa3oBaHuUs
KapTodes.
WG02008096969 | AhnJi 2008 SVP Merton peryaupoBaHus BpeMEeHU
Al Hoon Mei LBETEHUS PACTEHUI, ITPOUCXOISIINX
etal., ot Arabidopsis ¢ ucronap3oBaHHEM
Kurait BEKTOPHOM KOHCTPYKIIUH,
cojepxarieit ren SVP.
WO02007036045 | Yong-Mei 2007 AtMBD9 | Metox peryiaupoBaHusi BpeMEHU
Al etal., IIBETCHHS M BETBJICHUS PACTCHUH,
Kwuraii CBSI3aHHBIN C KOHTPOJIEM DKCIPECCUU
rena AtMBD?9 y Nicotiana tabacum.
6,828,478 Yanofsky 2004 AP1 Crioco0 M3MEHEHHUSI CKOPOCTH
etal., CILIA nepexo/ia K BETCHUIO ITyTeM
BBeJIcHUs B pacTenue Arabidopsis
JIOTTOTHUTEbHBIX Kormii AP1.
6,713,663 Weigel et 2004 FT Ceepxakcnpeccus rena FT npuBogut
al., ClIA K YCKOPEHHOMY ITEepPEX0.Ty K

LBETEHUIO y PA3JIMYHBIX BUIOB
pacTeHuit

1.11. 3aku4YeHue ¥ MOCTAHOBKA 3a/1a4 IMCCEPTALMOHHON padoThI

3HAYUTENBHBIM TPOTPECC B H3YYEHUM TE€HETHUKM LBETCHUS pPACTCHUMN

AJOCTUTHYT IIPCHUMYIICCTBCHHO Ha

pacTeHun

A

thaliana,

a TaKIKC

OCHOBaHHUH I/ICCJIG,Z[OBaHI/Iﬁ MOACIIBHBIX

HCCKOJIbBKHUX

KYJbTYPHBIX  3JIaKOB

OxapakTepu30BaHO MHOKECTBO I'€HOB, KOHTPOJMPYIOLUIUX MPOLECC LIBETEHHS, U

IMOKa3aHbl IIYTH HX BSaHMOHeﬁCTBHH. HCCMOTpH Ha HCCOMHCHHBIC YCIICXHU B

WCCIIENOBAHUN TEHETUYECKUX NYTEH, KOHTPOIUPYIOIIMX MNEPEXOJ PACTEHUH OT

BEr€TATUBHOTO K PENMPOAYKTUBHOMY PAa3BUTHIO0, MHOTHME CTOPOHBI ATOTO IpoIecca

OCTalOTCSl elle HEeJAOCTAaTOYHO HW3y4YeHHBIMH. MHbopmammss o MOJEKYJISIPHBIX

MCXaHHU3Max pEerysinuu HBCTCHUSA paCTeHI/Iﬁ IIOCTOAHHO IIOIIOJHSCTCA HOBBIMH

naHHbIMHM. Tak, CTPyKTypHbIe Tromoyiorn reHoB IBeTeHus A. thaliana Obum

HaWJIeHbl 1 Y MHOTUX JPYTUX BUJIOB PACTEHUH, OJTHAKO CBEACHUS 00 UX (HYHKIUIX
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no OoJsbllell 4acTh HOCST OTPBHIBOYHBINA Xapaktep. s CenbCKOXO03SiCTBEHHBIX
KyJbTYp U3yYCHHUE TOJTUMOP(H3Ma TEHOB IBETCHHS M CBS3H 3TOTO MOIMMopdu3mMa
C (EHOTUNMHYECKUMHU XapaKTEPUCTUKAMH MOXET OKa3aThCid BaXKHBIM C
MPAKTUYECKON TOYKH 3pPEHHUS, IMOCKOJbKY MPHU3HAKH, CBS3aHHBIE C BPEMEHEM
nepexofa K IBETEHHIO Yy Pa3JIMYHBIX >KU3HEHHBIX (OpPM pacTEHUM, SBISIIOTCA
OJIHOM M3 BAKHEUIIIUX TOYEK MPUIIOKEHUS CEICKIIUU.

Hcxons w3 KOHIENIUA TEHOB-KaHAWIATOB, MBI BHIOpaTd B KadecTBE
OCHOBHOM 3aJlauM HaIllero uccienoBaHus aHanu3 romonoros reia FRIGIDA, Bo
MHOT'OM OIPEIENISIONIET0 pa3HooOpa3ue Bo BpeMeHu nBereHust y A. thaliana. u
MIPOBEJIM BBHIICIICHUE W CPAaBHUTENBbHBINA aHanmu3 mocienoBaTenbHocTelr FRIGIDA
U3 TEHOMOB IIECTH KyJIbTYPHbIX BHAOB Brassica. Hecmorps Ha Oosbiioe
PKOHOMHMYECKOE 3Ha4YeHHWE KyJIbTypHBIX BHIoB Brassica, rem FRIGIDA
HEJIOCTaTOYHO M3Y4YeH y 3TUX pacteHuid. B paborax Wang et al. (2011) u lrwin et
al. (2012), ony0JuKOBaHHBIX B EPHOJ BHIIIOJHEHHUS HAIIETO UCCIICAOBAHUS, ObLIH
oxapakTtepu3oBaHbl ocienoarenbHocT TeHa FRIGIDA y B. oleracea u B. napus,
aCCOIIMMPOBAHHBIE CO BpeMeHeM Iepexoja K 1BereHuto. C  ydeToMm H3THX
nyOMuKanuii, HAIIMMH TIEPBOOYEPEAHBIMU 3aJadaMH OBUIO  HCCIICIOBAHUE
nocinenoBareiapHocTeli  rena FRIGIDA y  ocramsHbix  BHmoB — Brassica,
MIPEICTaBICHHBIX B TpeyroibHuke U, mpexie Bcero, y B. rapa, u comocrapienue
Hammx pe3yabraToB ¢ ganaeiMu Wang et al. (2011) u Irwin et al. (2012) B Oonee
IIMPOKOM KOHTEKCTa SBOJIIONMK poja Brassica u skosoro-reorpapuueckux
O0COOCHHOCTEH PEryysIuy Mepexoa K IBETCHUIO Y dTUX PACTEHUH.

MBI OXHOQIHM, YTO CPAaBHUTEIBHBIA AaHAIU3 TOCJIEAOBATEIBLHOCTEW TIeHa
FRIGIDA u3 renomoB u cyorenomoB A, B u C y kynsTypHBIX BuaoB Brassica
MO3BOJIUT BBISIBUTH JIOKYC- W TE€HOM-CICHU(pUYHBIC MonuMopdu3mMel. M3yueHue
noumopdusmMoB FRIGIDA HeoO6Xxoaumo 1iis co3aaHus Ceu(PUIHBIX MapKepOB,
KOTOPbIE MOTYT MCTIOJB30BAThCS JIJIsI yTOUHEHUs CBsi3u Toro reHa ¢ QTL Bpemenu
nepexoaa K IIBETEHUIO W JUISI MHTPOTPECCUBHOM CEJCKIIMU KYJIbTYPHBIX BHJIOB

Brassica, B ToM 4rciie Ha BpeMs 3al[BETAHHUS U CKOPOCIIEIOCTb.
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I'JTABA 2. MATEPHUAJIBI U METO/bI

2.1. PacTuTe/ibHBIA MaTepHal

Cemena pactenuit Brassica Obpumm momyueHsl u3 koJuteknuii Centre for
Genetic Resources, Barenwnren, Hwunmepmanmer (CGN), Warwick Horticulture
Research International, VYemnnec6opn, Bemuxkoopuranus (GK) wu BHUU
pactenueBoactea um. H.M. Basunoa, C. Ilerepoypr (BUP). Cemena
npopamyBail JBa JHA Ha BIQXHOH (UIBTpOBaIbHONW OyMare U 3aTeM
BBICAKMBAJIM B MOYBY. PacTeHus BbIpallvBaiu MPU KOMHATON TeMIlepatype Ipu

noctossHHOM ocBerieHun noa Jamnamu OSRAM Circolux EL (24W).

2.2. Metoabl HCCIe10BAHNSA

2.2.1. Boinesenue renomuoii JIHK u3 Tkanei pacrenuii
FGHOMHYIO HHK BBIACIIAIIN U3 CBG)KGCO6paHHLIX JJMCTBEB C IIOMOIIBIO
HaObopa AXyPrep Multisourse Genomic DNA Miniprep kit (Axygen, CIIIA)

COIJIaCHO IIPOTOKOIY (prMLI-HpOI/BBOI[I/ITeJI}I.

2.2.2. Boiaeaenue miasmMuanoi JJTHK
Jlns Beinenenus miasmuanon JTHK ucmons3oBanu nadop AxyPrep Plasmid

Miniprep Kit (Axygen, CILIA) coriacHO IpOTOKOIY (HUPMBI-ITPOU3BOTUTEIIS.

2.2.3. OnpenesieHHe KOHIEHTPALMN HYKJIE€HHOBBIX KHCJIOT

KoHnueHTpanuio HyKIEMHOBBIX KHUCIOT u3Mepsiii 1npu 260 HM Ha
NanoPhotometer P 300 (IMPLEN, Germany). KadecTBo BbIJICIICHUS U YHCTOTY
HYKJICMHOBBIX KHCJIOT omnpeaessuid 1o oTHomeHHui0 OD,g0/OD2g. OnrumaibHoe

OTHOIIICHHE JOJIKHO paBHAThCS 1.8 — 2.0.

2.2.4. AMuinpukanus pparmentos resomuoi THK

[Tomumepasnyio nennyto peakuuto (ITHP) mpoBogunu B amrmmudukarope
DNA Engine PTC 200 (Bio-Rad, CIIIA) mo cieayroommM OporpaMMam.
AMmundukanuio MoJaHOpa3MepHbIX —mnocnenoBareiabHocTet reHa FRIGIDA

ocymiecTBisuH 1o Tiporpamme: 1 mukn 30 ¢ mpu 94°C; 30 mukioB 30 ¢ mpu 62°C,
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3 mun 30 ¢ mpu 72°C; oaun nwmkn 15 mun nmpu 72°C. nsg aMmmudpukanuu
cnenu@uuHbIX QparmeHToB reHa FRI ucnonp3oBanu criemyromulyo mporpamMmy: 1
ki 30 ¢ npu 94°C; 30 uuknos 30 ¢ npu 58°C, 2 mun npu 72°C; oaun uukia 15
muH npu 72°C. Peakumonnas cmech o0bémom 10 mxn cogepxama: 10X PCR
oydep, 2 MM MgClI,, 100 ur resomuoii JIHK, 0.2 MM dNTP, 1 MM mpsimoro and 1
MM o6partnoro mpaiimepos, u 1 U Tag-/IHK moiaumepassr (Fermentas, Germany)
w 2,5 U Pfu-nomumepaser (Fermentas).

[Ipu ananuze 60JBIIOrO YKCIa 00pa3loB FOTOBWIM OOIIYI0 PEAKIIMOHHYIO
CMECh, BKJIIOUAIOIIYI0 Bce KoMmmoHeHThl, kpome JIHK. [ns xaxpoun IILP -
pEaKlMU COCTaBISICS MPOTOKOJ, B KOTOPOM YKAa3bIBaJlOCh OOIIEE KOJIUYECTBO
BCEX KOMIIOHEHTOB PEAKI[MOHHOM CMeCH, MCXOJ M3 pacueTa Ha OJHY pPEaKIHIo
(oOpazer). KomnuectBo mpaiimepa, MAYIIEro Ha OJHY PEAKIUIO PACCUUTHIBAIH
UCXOJs U3 €ro KOHLEHTpauuu (MMoib/min). [l mpoBEpKU YMCTOTHI KOMIIOHEHTOB
PEaKUMOHHON CMECH CTaBUJIM KOHTPOJIb, B KOTOphIid BMecTo JJHK nobasnsiiu Bogy
(oTpuLaTENbHBIA KOHTPOJB). Jlanee momemianu mpoOMpPKYy B aMIUIU(PHUKATOp H
npopoauiin  III[P mo 3amaHHOM mporpaMMe B 3aBUCHUMOCTH OT YCIIOBUU

IIPOBEICHUSI PEAKIINU (TEMIIEpaTyphbl OTXKUTA IPANMEPOB U BPEMEHU AJIOHTAINH ).

2.2.5. Daexkrpodoperudeckoe pasaenenue pparmentos JHK

Jlist pa3zenenys NpoayKTOB aMIUTM(PUKALMK UCTIONb30BaU IEKTpodopes B
0,8 % arapo3HoM reje B MPUCYTCTBUU OPOMHUCTOTO 3TUIUS: B Tenu o0sEMom 100
Ma pobOaBiasiim 1 Mk pactBopa Opomuctoro stunua (10 mr/mom). dnuny
ammnpuuupoBaHHbix (parmentoB JHK onpenensnu ¢ momolip0 MapKepoB
Gene Ruler 1kb DNA Ladder (“Promega”, CIIIA) u Gene Ruler 1kb plus DNA
Ladder (“Promega”, CILIA).
PaGouune pacTBopbI:

1) 1xTAE-6ydep. K 20 M SOXTAE nob6asmsim 980 M1 AMCTHILIMPOBAHHOM

BOJbI. PacTBOp MOBTOPHO HMCIOJB30BaIM He Gojee 5 pa3 u xpanunu mnpu 4-6°C 10
2 HeseNb.

2) 0.8% arapossbiii renb. 0,8 T arapossr pasBoawaun B 100 mu 1% TAE

Oydepa, HarpeBasiv J0 MOJHOTO U PABHOMEPHOTO PACIIJIaBICHUS TeJls.
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3) 50xTAE-6ydep. 242 r tpuc-HCI, 57 mu nensHON yKCYCHOU KHUCIOTHI, 18,6

r DATA, pH 8,0 pacTBopsiu B IUTPE BOABIL.

Arapo3HbIil Tellb HarpeBald A0 MOJHOIO M PaBHOMEPHOTO pacIUIaBICHMUSL.
PactBop oxmaxmamu 10 55-60 °C, moGasmsian Gpomucteiii stimmii (1 M1 Ha 100
MJT) U 3aJIMBAJIM B KIOBeTY Iiomaaso 604Y80 mm. [{nst co3nanust cTapTOBBIX JTYHOK
B KIOBETY CTaBWIN IpebeHky ¢ 3yOuamu 1Y4 mwm. [lonmmmepuszanust araposbl
IPOUCXOMJIa TPU TeMIepaType Huxke 42 °C. Arapo3HbIii Tellb IMOMEIIAINA B
Kamepy i 3nekTpodopesa, kamepy 3anuBaiu 1% TAE Oydepom Tak, 4ToObI resb
OBLT MOJIHOCTBIO OKPHIT OydepoM. CMemmBamu NpoObl ¢ KPAaCUTEIEM U BHOCHIU
WX MHUKPOIUIIETKON B JIYHKH refis mof siekTpodopesnsii Oydep. B oTnensHyto
JYHKY BHOCHJIM MAapKep MOJIEKYJSIPHOTO BeCa, ¢ MOMOILIBIO KOTOPOIO ONPEAEISUINA
pa3Mepbl aMIUTM(PUUIUPOBAHHOTO (parMeHTa. IIeKTpoPope3 OCYIIECTBISUICA NpU

HaIPsHKEHUH 3JIEKTpUYecKoro mosst 6—7 B/cwm.

Cnextpol ¢parmentoB JIHK peructpupoBanu B ynbTrpaduonere (miuHa
BOJIHBEI 312 HM) ¢ momoibio nudpoBoit cucteMsl Biotest (“buoxkom”, Poccust) u

Gel Logic 100 Imagyng System (Eastman Kodak, CIIIA).

2.2.6. KiionupoBanue amminpuuuposanubix pparmentos JHK

Hnst  Hakoruienust  kjonupyemoro  ¢parmenta JHK  mpoBoaumm
aMITTA(UKAINIO IIEICBOM HYKJICOTHIHOM Tocaea0oBaTeIbHOCTH U3 reHomuon JJHK
C UCIOJIb30BaHUEM crienn(puuHbIX npaiMepoB. 3aTem npoaykTsl [1L[P noasepramm
AIIEKTPOPOPETUUECKOMY  pa3felieHut0 B arapo3HoM rene. Pa3nenénnbie
(dbparMeHTbl BeIpe3aJid U3 Telid N0 yabTpaduoNeToM NpH JJIMHE BOIHBI 254 HM U
SITIOMPOBAIM M3 reiis, ucnoin3ys Hadbop QiaQuick Gel Purification Kit (Qiagen,
CIIIA), cormacHO TpOTOKONY (upMBI-ipon3BoauTENsl. OUuIIeHHbIe (parMeHThHI
JIHK nuruposamn ¢ momompsio HaGopos PCR Cloning Kit InsTAclone™ ¢
ucnons3oBanueM Bektopa PTZ57R/T um Clonelet PCR Cloning Kit ¢
ucrnojp3oBaHneM BekTopa plet (Fermentas) cormacHo npoTokojamM  (GHPMBI-
npousBoauTelis. TpaHchopmaluio KIeTok jJabopatopHoro mramma E. coli JM109
NPOM3BOIMIM C HCIoIb30BaHueM HaOopa TransformAid (Fermentas, Jlutsa).
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TpanchopmupoBaHHbIe KIETKH BbICEBaM Ha TBepaylo LB-cpemy, comepkamryro
CeJIEKTUBHBIE areHThl. OTOOP KIIOHOB, MOJIYYEHHBIX C HCMOJIB30BAHHUEM BEKTOpa
PTZ57R/T, ocyliecTBIsIM C IOMOINBIO O€I0-TOIy0Ol CEJICKIMU Ha Cpee,
conepxkamierr UIITI (m3ompornmi-B-tuoranakro3ua), X-gal (5-6pom-4-xmop-3-
UH0JMI-B-D-ranakronupano3ua) B KauecTBe MHAYKTOpA U aMIUIMIUIMH. OTOOp
KJIOHOB, TMOJYYEHHBIX C UCIOJIb30BAaHUEM BeKTopa PJet, ocyliecTBIsUIM Ha
CEJIEKTUBHON Cpejie ¢ aHTHOMOTHKOM aMMUIMIUIMHOM. [loiydeHHbIe MepBUYHBIC
KJIOHBI, KOTOpBIE MPEIINOJIOKHUTEIIBHO COJIEPKAIM BCTABKY, OBUIA TMOJBEPTHYTHI
ckpuHuHry mnocpeactsom [IP. Ammindukanuio OCyHMIECTBISUIA C HapaMu
npaitmepoB M13 u pJET, guankupyromuMu MECTO BCTaBKH 1I€JIEBOTO (PparMeHTa
B BekTopax PTZ57R/T u plet, coorBerctBenHo. [locie ckpuHHHTa, OTOOpPaHHBIC
kosionnu E.coli, comepxamue BekTOp CO BCTaBKOHM IieneBoro (QparmeHTa,
KyJIbTUBUPOBaIH B XKujakou LB-cpene. M3 momyueHHON KynbTyphl KJIETOK OblLia

BBIACJICHA IJIa3MHUAHAA HHK N CCKBCHHUPOBAHA.

2.3  Metoabl OuouHdpopmaTukn

[Touck romomnoroB reHa FRIGIDA ocymectBisiniu B 6a3ax ganasix NCBI
GenBank (Nucleotide, EST, GSS u SRA), BRAD (http://brassicadb.org/brad; B.
rapa BGI scaffolds v. 1.0) u INRA Brassica.FR (http://www.brassica.fr; 454-reads
database) ¢ ucronb3oBanurem nporpamMmMbl BLASTN (http://blast.ncbi.nilm.nih.gov).
st mop6opa u ontummzaruu 1P npaiiMepoB ObUTH UCIIOJIB30BAHBI CISAYIONINE
nporpammbl: NCBI BLAST (http://blast.ncbi.nlm.nih.gov/Blast.cgi), Lasergene 7.0
(http://www.dnastar.com) u Oligonucleotide Properties Calculator
(http://www.basic.northwestern.edu/biotools). IToxbop coerupUIHbIX MTpaiiMepPOB
mns nposenenuss [P mpoBoauny  BpydyHYHO Ha OCHOBAaHUMM — aHajlu3a
MHOECTBEHHBIX BbIPABHUBAHUM c MOCIIEIYOIIEN ONTUMU3ALMEN
TCPMOINHAMUYICCKUX CBOMNCTB KaxKaoro OJIMTOHYKJICOTH A C IIOMOIIBO
IPOTPaMMBI Oligonucleotide Properties Calculator
(http://www.basic.northwestern.edu/biotools). Jlns ¢duaoreneTndeckoro aHamnsa
ucnosb3oBanu anroput™ Maximum Likelihood B nakete MEGAS (Tamura et al.,

2011). Jns onpeneneHusi SK30H-UHTPOHHOM CTPYKTYPhI UCIOJIb30BAIA QJITOPUTM
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FGENSH (http://mendel.cs.rhul.ac.uk/mendel.php?topic=fgen) AmuHOKHCIOTHBIC
MOCJICIOBATEIFHOCTH TPAHCIUPOBAIM C HCIOJIB30BAaHUEM TIporpamMmbl Expasy
Translate tool (http://web.expasy.org/translate). /s pacro3HaBaHus XapaKTEPHbIX
nomeHoB Oenka FRIGIDA wcnons3oBamu 6a3y manabix Pfam. version 24.0
(http://pfam.janelia.org/search/sequence) ¢ COOTBETCTBYIOLIEH  IPOrPaMMOii
MOWCKa, a IJIs TpeAcKa3zaHusi OUCIUPATBHBIX CTPYKTyp - mporpammy COILS
(http://www.ch.embnet.org/software/COILS_form.html). st aHaJIn3a
nonumopdusma nocnenoBarenbHoctet JJHK ucnonszopanmu maker DnaSP 5.10.1

(Rozas et al., 2010).

2.4. HoMmeHKJaTypa MapKepoOB.

B cooTBeTcTBMM ¢ HOMEHKJIATYpOW, MPHUHATON i TeHoMoB Brassica
(Ostergaard., King, 2008), mapkep ob6o3HauaeTcs cokpamieauneM BrX.Fri.Y, rae Br
— By Brassica , X (remom A, B unu C) — reHOMHast ClielurUIHOCTh Mapkepa; A —
TeHOCTIeM(UIHOCT, Mapkepa, Y — JOKycHas crneuuduuHocth mapkepa. Tak,

mapkep BrA.FRl.a cnenuduuen nis nokyca FRI.a u3z renoma A B. rapa.

2.5. Perucrpamus mocieaoBareiabHocteii [IHK B 6a3y mamnbix GenBank
NCBI

JIJ1st perucTpanuy HyKJICOTHAHBIX TOCIE0BATEIbHOCTEH (DParMEHTOB TCHOB
B GenBank NCBI wucnonb3oBamu mporpammy Bankit, mocTymHyro Ha cepBepe
NCBI (http://www.ncbi.nlm.nih.gov/Banklt/). Bce 3apeructpupoBaHHBIC HaMH

nocnenoBarenbHocTH reHa FRIGIDA npeacrasnens: B [Ipunoxxennn.
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I'JTABA 3. PE3YJIBTATBI

3.1. IMouck romosoros rena-npororuna FRIGIDA A. thaliana B renernueckunx
0a3ax JaHHBIX

JIJist BBIIETIEHUS ¥ CTPYKTYPHOTO aHAIM3a MOCIEI0BATEILHOCTEH TOMOJIOTOB
FRIGIDA B remomax Brassica Mbl UCIIOJIb30BaId METOJl T€HOB-KAHIUIATATOB. B
KadyeCcTBE IeHa-MpoToTHNa Mbl BeIOpanu (yHkiuoHanbHbli TeH FRIGIDA u3 A.
thaliana mosmuomnBerymero skoruna H51 (NCBI GenBank accession number
AF228499). IlepebiM 3TanoM BeisBicHHs roMosioroB rena FRIGIDA B renomax
Brassica m wux BbIAeNeHUS ObUI TMOWMCK HYKJICOTHIHBIX IIOCJICIOBATEIBHOCTEH,
romosiornyHbeix TeHy FRIGIDA A. thaliana, B 6a3zax mamaeix NCBI Genbank,
BRAD (http://brassicadb.org/brad) u French Brassica rapa
(http://www.brassica.fr) ¢ momompro anroputma BLAST. Ilo cocrosHuio Ha
Hayajo mas 2011, I'en6ank NCBI comepxkan Bcero 4eTbIpe MOCIeI0BaTEIbHOCTH,
anHoTHpoBaHHble Kak romosiorn FRIGIDA u3 B. rapa (remom A; AY176673,
EU700362, HQ615935) u B. oleracea (remom C; DQ503574), roMonoruyHbie

nocjenoBareabHoCTH B. nigra (reHom B) oTcyTcTBOBaH.

3.2. Ilouck 1 mepBUYHBIN aHAIU3 MOJTHOpa3MepHbIX romosioroB FRIGIDA u3
reHomMa A ¢ moMoub0 Metoaos in silico

B 0asze  JaHHBIX BRAD (moapazaen Scaffolds . 1.0)
(http://brassicadb.org/brad/blastPage.php),  conmepkamieli  MOJHBIA ~ TEHOM
nurartongHo Gopmbel B. rapa ssp. pekinensis Chifu, Obutn oOHapykeHbI j1Ba
ckaddonna (BGIScaffold000064 u BGIScaffold000108), coagepxainnux romMoora
rena FRIGIDA, ycrnoBHo nasBanubie FRl.a u FRI.b, ¢ otkpeiToit pamkoi
cunTeiBaHus LMHON 2178 u 2062 1m.H., cOOTBETCTBEHHO. B 0a3e manusix French
Brassica rapa Msl Haiiu 0oJibIioe ynciio Gpparmentos redoma B. rapa Chifu (454
MOCJIEIOBATEILHOCTH), KOTOpbhIE ObUIM COOpaHbl B KOHTHTU, TOMOJIOTHYHBIC HA
100% soxycam FRI.a u FRI.b, BeinenennsiM u3 ckaddoinos. CiieayeT OTMETUTD,

4TO B reHOMe AurarutongHor popmer B. rapa romonorn FRI.a u FRI.b Haiinens! B
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ckaddonmax, KapTUPOBaHHBIX Ha xpoMocomax A3 um A4, cooTBercTBeHHO. Ha
aToM ocHoBaHuM Mbl ompenenwmu FRl.a u FRI.D xak mapamormunsie mokychr.
Takum 00pa3oM, MBI BIIEpBbI€ OOHApYXWIH, uTo reH FRI mpencraBnen B renome
JTUIUTIOUTHOTO BUAA IBYyMs Jokycamu. CreneHs romosoruu jJokycoB FRI.a u FRI.b
u3 B. rapa Chifu c¢ renom-nmpororunom u3 A. thaliana HS51 cocraBuia,
COOTBETCTBEHHO, 75 U 64%. Mexnay coboit FRl.a u FRI.b omHoro m Toro e
pacTteHust cxogHel Ha 81%; wuX pa3auuMs  BbI3BaHbl MHOKECTBEHHBIMU

HYKJICOTHUIHBIMU 3aME€HaMH U uHJieaamu (puc. 12).

Bra FRIa n—ﬁr C| 127
Bra FRTh 109
Bra FRIa 257
Era FRIb T| 239
Bra FRIa [ECCRECERCTCCRNTCTCRANACT AlC BECATENTBEAAN - - - - - - BECEBCEECccTBEEC TcFitecEnfifiREninnBncEE - - - - - TGC| C 375
Bra FRIb AC! TECT 355
Bra FRIa 1' 430
Bra FRIb 499
Bra FRIa 520
Bra FRIb 'm'r 529
Bra FRIa — 747
Bra FRTb |: 744
Bra FRIa 377
Era FRIb TCC| C| 274
Bra FRIa | 'r T 1007
Bra FRIb -C ——-C 1000
Bra FEIa TT 1137
Bra FEIb GC logz
Bra FRIa ACTACATARGCETTGRCCHRT) lze7
Bra FRIb TGAGTAATGTTEGATE] lies
Bra FRIa 1397
Bra FRTb 1319
Bra FRIa ETT 1524
Bra FRTh 1443
Bra FRIa 1654
Era FRIb 1'1 1552
Bra FRIa n nf 17=4
Bra FRIb | A n 1687
Bra FRIa

Bra FRIb C|

Bra FRIa T:

Bra FRIb il ACC]

1214
1778

Z0Z3
1205

Puc. 12. BolpaBHUBaHME HYKJICOTUIHBIX MOcheAoBaTelbHOCTEN JoKycoB FRI.a u
FRI.b u3 B. rapa Chifu. Cunei 3amuBKOI BBIIEACHBI HHAEIB U TOMOJOTHYHEIC
o0jacTd  JIOKyCOB  TeHa FRIGIDA. Bra FRla —  nykneoruanas
MOCJIEIOBATENBLHOCTD JIOKyca FRI.a; Bra_FRIb - HYKJICOTUHAS
HoCJIeI0BaTeIbHOCTD JIokyca FRI.b.

BLAST mnouck B 06a3e nmannbix [‘enbank NCBI (mogpaznenst Core
Nucleotide, GSS u EST) oOHapyxusl HEAaHHOTUPOBAHHBIN (HOCMUIHBINA KJIOH B.

rapa Chifu (AC240938), coaepaiuii MOJIHOPAa3MEPHYIO MOCICIOBATEILHOCTh
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FRIa (100% romonoruu ¢ paHee HACHTU(DHUIIMPOBAHHOW IOCIIEIOBATEIHBHOCTHIO
FRIa), a Takxe mHoxecTBO aHOHUMHBIX EST 1 GSS nocnenoBarensHocTei u3 B.
rapa, B. oleracea u B. napus, romonornunsix yjokycam FRla u FRI.b. B 6aze
naHHBIX French Brassica rapa mbpl Hanum 00JIbIIOE YKCIO (pparMeHToB reHoMa B.
rapa Chifu, kotopbie ObIM cOOpaHbl B KOHTUTH, romMoJjiornyHbie Ha 100% Hamu
BbIZIeIeHHBIM 1N Silico panee mokycam FRl.a m FRIb. Dt nmanneie ciyxar
HE3aBUCUMBIM TIOJITBEPXKACHUEM HAACKHOW HWIASHTU(UKAIIUN HYKJICOTHTHOU
nocinenoBareabHoctd FRlI.a u FRILb B atom Bume Brassica. IlpucyrcrBue
nocienosareiabHocTeld B. rapa m B. oleracea, romonoruunsix mokycam FRl.a u
FRI.b, B 6a3ax manubix EST B ['en6anke NCBI yka3piBaeT Ha TO, 4T0 00a JIOKyca
TPaHCKPUOUPYIOTCS.

Jlnst ompeneneHUs SK30H-MHTPOHHOW CTPYKTYpHl ToiydeHHbIX In Silico
gokycoB FRlL.a u FRIL.b B. rapa Chifu, a, ciaemoBarenbHo, mas IpeacKa3aHus
NEPBUYHON CTPYKTYpPHI MPOIECCUPOBAHHBIX TPAHCKPHUITOB, MBI HCIIOJIb30BAIH
Tpu wMmetoma: (1) BeipaBHUBaHuMe HKk30HOB FRIGIDA apabumomcuca ¢
nocienoareiabHocTssMu  FRIGIDA  Brassica; (2) cpaBHEHHE T'€HOMHBIX
nocienosarenpHocTeid FRIGIDA Brassica ¢ romonormunsiMu EST (MPHK)
M0CJICIOBATEIbHOCTSIMH, M3BJICYCHHBIMUA W3 0a3bl maHHbIX ['enOanka NCBI; (3)
npenckazanne cTpykrypsl TeHa FRIGIDA ¢ momomisio anroputma FGENSH. Bo
BCEX TPEX CIydasX MOJIydeHHBIE Pe3yJIbTaThl YKa3bIBAIOT Ha TO, YTO JIOKychl FRI.a
u FRL.b u3 B. rapa Chifu umeroT cXoaHy0 ¢ apaOHIONCHCOM DK30H-HHTPOHHYIO
CTPYKTYPY — TPH dK30HaA M JBa MHTpoHA. OHAKO AK30H-HHTPOHHYIO CTPYKTYPY
nokyca FRL.b w3 B. rapa Chifu To4HO yCTaHOBUTH HE YyAalOCh, TaK Kak
WCIIOJIb30BAaHHBIE HaMM METOJBl JlaBalid pa3Hbie pe3ynbTarhl. (CpaBHEHUE
HyKJIeoTuaHON mocienoarensHoct FRILD B. rapa Chifu (remom A) ¢ EST
nocinenoBareapbHOTEI0O M3 B. rapa Chifu (EX058676) cBumerenscTBOBamo 00
oOpa3zoBaHuM yKOpo4YeHHBIX TpaHckpuntoB FRILD. Jlns nokyca FRILb Chifu
anmroputm FGENSH mnpenckasbiBaer CTpyKTypy, HauOosiee OTIMYAIOLIYIOCS OT
oxkugaemMord. Mpl OOHapYyXWJIM MyTallMi0 JOHOPHOIO caiTa cCIUlaiicuHra

(mononykneotunHas 3ameHa GT > GC); kak CBHUIETEIbCTBYET CTPYKTYpa,
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npenckazanHas cpaBHeHneM ¢ EST mociieoBaTeNnbHOCTBIO, 3Ta MYTALMsl MOYKET
OPUBOJUTH K HapyUICHHIO CIUIAaCMHTa ¥ 00pa30BaHUIO  YKOPOYEHHBIX

tparckpuntoB FRI.b Chifu. IIpenmonaraemeie Tpanckpuntel FRI1.a u FRI.b

A
2293
5 1 _Bra.AFRlLa 907 1203 1375 1468 2178 4
! | e AT R i ] | e e e e e e |
ATG TAG
GEGT!!
b
2084
1 _Bra.A.FRLE 907 1203 1296 1391 2069 5
g e e—" [Errumsaresnesiessen: o ooz
ATG TAA
“GC!!
B
1 —Bra.A.FRLb_putative CDS 907 1203 1321
——------------—TAG
ATG 1296 " 1321
| ]
N — KOHIIeBadA .. C —KoHUeEBaA
N Frigida nomen 0BAACTE

Puc. 13. Dx3oH-uHTpOHHAs cTpyKTypa jokycoB FRIl.a u FRI.b u3 B. rapa Chifu.
(A) »x3oH-uHTpOHHast cTpykTypa jokyca FRl.a B. rapa Chifu; (b) sx30H-
UHTpOHHas cTpykTypa Jjokyca FRLb; B. rapa Chifu; (B) sk30H-HHTpOHHAs
CTPYKTypa IMpeanoiaracMoro yKopoueHHoro tpaHckpunta jokyca FRI.b B. rapa
Chifu; ATG u TAG, TAA — cTapT u CTOI-KOJOHBI, COOTBETCTBEHHO. [{ndpamu
0003HauYeHbI TPAHUIIBI SK30HOB U HHTPOHOB. “GT” — NOHOPHBIN CalT CIUIAMCHUHTA,
“GC” — aknenTopHbId CcalT crjaicuHra. OJK30HBI O0003HAYEHBI YEPHBIMU
MPSAMOYTOJIbHUKAMU, UHTPOHBI — CIUIOLIHOW JINHUEH.

KOIupyroT Oenku pasmepoM 596 u 576 a.o., coorBercTBeHHO. [Ipeanonaraemomy
ykopoueHHoMy TpaHckpunty FRI.b cootBercTByeT Oenmok mmmHou 366 a.o.. [ns
aMUHOKHCIIOTHBIX MocienoBaTesibHocTe TokycoB FRI.a u FRI.b u3 B. rapa Chifu

OIpeieNieH IEHTPAIbHbI KOHCEPBATHBHBIM JoMeH Frigida u npenckasaHo

obpazosanue coiled-coil nomena B C-xoHIIEBOI 00IaCTH.
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3.3. KnonupoBanue roMoJIOTHYHBIX mocjenoBateabHocTeii FRI.a u FRIL.D u3

renomoB A, C u B Brassica

3.3.1. Co3nanue u BepupUKANMSA JOKYyC-ceHU(PUYHBIX MNpPaiiMepoB IJisi
kjoHupoBanus FRI.a u FRI.b u3 renomoB A u C Brassica

Yroowr knonupoBatb FRl.a u FRLbD w3 remomoB Brassica A u C,
MOHATOOMIINCh JIOKyC-crienuduuHbie mpaimMepsl, Jlis 3TOoro Mbsl  MpOBeENU
MHO>KECTBEHHOE BBIPABHUBAHUE TOMOJIOTUYHBIX HYKJICOTHIHBIX

nociiegoBareabHocTet FRIGIDA, HaliieHHBIX B 0a3axX JaHHEIX.

A
BrAFRIa R
BrACFRIa F BrC.FRIa R
s o
1 907 1203 1375 1468 2178
5 atG | I I e 3
2293
B BuiFRIF BniFRIR
693 1173 P 1203 1375 1456 2138
b b
S | I M 3
B
BrA FRIb F BrAC.FRIa R
BrC.FRIb F .
1 907 1203 1296 1391 2069
5 arG | Il I Tar 3

2084

|
N — koHOEeBo#H Frigida xomen C — KoHOEeBOH
permon pernon

Puc. 14. [Tonoxenue nokyc-cnenuduuHbix npaiimepos i amundukanuu FRI.a
u FRI.b u3 renomos Brassica A u C. 1 — monokenue crapt-KoaoHa, 2178 u 2069 —
MOJIOKEHHE CTOM-KOAOHa .JIHTpOHBI 0003HAYEHBI CILIOIIHOM YEpPHOW JIMHUEH.
YepHbIMU NIPSIMOYTOIBHUKaMU 0003HaueHbl 9k30HbI. I, II u 111 — nepBeIit, BTOpOit 1
TPETHl 3K30H, COOTBETCTBEHHO. C(TpelKkaMu TOKA3aHO PACIOJIOKEHUE U
HarpanJieHue npaitmepoB. [{udpamu 0003HaUEHBI TPaHUIIBI THTPOHOB U AK30HOB

Ha ocHoBaHMM KOHCEpBATHUBHBIX MOCIEAOBATEIbHOCTEH, CIEUU(UIHBIX IS
onpeeneHHbIx JOKycoB U TeHoMoB FRIGIDA, Mbl CKOHCTpyupoOBaiu 4YeTbIpe

napsl rnpaiiMepos, paznudaroniux Jokyckl FRI.a u FRI.b B renomax A u C. I'enom-
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cnenu@uyuHble TpaiiMepsl MOAOHpain TakuM oOpazoMm, 4ToObl moiydatb SCAR

MAapKepbl, COOTBCTCTBYIOIUC IIOJTHOPA3MCPHBIM IIOCIICAOBATCIIBHOCTAM JIOKYCOB

FRIGIDA u nipuroiaple jis mocieayromnero GyHKIMoHaIbHOTO aHamu3a. [Ipsimbie

mpaiiMepsl TIOJ00paHbl K Hadaldy KOIUPYIOMIeW o01acTh, HadyWHas CO CTapT-

KOJIOHa, oOpaTHble — K (parMeHTy 3’ HeTpaHclupyemon obnactu reHa. Takum

oOpa3oM, npaiiMepsl (IAHKUPYIOT MOJTHOPA3MEPHYIO MOCIENOBATEILHOCTh I'e€Ha

FRIGIDA. (ta6. 3, puc. 14).

Tabnuua 3. Ilpaitmepsl i aMmruiMUKaIMyd MOCIEI0BATEILHOCTEN TeHa
FRIGIDA u3 renomos A, B u C Brassica

Paszmep
5 ) Tewmi.
5’ — 3’ mociIeI0BaTEILHOCTH aMIJIN-
le- MpaiiMepoB oI KOHa
Jlokyc [Ipaiimep ra, °C ’
HOM II.H.
BrAC.FRIaF | ATCCCCAATGGCCGTCCG
BraA.FRl.a A
BrA.FRIa R AAGCTTTCTGCTTGTTAAGCCC
BrAC.FRIaF | ATCCCCAATGGCCGTCCG ~2300
BolC.FRI.a C BIC.FRIaR GATCCTAAGCTTTGTGTTTATTA
) AATAA
BrA.FRIbF CCCATGGCCTTTCGTAATGG 62
BraA.FRI.b A BrAC.FRIbR gg$gTGTTACAWWTTTTACATT
BrC.FRIbF CCCATGGCCTTCCGTAATG ~2100
BolC.FRI.b C BrAC.ERIbR CCTTTGTTACAWWTTTTACATT
CCTC
BrB.FRIF GGCTGCTGTTGCGTGGAAGAA
BniB.FRI B TCCTGTGATTGGACAAAGCCAA ~1400
BrB.FRIR 58

GT

[Tpumeuanne: WW cootBerctByer AT/AA

Jiist BepuduKamym CKOHCTPYUPOBAHHBIX MpariMepoB Obuia nmposeaeHa [TIP.

B kadectBe marpunbl 6panu remomuyio JIHK pacrenuit B. rapa u B. oleracea.

Hamuue

neneBblx  ¢parMeHToB pasmepoMm okojso 2500 um 2200 1.H.,

cootBeTcTByOmMX Jokycam FRl.a wu FRILDb, Opuio BbIsIBIEHO BO Bcex

UCCIIeIOBAaHHBIX 00pa3nax pacteHuit Brassica (puc. 15).
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NleHom A NeHom C

M.H. BraA.FRla BraA.FRIb M.H. BolC.FRIa BolC.FRIb
3000 3000 2
| o —p—— - - -
1500 1500 = >
M 12 3 K- 4 5 6 K- M 7 8 9 K- 10 1112 K-

Puc. 15. Bepuduxkamus nokyc-cnenunGuyHbIX MNpaiiMepoB s aMIuTuUKaluu
FRl.a u FRI.b u3 reromoB A u C Brassica. M — mapkep MoJeKyJsipHO# Macchl, K-
- OTpUIIATENbHBIM KOHTPOJIb (BOJA), M.H. — IMapa HyKJIeOTUIOB, 1, 2, 4, 5 - B. rapa
ssp. campestris, 3, 6 — B. rapa var. perviridis, 7, 10 - B. oleracea var. alboglabra ,
8, 11 — B. oleracea var. italica, 9, 12 — B. oleracea var. sabellica.

3.3.2. KioHupoBaHHMe MNOJHOPA3MEPHBIX IOCJEAOBATEIbHOCTEH JIOKYCOB
FRIl.aun FRI.b u3 renomoB A u C Brassica

Co3nanHble HaMU crenU(pUYHbIE TpaiiMepbl ObUTM HKCIONB30BAHBI IS
KJIOHUPOBaHUsI mociienoBatenbHocTeit mokycoB FRl.a u FRI.b u3 reromoB A u C
Brassica. [lns xionupoBanus jokyca FRI.a u3 B. rapa (reHom A) ucrosb3oBaiiu
napy npaiimepoB BrAC.FRIaF u BrA FRIa R, nns xnonupoBanusi FRI.a u3 B.
oleracea (remom C) - BrAC.FRIaF u BrC.FRIaR, mis xnouuposanus FRI.b u3 B.
rapa - BrA.FRIbF u BrAC.FRIbR u mist xnonupoBanus FRI.b u3 B. oleracea —
npaiimepsl BrC.FRIbF u BrAC.FRIbR.

Jlnis u3ydeHus: ajieIbHOTO pa3sHOOOpa3usi Mbl ONPEACTIN HYKICOTUIHYIO
MOCJIEIOBATEILHOCTh MATH KJIOHOB i Kaxnoro Jsokyca FRIGIDA. Tlpu
omnpeneneHun ramioTumnoB JokycoB FRIGIDA wmbl yuuThIBamu TONBKO TE
noJIMMOPGU3MBI, KOTOpPhIE OOHAPYXUBAJTUCh, KaK MHUHUMYM, B JBYX W3 IISITH
CEKBECHUPOBAHHBIX KJIOHOB. Bce kioHMpOBaHHBIE (OPMBI COACPIKATH MO OJHOMY
ramtotuiy JjokycoB FRI.a u FRI.b. B npenenax oxgxoro renoma amienu FRIGIDA
ObuM cxoaHbI Ha 95-99%, Torna kak mexay renomamu A u C nokycel FRIGIDA
Obutn cxomubl Ha 87-94%. Crenenr romosiorun JiokycoB FRl.a u FRLb B
npenenax OJHOro reHoma cocrasisiia 78-81%, a mexny renomamu A u C — 63-
80%. Taxkum obpazom, nymuipoBannbie Jokychl FRIGIDA B mpenenax ogHOTO

reHoMa pasjInyaroTCsl CUiIbHee, 4eM oauH M ToT ke Jiokyc FRIGIDA B pa3nbix
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redomax (rapa FRl.a vs. oleracea FRIl.a; rapa FRI.b vs. oleracea FRI.b).
[Tomy4yeHHbIE JaHHBIE TO3BOJISIOT YTBEPKAATh, uTO JOKychl FRI.a B reHomax A u
C ABIAIOTCS CTPYKTYPHBIMU OPTOJIOTaMH; B paBHOM Mepe 3TO BEPHO U ISl JIOKyca
FRIL.b. Cnenyer ormeruts, uto mocienoBatensHocTH JokycoB FRIGIDA u3 B.
rapa Chifu, kJIoHMpOBaHHBIE HAMM U WU3BJIEYEHHBIE U3 0a3 JaHHBIX, COBIAJANIN HA
100%. IlomHoe coBHajeHHE HYKICOTUIHBIX IOCIEAOBATEIBHOCTEN JIOKYCOB
FRIGIDA B. rapa Chifu, momyueHHBIX M3 Tpex HE3aBUCHUMBIX HCTOYHUKOB,
CBUJACTEIBCTBYET O BBICOKOM TOYHOCTH MJAECHTU(UKALUU HYKJICOTHIHBIX
nocienoarenabHocTeld FRl.a u FRI.D mpu ucnons3oBannm pa3nnyHpIx MeTO0B
(BeiesieHHe TeHa wu3 ckaddonmaoB, cOOpka KOHTHUTOB U3 KOpPOTKHX 454

HOCHGHOB&TGHBHOCTGﬁ N KIIOHHPOBAHHUC I'CHA U3 BBIIIGJIGHHOﬁ HaMH TE€HOMHOM

JTHK).

Ta6un. 4. I[TocnenoBarensHocTH JIokycoB FRIGIDA, kinonupoBanusie u3 B. rapa u

B. oleracea, % cxoacTBa

Jlokyc FRl.a Jloxyc FRI.b
B. rapa B. oleracea B. rapa B. oleracea
AA AA

oxyes (AA) (o) (AA) (o)

L N o)} IN utt IN %

o 3 o 3 =) S ©

= 2 = = = 2 =
BraA.FRl.a

Chifu 100 99 89 87 81 81 79
BraA.FRl.a

PakChoi 100 88 88 80 75 79
BolC.FRI.a

Al12DH 100 95 80 80 79
BolC.FRI.a

Frosty 100 63 80 78
BraA.FRI.b

Chifu 100 98 94
BraA.FRI.b

PakChoi 100 94
BoIC.FRI.b

Frosty 100
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3.3.3. Co3nanue u BepupuKaAnUs TreH-CHeNM(PUYHBIX MpaiiMepoB AJs
aMIVInpuKAUMN KOHcepBaTHBHOro yuyactka reHa FRIGIDA u3 renoma B
Brassica

Jns m3ydyenus rena FRIGIDA y B. nigra (reaom BB) Obuto HEoOXxoammo
pa3paboTath HOBYIO CHCTEMY IMpaiiMepoB, crieuuuuHbX s reHoma B. M3-3a
OTCYTCTBHs B 0a3ax maHHbIX mociemoBaTenbHocTedt FRIGIDA B. nigra mbr He
CMOIJIA MOA00paTh MpaiMepbl Ha MOJHOPA3MEPHYIO MOCIEI0BATEIbHOCTh 3TOTO
reHa. MHOXECTBEHHOE BBIPABHMBAHUE W3BECTHBIX IOCIEIOBATEIbHOCTEN
FRIGIDA y Brassicaceae mo3BOJMIO BBISIBUTH Hanboliee KOHCEPBATHBHEIC
YYaCTKH, KOTOPBIE MOTJIM COXpaHWThbcs y B. nigra B xome »Bomoruu. Ha
OCHOBAaHUM TAaKUX YYaCTKOB, MPHUCYTCTBYIOIIMX BO BCEX IOCIIENOBATEIBHOCTAX
rera FRIGIDA, wusonupoBanHbIx u3 Brassicaceae, Obuta pa3paboTaHa u
ONTUMHU3HUPOBaHA CUCTEMa NpaliMepoB, KOTOPbIE (IAHKUPYIOT (PparMeHT reHa
FRIGIDA nnmunoit okono 1400 m.H. (Tabn. 3). DTOT ¢parMeHT BKIIOYAET MOYTH
Bech jaoMmeH Frigida m Oombrryto wacte C-koHneBod obmactu (puc. 13). Dtm
mpaiiMepsl MO3BOJIAIOT aMIUuduiupoBath 1eneBoi ¢pparment rena FRIGIDA u3
BCEX TEHOMOB M JIOKYCOB, HO HE SIBJISIFOTCSI TEHOM M JIOKyC-crienupuanbivu. s
Bepudukanuu pa3zpaboTaHHbIX MpaiiMepoB Obuta mpoBeaeHa [II[P. B kauectBe

MaTpuIlbl ucnosib3oBanu reaomuayto JJHK B. nigra, B. rapa u B. oleracea.

leHom A, B, C

Br.FRI

Puc. 16 Bepudukaius reH-cnerquUUHBIX MOpaiiMepoB s aMIuIMUKauu
¢parmenTa rena FRIGIDA u3 B renoma. M — mapkep MmonexynsipHoit maccsl, K- -
OTPHIIATEILHBIA KOHTPOJIb, I.H. — Ilapa HyKJIeoTu0B, 1, 2, - B. nigra, 3 — B. rapa,
4 — B. oleracea.
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3.3.4. KnonupoBanue koHcepBaTUBHOT0 yyactka reia FRIGIDA u3 B renoma
Brassica

C ucnonp30BaHHEM pa3paOOTaHHBIX HaMu MpaiimMepoB (Tabda. 3, puc. 13)
Obumn kioHupoBaHbl ¢parmenthl TeHa FRIGIDA u3 B. nigra. Dtu ¢parmeHTsI
OBLIIM COOTHECEHBI C MOJyYEHHBIMU HaMU paHee MOCIe0BATEIbHOCTAMH JIOKYCOB
FRl.a u FRIL.b u3 remomoB A u C Brassica, 4ro mo3Boimio IpeaBapUTEIbHO
ompenenuth uxX kKak Jokycel FRI.a u FRI.b. Mexny co6oii FRI.a u FRI.b B. nigra
CXOJHBI Ha 83%; X pa3Iuyus ONpPenestoTCs MHOKECTBEHHBIMHU HYKJICOTUTHBIMU
3ameHamu U uHjenamu. [lomydenHsie Takum o06pa3zoM (parmeHTsl JokycoB FRI.a
u FRI.b u3 B. nigra crmiibHO OTJIMYAIOTCSA OT CBOMX OPTOJIOroB mM3 reHoMoB A u C

Brassica (79-81 u 89-91% cxo/cTBa, COOTBETCTBEHHO) (Tad1. 5).

Tabmuma 5. TlocnepoBarenbHocTu JokycoB FRIGIDA, knonupoBanubie u3 B.
nigra, % cXoJcTBa.

Jlokycel FRl.au FRI.b Joxyc FRI.a Jloye FRIb
reromos A 1 C Brassica BniB.FRl.a BniB.FRIl.a BniB.FRI.b BniB.FRI.b
KF896288 KF896289 KJ649744 KJ649745
BraA. FRl.a Chifu 80 80 84 84
(AEJ81950)
BraA. FRl.a PakChoi 81 81 83 83
(AFC68976)
BolC. FRl.a A12DH 80 81 84 84
(AFC90010)
BolC. FRl.a  Frosty 79 79 82 82
(AFC68978)
BraA. FRI.b Chifu 74 75 89 89
(AEJB81951)
BraA. FRI.b PakChoi 74 76 89 89
(AFC68977)
BolC. FRL.Lb  Frosty 77 77 91 91
(AFC68979)
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3.4. KnonupoBaHue roMoJIOTHYHBIX mocjenoBateabHocTeii FRl.a u FRIL.D u3
cyorenomoB A, C u B Brassica

st nzydenus: nocnenoatenbHocteid FRIGIDA B cybrenomax A, Cu B y
aJIoTeTparuionIHeIX BUA0B B. carinata (remom BC) u B. juncea (remom AB) Mbl
KJIOHHPOBAJIM HYKJICOTHIHBIC TMOcjemoBaTebHOCTH JIokKycoB FRl.a u FRIL.b u3
THX BHJOB C IOMOIIBIO CHCTEMBI MPaWMEPOB, KOTOPHIC HCIOIB30BATHA JIJIs
kiorupoBanus JokycoB FRIGIDA u3 mummonansix ¢hopm Brassica (tabi. 3, puc.
13). dna ammmudpukanuu FRI.a u FRI.b u3 cybrenoma A ucnoib30Bajiy mHaphbl
npaiimepoB  BrAC.FRIaF u BrA.FRIaR, BrA.FRIbF u BrAC.FRIbR, a s
cyorenoma C — mapel BrAC.FRIaF u BrC.FRIaR, BrC.FRIbF u BrAC.FRIbR.
[TonydyenHble HykKIcoTHAHBIC mocienaoBatenbHoctd FRlI.a m FRLb na 96-99%
CXOJHBI C OpPTOJIOTaMHU M3 COOTBETCTBYIONIMX reHoMmoB B. rapa, B. oleracea u B.
napus (taou. 4). ITo ceoemy ctpoenuto sokycsl FRI.a u FRIL.D y TeTpamionios He
omnyaroTcss oT JokycoB FRl.a m FRLb B remomax A u C. Takum oOpa3som,
nocienoBarenbHoctTd reHa FRI renomoB A u C y agumnougosB B. rapa u B.
oleracea coxpaHsOTCsS ¢ BBICOKOW CTEMEHBIO KOHCEpBaTu3Ma B cyorenomax A u C
TpeX aJJIOTeTPaIuIONIHBIX BUAOB: B. carinata, B. juncea u B. napus.

st xnonupoBanus mocnenoBarenbHoctet FRIGIDA u3 cybrenomoB B
TeTparionaHeix BHaoB B. carinata (remom BC) u B. juncea (renom AB)
ucnonb3oBanu napy npaitmepoB BrB.FRIF u BrB.FRIF. Ilpu kimonupoBanuu c
ATON Tapoi mpaiiMepoB, ToMuUMO 1eneBoro ¢parmenta reHa FRIGIDA wu3
cyorenoma B, ammmdunupyrorcs ¢parmentsr sokycoB FRl.a u  FRIDb
cyorenomoB A u C. IloaToMy 1151 pa3nuyeHus IEJIEBBIX MOCIEA0BaTEILHOCTEH,
MPOBOJIMIIN MHOKECTBEHHOE BBIPABHUBAHHME KJIOHHPOBAHHBIX HYKJICOTHUIHBIX
nocinenoBatenbHocTed FRIGIDA 1 monydeHHbBIX paHee MociaeAoBaTeIbHOCTEN
nokycoB FRIl.a u FRI.b u3 renoma B u reromoB u cyorenomoB A u C Brassica.
Knonuposanusie ¢pparmentsl FRl.a u FRL.D u3 cyorenomor B B. carinata u B.

juncea, cXoHbI ¢ MociieoBaTeapHOCTIMA U3 B. nigra va 97 - 99% (Tabur. 6).
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Tabn. 6. IlocmemoBatenmsHOCTH JOKycoB FRl.a m FRI.D, kmonmpoBanubIe

TETPAIUIONTHBIX BHIOB Brassica.

Jlokycsl
FRl.au
FRIL.b B
JOUIIIOUTHBI
X BUJAX
Brassica

Jloxyc FRIl.a

Jlokyc FRI.b

Cybrenom
A

C
CyoOrernom

A

C

CyOrenom

BjuA.FRl.a

(KC937068)

BcaC.FRl.a| Cy6renom

(KF896287)
BjuB.FRIl.a
BcaB.FRl.a

BjuA.FRIL.b | CyGrenom

(KJ649746)

BcaC.FRIL.b | Cybrenom

(KJ145233)

BjuB.FRILb
(KJ145235)

BcaB.FRI.b

(KJ145234)

BraA. FRIl.a
Chifu
(AEJ81950)

(e}
©

0]

|
~
»

77

-~
o

(o]

ey
[0 0]
iy

(e}
N

BraA. FRIl.a
PakChoi
(AFC68976)

(o]
oo

(00]
hy]

76

77

~
o

(o]

\‘
(]
w

(0]
N

BolC. FRIl.a
Al12DH
(AFC90010)

88

99 78

79

68

6

9 84

83

BolC. FRl.a
Frosty
(AFC68978)

85

95 78

79

68

6

7 82

82

BraA. FRI.b
Chifu
(AEJ81951)

62

67 76

77

99

9

2 89

89

BraA. FRI.b
PakChoi
(AFC68977)

55

60 76

77

99

9

1 88

89

BolC. FRIL.b
Frosty
(AFC68979)

63

68 73

74

90

9

8 91

91

BniB. FRIl.a
(KF896288)

77

77 98

99

75

7

1 82

82

BniB. FRI.b
(KJ649744)
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4 76

77

88

8

8 97

99
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3.5. Crtpoenme HYKJeOTHAHBLIX mocjenoBateabHocTeii FRlI.a m FRIb B

reHomax u cyorenomax Brassica

3.5.1. DK30H-UHTPOHHASI CTPYKTYpPa KJIOHUPOBAHHBIX HAMM HYKJIEOTHIAHBIX
nociaenoBatejabHocreii FRI1.a m FRI1.b Brassica

Omnpenenenue IK30H-UHTPOHHOMN CTPYKTYPBI KJIOHUPOBAHHBIX
nocienosarenbHocTeld okycoB FRIGIDA Brassica mpoBomwimm neywmst in silico
Metonamu: (1) BelpaBHMBaHue 5k30HOB FRIGIDA apabuporcuca u J10KycoB
FRIGIDA Brassica, naiinennbix in  silico; (2) mnpenckazanue CTPYKTYpHI
TpaHCKpHUIITa ¢ moMotisio anropurma FGENSH.

Bce nmonmydenHble mocienoBatenbHOCTH JIOKycoB FRI.a n FRI.b u3 renomos
u cyoresomoB A u C Brassica umerot cxomnayto ¢ A. thaliana sx30H-UHTpOHHYIO
CTPYKTYpPY: TPH SK30HA U JBAa UHTPOHA. MyTaHTHBIN CalT CIUIaiiCHHTa BO BTOPOM
9k30He, kak B ciydae ¢ FRLb B. rapa Chifu , 6s1 oOHapyxeH TOJBKO Y
nocnenoBareiabHocTelt FRI.b 13 reroma u cyorenomos A.

DK30H-UHTPOHHAs CTPYKTypa MOJIYYEHHBIX HYKJICOTHTHBIX
nocienoBareiabHocTell ¢pparmentoB FRI.a w FRI.b u3 renoma u cyorenomor B
Brassica Oblia ompejeieHa IMyTeM COOTHECEHHS €€ C SK30HaMH W HHTPOHAMU
FRILa w FRLb B. rapa u B. oleracea. Ilonydennbie (parMeHTbl IJIHHOM
npubam3uTenbHo 1400 1M.H. MOJHOCTBHIO BKIIIOYAIOT B ceOsl BTOPOMl 3K30H, 00a
VHTPOHA U YaCTHU IIEPBOr0 U TPETHETO 3K30HOB. MyTaHTHBIN CAaWT CIUIAMCHHTA BO

BTOPOM 3K30HE HE ObLT 0OHAPYKEH.

3.5.2. CpaBHMTEJbHBI aHAIHU3 HYKJEOTHIAHBIX MociaenoBaTeabHocTeii FRI.a
n FRI.b Brassica

Mpb1 IpoBeNIM aHAJIW3 HYKJICOTHIHOTO Pa3HOOOpa3usl MOJYYCHHBIX JIOKYCOB
FRIGIDA Brassica (puc. 17). CpaBHHTEIbHBIH aHaIW3 KJIOHUPOBAHHBIX HAMH
noJiHopasMepHbIx nocienoBatenbHocTet FRI.a m FRI.b remomoB u cydrenomos
Brassica moxkasam, uro B sokyce FRl.a oGmacte mepBOro MHTpPOHA SIBIISETCS

HauOosee BapuadbensHol (79%), 31ech HaOII01aeTCs OOJBIIOE YUCIIO BUIO- U
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n

0.25 4

0.2 -+

0.15 4

0.1 -

0.05 4

u’ .

0 500 1000 1500 2000 2500
II.H.
b
n
0.1 4
0.08 -
0.06 -
0,04 -
0,02 4
o‘ -
0 500 1000 1500 2000

II.H.

Puc. 17. Hykneorunnoe paznoo6pasue nokycoB FRIl.a (A) u FRLb (B) (Sliding-
window ananm3, mymmHa okHa: 100, mar: 25 I.H.). T — HyKJICOTHAHOE Pa3HOOOpasue
(Nei and Li, 1979).

ayenb-cneuuyHbIx noauMopdusmMoB. OOJIaCTH BTOPOTO AK30HA M BTOPOTO
WHTPOHA SBIIAIOTCS HanboJiee KoHcepBaTUBHBIME (98%) (Tab:a. 7). st mepBoro

HK30HA XapakTEPHO OOJBIIOE YHCIO BHIOCHEIU(DUUHBIX MOHOHYKIICOTHIHBIX
3aM€H, BTOPOW DK30H COJEPKUT HEOOJBIIIOE YMCIIO TaKWUX e 3aMeH. B Tperbem
AK30HE HaOJI01at0TCs UHACIBI, crienuduunbie s FRI.a u3 renoma u cyOreHoMoB
A (21 m.u.) u FRl.a u3 reroma u cyorenomoB C (27 m.H.). J{ns Bcex aTux obnacreit
XapaKTEPHO HATTMYNE TEHOM-CIIEIU(PUIHBIX TTOTUMOP(PU3MOB, a TAKKE HEOOIBITIOE
YUCJIO  BWJAOCIEIU(DHUYHBIX  OJHOHYKJICOTHIHBIX 3aMeH. [Ipu cpaBHEHHH

nocienoBatenbHocTel FRI.a 3 reHoMa u cyorenoma A, Mbl HaXOJIUM, YTO aJIJIENN
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pa3nnyuarTcs OJHOHYKJICOTHAHBIMU 3amMeHamu, a y FRI.a renoma u cybrenomos
C, mOMHUMO OJHOHYKJICOTHUAHBIX 3aMEH, Pa3inuusi MEXAY aUIeJIIMU BBI3BAHbI
npucyTcTBreM uHjaena (21 m.H.) B 006J1acT EepBOTo IK30HA.

B nokyce FRI.b HamGonee koHCepBaTUBHOW O00JIACTBIO SBJISACTCS BTOPOU
HK30H, KOTOPBIH COJIEPKHUT HECKOJIBKO T€HOM-CIENU(DUUHBIX MOHOHYKJICOTHTHBIX
3ameH (99%). OO6nacTh MEpBOro SK30HA COACPKUT OOJBIIOE YHUCIO T€HOM-
cienn(UIHBIX momuMopdu3mMoB. B 3toit obmactu mocnemnoBatensHocTH FRI.D m3
cyorenoma A B. napus u B. juncea oriuuatorcs ot FRI.b u3 renoma A u mMexay
co0oi HaguuneM uHeIoB 13 22 1 18 m.H., coorBeTcTBeHHO. [locaemoBaTenbHOCTH
ameneit FRI.D u3 reHomMa A pasnuuaroTcsl HaJMYUeM WHICIOB B Hadaje MEpBOTO
HK30HA M Hayaye MepBoro MHTpoHa. OOIACTh TPETHETO 3K30HA COAECPKHUT MOHO U
MOJIMHYKJICOTHIHbIE T€HOM-CHEIU(UIHBIE 3aMEHBl M OJHY JENCHHI0 JTHHON 3
I.H., koTtopas crnenuduuna aus FRI.b u3 renoma u cyorenoma A.

Takum oOpasom, y mocienoBarenbHocTeid FRl.a u FRLD u3 renomoB u
cyorenomoB A u C cambiMu BapuabenbHbIMU SBISIOTCS N- 1 C-koHIieBast o6actu
reHa (MepBbIil U TpeTuil HK30HbI) (Ta0I. 7).

Jns mokycoB FRIl.a u FRI.D remomoB u cy6renomoB A u C Brassica mer
MPOBEJIM CPAaBHUTENIbHBIA aHAM3 TOJUMOPPU3MOB B DK30HAX W HMHTPOHAX.
Oxazanocb, 4TO 00JacTb MEPBOTO 5K30HA COACPKHUT HaUOOJIbIIEE YHUCIIO
HECUHOHUMUYHBIX 3aM€EH (puc. 18). CpaBHUTENBHBIN aHAIN3
nocieaoBaTeabHocTel hparmenToB reHa FRI.a renoma n cyoreHomoB B mokasan,
YTO 00J1aCTh TIEPBOTO MHTPOHA HECET MHOXKECTBO JIOKYC- U T€HOM-CIIeU(DUIHBIX,
MOHOHYKJICOTHJHBIX M TMOJMHYKJICOTHAHBIX 3aMeH. OO0jacTb BTOPOTO HK30HA
HaubOosiee KOHCEPBATUBHA W COJEPXKUT JIMIIb HECKOJBKO OJHOHYKJIEOTHIHBIX
3ameH, ommyaronmx FRIGIDA wu3 remoma um cybreHomoB Brassica B or
oprosioroB u3 reHomMoB A u C . BTopoii WMHTPOH B 3TOM (parMeHTe TeHa
oTiauyaercss oT cooTBeTcTByomux ydactkoB FRIGIDA renmomoB A u C
OJHOHYKJICOTUIHBIMA 3aMEHAMH W JeJelusIMH. TpeTuil HK30H COICPKUT

MHOYKECTBO MHCEPIIUI U JICNICIUil 1 UMeeT HanboJIbIiiee CX0ACTBO ¢ R. sativus.
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Ta6numa 7. CpaBHUTENBHBIN aHAIN3 HYKJICOTHIHBIX MOCIEI0BATEIbHOCTEH AK30HOB M UHTPOHOB JIOKycoB FRIGIDA renomoB u
cyorenomoB A u C Brassica.

CpaBHUBaeMbIe JIoxyc FRIl.a Tlokyc FRLb
MOCJIe0BATEIHLHOCTH B o - .
FRI.au FRI.b renomoB 1 | C; e z z . (; e = =
cyorenomoB A u C 2 R 2 8. 8. 2 = 2 8, =
Brassica A S ES = Z & & & E E
BraAFRl | BolC.FRI 04 97 92 67 97 95 08 04 94 86
BraA.FRI BjuA.FRI 99 100 99 100 100 99 100 100 100 100
BraA.FRI BcaC.FRI 94 96 92 66 98 99 100 100 100 100
BraAFRl |BnaafERl | 99 99 99 99 100 | 100 | 100 | 100 | 100 | 100
BraA.ERI BnaC.FRI 95 97 92 67 97 95 98 95 95 85
BolC.ERI BjUA.FRI 95 97 93 67 97 95 98 94 94 86
BolC.ERI BcaC.ERI 98 99 98 94 99 95 98 94 94 86
BolC.FRI BnaA.FRI 94 96 93 67 97 96 98 94 94 86
BolC.FRI BnaC.FRI 100 100 99 100 100 99 99 99 99 99
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BjuA.FRI BcaC.FRI 94 96 93 66 98 100 100 100 100 100
CpaBHHBaeMbIE Joxye FRI.a Jlokyc FRI.b
HI0CJIE0BATENBHOCTH - S — -
FRI.au FRI.b resomoB u | N ™ o . - N o i =
oreaomoB A u C S S 5 g, 2 5 s 3 2 S
7 Brassica X 2 2 = S 2 2 2 E* 2
M M M o~ o~ M M M = =
BjuA.FRI | BnaA.FRI 99 99 100 99 100 97 100 100 100 100
BjuA.FRI BnaC.FRI 95 97 93 67 97 95 98 95 95 85
BcaC.FRI | BnaA.FRI 93 95 93 66 98 97 100 100 100 100
BcaC.FRI | BnaC.FRI 98 99 98 94 99 95 98 95 95 85
BnaA.FRl | BnaC.ERI 95 96 93 67 97 96 98 95 95 85
CpenHee 3HaueHUE 96 98 95 79 98 97 99 97 97 92
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Jokyc FRLa k300 1 Jokyc FRLb
6 3
3 1.5 "

lit ..l | .Qﬂ.lh.um li.ll “’Sul.l.i.l..ltl,.J,l.l_,.,..,,h H LI

181 272 1 91 272

IK30H 2

ol

Puc. 18 Ilomumopdusm sk30HOB B Jokycax FRl.a u FRLD y aumionmaneix u
TeTparIonIHeIX BUA0B Brassica. Cunonumuunbie (dS) u HecunoHumuunbie (AN)
3ameHbl B Tokycax FRl.a u FRI.b. Ha ocu abcumcce mokasaHspl MO3UIKMK KOJIOHOB,
Ha ocu opauHAT — 3HaueHus dS u dN.
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[TocnenoBarensHOCTH (parmMeHToB TeHa FRI.D B reHome u cybrenomax B
Brassica Tak e CHJIBHO OTIIMYAIOTCS OT MOCIENI0BATEIFHOCTEH WX OPTOJIOTOB W3
redHoMoB A u C. @®parMeHT MEepBOr0 5K30HA COACPKUT MOIUMOPPU3MBI,
XapaKTepHbIe TOJBKO AJi1 TeHoMa U cyOreHoMoB B. IlepBbiii HHTPOH OTIMYaeTCs
HaJu4yueM Jeleluid W MOHOHYKIEOTHIHBIX 3aMeH. Jlis BTOpOro -5K30Ha
XapaKTEpPHO HEOOJBIIOE YUCIO FeHOM-CHeIU(PUIHBIX MOHOHYKJICOTHUIHBIX 3aMEH.
B TperbeM 5K30HE HaXOAMTCA OONBIIOE YHUCIO TECHOM-CHEHU(PUYHBIX MOHO U
HOJMHYKJICOTHIHBIX 3aMeH. O0a wHTpoHa oTimyaroTcs oT FRI.D u3 reHomoB u
cyorenomoB A u C HamuuveM  UWHCepUUi/menenuii W MOHO- U

MMOJIMHYKJICOTHIHBIMHU 3aMCHaAMMU.

3.6. Ananu3 mociaenoBarejqbHocTeil 0e1koB FRIGIDA.a m FRIGIDAb y
BHI0B Brassica

[IpousBoaHble aMUHOKHCIOTHBIC mocienoBatenbHocTH FRIGIDA.A u
FRIGIDA.b, xapaktepubie st reHOMOB 1 cyoreHomoB A u C Brassica, okazamuch
HEeMHOTo Kopoue (555-596 a.0.), yem y nporotumna u3 A. thaliana (609 a.o.). Bce
nomydeHHbsie nocnenoBarenbHOCTH FRIGIDA u3 renomoB u cyorenomoB A u C
COJEp)KaT KOHCEPBATHBHBIA YYaCTOK, KOTOPBIM COOTBETCTBYET IEHTPATHLHOMY
nomeny Frigida (286-308 a.o.), xapakTepHOMY U CylepceMeiicTBa OeJKOB
FRIGIDA u FRIGIDA-LIKE 1 (Risk et al., 2010), u C- u N- koH1eBbie 001acTH,
BaXHbIC JUI1 (PYHKIMOHAJIBHONW aKTWBHOCTH Oenka (Tabn. 8, puc. 19).
[IpucyrcrBue cnenupuyHoil 37-aMUHOKUCIOTHOM MOCHEeN0BaTeabHOCTH B N-
koHreBol yactu O0enkoB FRIGIDA.a u FRIGIDA.b Brassica no3BoJisier OTHECTH
st Genku k kiaccy | FRIGIDA, a me k FRIGIDA-LIKE. Pasmep 6enkoBbix
IPOJIYKTOB Mpe/oaaraeMbix TpaHckpunToB pparmentoB FRI.a u FRI.b u3 renoma
u cyorenomoB B cocraBmser 344 a.o. m 339 a.0. DOTM aMHUHOKHCIOTHBIC
MOCJICIOBATEIPHOCTH TaKXKe BKJIFOYAIOT KOHCEPBATHBHBIM 1oMeH Frigida wu
Oonpmryro vacte C-KoHIIEBOTO peruoHa. CXOJICTBO C COOTBETCTBYIOIIUMHU

yuactkamu Oenka FRIGIDA u3 reanomoB u cyorenomoB A u C cocrasisier 82-88%

(Tabm. 9).
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Tabmuna 8. Ctpoenne aMMHOKUCIOTHBIX nocaenoBarenbHocTeit FRIGIDA.a u FRIGIDA.b Brassica.

coiled-coil nomen

KoncepBaTuBHbIN

AMI/IHOKI/ICHOTHBIG HOBTOpBI . .
1-i1 nomeH 2-if ToMeH nowmeH Frigida
° °
Benok FRIGIDAA | 2| a >
u FRIGIDA.b S | E | 88| 3| B | 88| g = : | % 2
o E E S < E E < 0 = g = g
an ) ®R A ) o ® A o ) o = 2]
= o e 2 = o g 2 o = o = o
T | &g R T | 8¢ =] F
o @)
BraA. FRIGIDA.a
. 58 | <5 393 100 3 472 116-416
Chifu 301
BraA. FRIGIDA.a 58 | <5 394 | 100 3 473 116-417
PakChoi 31 MEEARSIS 302
BoIC. FRIGIDA.a
Y o 57 76 393 100 2 463 | oo | 119-416
BolC. FRIGIDA.a 50 | 76 383 | 100 2 453 109-406
Frosty 38 298
cB:L?ﬁj FRIGIDA.b 52 | <5 392 | 98 1 454 | 4o | 116-415
BraA. FRIGIDA.D 32 MEGEARSIS
by 45 | <5 371 96 1 433 | oo | 109-304
BolC. FRIGIDA.b 52 | <5 400 100 1 MEQGEARSIS | 462 116-423
Frosty 32 308
A thaliana 60 08 409 97 1 MEEKARSLS | 471 | 30 | 125-432
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MHOXECTBEHHOE BBIPABHHUBAHWE AMHHOKHCIIOTHBIX ITOCJIEI0BATEILHOCTEH
FRIGIDA u3 renomoB u cyorenomoB B ¢ FRIGIDA-LIKE 1 u FRIGIDA-LIKE 2
A. thaliana BeisBuiO Bcero 14-17% cxoactBa. DTH pe3yabTaThl O3BOJISFOT
otHectu 6enku FRIGIDA u3 renoma u cyorenomoB B k knaccy | FRIGIDA, a we
FRIGIDA-LIKE. ¥ Bcex momyueHHbIX Hamu nocienoBarenbHocTel FRIGIDA.a u
FRIGIDA.b renomoB u cyorenomoB A u C Brassica, oopa3osanue coiled-coil
nomeHa Ha C-KOHIIEBOM ydacTKe Oeika IMPEACKa3aHO C BBICOKOW BEPOSTHOCTHIO
(0.9-1.0). B N-konmeBoii oOnactu coiled-coil momMeH omnpeneneH TOJIBKO B
nocienoBareiabHoCcTIX FRIGIDA.a u3 B. oleracea (remom C) u B. carinata
(cyorenom C), a Ttaxxe y B. juncea (cybremom A) (tabm. 8, puc. 19). ¥V
nocienosarenpHocTeld FRIGIDA.a m FRIGIDA.b renoma u cybrenomo B
obpasoBanue Coiled-coil momena nHa C-kOHIIEBOM ydacTKe OejKa MpeIcKa3aHo C
BeposTHocThIO 1,0 1 0,95, coorBeTcTBeHHO (pHC. 19).

JUIsT  TIONyYeHHBIX AMHUHOKHCIOTHBIX ITOCJIEAOBATEILHOCTEH XapaKTEePHBI
amuHokuciaoTHbIie MoBTOpel MEEARSIS B C-koHieBoit obnactu 6enka FRIGIDA
Y FRIGIDA.a u3 reHoma u cyorenomoB A conepxkutcst Tpu mosropa MEEARSIS,
u3 reHoma u cyorenomoB C - 1Ba TakuXx ke MOBTOpa, /Ui TeHoMa B xapaktepen
onud nmosrop MEEEARAIS. ¥V FRIGIDA.b u3 resoma u cyorenomo A u B mo
onnomy noBTopy MEGEARSIS, nns renoma u cyorenomoB C XapakTepeH OIUH
nosrop MEQGEARSIS. Dtu moBTOpsl IepekpbiBatoTCs ¢ jJoMeHoM Frigida u
coiled-coil nomenom B C-koHIIeBOM ydyacTke Oenka (Tadi. 7).

Mpr CpaBHUIIH TIOJTYYCHHBIC HaMHU MIOCJICIOBATEIPHOCTEH
nocinenoBareapbHocTH FRIGIDA.a u FRIGIDA.b renomoB u cyorenomoB A u C
Brassica ¢ m3BectHeiMu mocienoBaTenbHOCTIMH FRIGIDA u3 Terparmmonaa B.
napus (AC renom). Okazajoch, YTO AMHUHOKHCJOTHBIC TMOCJIEAOBATECIHBHOCTH
FRIGIDA wu3 punmouaHbsix (oOpM COBIMAJAId C TOCJIEI0BATCIBHOCTIMU U3

TeTparuionHbIx hopm Ha 95-99% (Tad. 9).
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Puc. 19. Ilpeackasanue coiled-coil momeno B Oenkax FRIGIDA y pacrenuii
Arabidopsis u Brassica. (A) ®yukiuonansubiii Oeok FRIGIDA y A. thaliana
(AAG23414), (b) Hedyukmumonaneneni Oenok FRIGIDA y A. thaliana
(NC _003075), (B) FRIGIDA.a u3 B. oleracea (AFC90010, AFC68978) u (I)
oenku FRIGIDA.a u3 B. rapa (AEJ81950, AFC68976), B. carinata (AHJ09876) u
B. juncea (AHM25020), u FRIGIDA.b y B. rapa (AEJ81951, AFC68977) u B.
oleracea (AFC68979), (1I) ¢parment Genka FRIGIDA.a y B. nigra (AHJ09878),
(E) parment Genka FRIGIDA.b y B. nigra (KJ649744).
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Tabmumua 9. CpaBHUTENEHBIN aHATN3 aMHHOKUCIIOTHBIX TocienoBarenpHocTeld FRIGIDA y Bumos Brassica

benok FRIGIDA.a

Benok FRIGIDA.b

cyorenom A cybeenom C | Cybrenom B | cybrenom A cyorenom C Cybrenom B
beaku FRIGIDA.a . — — - N % - = o~ = . —
\FRGDADs | 9% =8| 25 =€ & |k |28 2B =g 2F co o8
JUIUIOMIHBIX BUJAX | L @ (L& | L Q | L | LY Ly | L Ly | Lo L
Brassica L1 <2 L | RE| @ | g 3g §% S I %% no | Q=S
S5< @2 | 6 al| @ |§ |62 | @2 |68 | 8| DL B
BraA. FRIGIDA.a
Chifu 98 99 90 87 76 77 70 70 68 67 81 82
(AEJ81950)
BraA. FRIGIDA.a
PakChoi 98 98 90 87 76 77 70 70 68 67 83 82
(AFC68976)
BolC. FRIGIDA.a
Al12DH 89 88 97 99 78 79 68 68 70 69 84 83
(AFB73908)
BolC. FRIGIDA.a
Al12DH 89 88 97 99 78 79 68 68 70 69 84 83
(AFC90010)
BolC. FRIGIDA.a
Frosty 90 85 99 95 77 77 68 68 69 67 82 82
(AFC68978)
BolC. FEE'SG'DA'a 90 | 8 | 99 | 9 | 77 | 77 | 69 | 69 | 69 | 67 | 8 | 82
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(AFB73850)

BoIC. FRIGIDA a
El
(AFB73851)

89

88

97

99

78

79

68

68

70

69

84

83

BraA. FRIGIDA.b
Chifu
(AEJ81951)

69

62

68

67

76

77

99

99

92

92

89

86

BraA. FRIGIDA.b
PakChoi
(AFC68977)

69

55

69

60

76

77

99

99

91

91

88

89

BoIC. FRIGIDAb
Frosty
(AFC68979)

68

63

67

68

73

74

91

90

98

98

91

91

BolC. FRIGIDA.b
Al12DH
(AFB73907)

68

63

68

68

74

74

92

91

100

99

91

91

BniB. FRIGIDA a
(AHJ09878)

76

77

78

79

98

99

78

76

74

73

78

77

BniB. FRIGIDAb
(K1649744)

75

76

74

76

76

77

88

88

88

88

97

99

Peructpanus 3TUX nocien10BaTeIbHOCTENW HE 3aBEpILIEHA.

89



3.7. DuioreHeTUYeCKHii aHAJIU3 HYKJIEOTHIHBIX TMOCJeI0BATEIbHOCTEH
FRI.au FRI.b Brassica

CoriocraBiieHre BCeX UCCIeIoBaHHbIX nocnenoareiapnocreid FRI.a u FRI.b
u3 reaoMoB A, B u C. (puc. 20) HarisaHO WITIOCTPUPYET HAIIN MPEACTABICHUS O
nByx jnokycax FRIGIDA B nunamsx Brassica A/C u B u annensHoM noaumMopbusme

9THX JIOKYCOB, CBA3aHHOM C ocobeHHOCTIMHU TeHOMOB Brassica.

B. nigra | B genome

99 454: B. juncea
100 B. rapa A genome

B. napus
100 B. carinata
100 B. napus C genome
99 B. oleracea
B.nigra ] Bgenome

100 B. rapa J
A genome
100 — B. napus &

100 — B. oleracea ] C genome
100 “—— B. napus

A. thaliana

Locusa

Locusb

Puc. 20. [denaporpamma romoisoroB FRIGIDA B renomax Brassica A, B u C.
Anroputm Maximum Likelihood; bootstrap paccuuran mis 1000 1OBTOpOB.

JlepeBo YKOPEHEHO OTHOCHTEIBHO HYKJICOTHIHOM nocienoBarenbHocT FRIGIDA
u3 A. thaliana H51 (AF228499).

3.8. Jlokycwl FRIGIDA y penoTnnuueckn koHTpacTHBIX (popMm Brassica

Hst N-xonneBoro pernona FRl.a u3 cybrenoma A B. Napus HU3BECTHBHI
mrects SNP, acconmmupoBaHHBIX cO BpeMeHeM mepexoza k nserenuro (Wang et al.,
2011). MbI ipoBenu CpaBHUTENbHBINA aHaU3 3TOro yyactka FRl.a y KoHTpacTHBIX
10 BPEMEHHU Mepexoa K BeTeHuto ¢popM B. rapa: «ynpsmiieBy, He 3a1[BETAIOLINX
Ha BTOPOM I'OJ, U ABYJIETHUKOB, 3al[BETAIOIINX Y>KE B IEPBbIA roj pa3Butus. s
kiaoHupoBanust obsact N-permona FRI.a m FRLD MBI mcnonbs3oBamu mapsl
npaiimepoB BrAC.FRIaF u BrA.FRIaFR, BrA.FRIbF u BrAC.FRIbR. ®parmeHTsI
nokycoB FRI.a u FRI.b Obutn ki10HUpOBaHBI U3 «ynpsmiesy» B. rapa turnip VIR k-
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155, k -158, Kk -163 u aBysjeTHHX, HO TIPEXJAEBpEeMEHHO 3arBeTaroniux B. napus k-
507 Bonsei Osaka Shinora. AMUHOKHCIIOTHBIE ITOCIIEIOBATEILHOCTH ATHX KJIOHOB
cpaBamiu ¢ FRIL.a B. napus cv. Express (mo3anorBerymuii tum), B. napus cv.

Ningyou7 (paHHEeIBETYITUI THII) M paHee KIIOHMPOBAHHBIX HaMH JIOKycoB FRI.a u

FRI.b B. rapa.

(163) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVPTNIETTIEQSNDPQFLKSIVD

BraA FRIGIDA.a

A.FRIGIDA.a (155) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVETNIETTIEQSNDEQFLKSIVD
aA.FRIGIDA.a (Nin) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVPTNIETTIEQSNDEQFLKSIVD
A . FRIGIDA.a (Chi) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVETNIETTIEQSNDPQFLKSIVD
A . FRIGIDA.a (Exp) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVETNIETTIEQSNDEQFLKSIVD
A.FRIGIDA.a (507) MAVRNGSLLPAPSTREEEQPSSAMIQRREAQATVETVPTNIETTIEQSNDEQFLKSIVD

.FRIGIDA.a (163) LTAL&MVDEFKRRYDELQSMYI&NAIDSNU{TNGI IETAAASPFPQNKTATAL

.FRIGIDA.a (155) LTALAAAVDAFKRRYDELQSHMDYIGNAIDSNLKTNGIIETAAASPFFQONKTATAIL

aA FRIGIDA.a (Nin) LTALAAAVDAFKRRYDELQSHMDYIGNAIDSNLKTNGIIETAAASPPPQNKTATAL

A FRIGIDA.a (Chi) LTALAAAVDAFKRRYDELQSHMDYIGNAIDSNLKTNGIIETAAASEPPONKTATAT

A . FRIGIDA.a (Exp) LTALAAAVDVFKRRYDELQSHMDYIENAIDSNLKTNGIIETAAASPPPENKTATAV

.FRIGIDA.a (507) LTALAAAVDAFKRRYDELQSHMDYIGNAIDSNLKTNGIIETAAASPPPQNKTATAL

.FRIGIDA.
A . FRIGIDA.
A . FRIGIDA.
A . FRIGIDA.

.FRIGIDA.
. FRIGIDA.

(163) ACQSPPKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGTLKLAKDPAKFE
(155) ACQSPPKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGALKLAKDPAKF
(Nin) ACQSPPKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGGLKLAKDPAKE
(Chi) ACQSPPKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGALKLAKDFAKFE
(Exp) ACQSPPRKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGALKLAKDPAKFE
(507) ACQSPPKEKSEAERFCESMWSKELRRYMFVNISERAKLIEEIPGALKLAKDPAKE

P oW

Brah FRIGIDA.
BraA. FRIGIDA.
Brah.FRIGIDA.
BnaA.FRIGIDA.
BnaA. FRIGIDA.
Bnah.FRIGIDA.

(163) VLDCIGKFYLQGRKAFAKDLPAITARKVSLLILECYLLTEDFPEGE-KKKK
(155) VLDCIGKFYLQGRKAFANDLPAITARKVSLLILECYLLTFDPEGEGEKKK
(Chi) VLDCIGKFYLQGRKAFAKDLPAITARKVSLLILECYLLTFDPEGE-KKKK
(Nin) VLDCIGKFYLQGRKAFAKDLPAITARKVSLLILECYLLRFDPEGE-KKKK
(Exp) VLDCIGKFYLQGRKAFAKDLPAITARKVSLLILECYLLTFDPEGE-KKKK
(507) VLDCIGKFYLQGRKAFAKDLPAITARKVSLLILECYLLTFDPEGE-KKKK

oo e

Puc. 21. MHoxecTBeHHOE BblpaBHHBaHHE N-KOHIIEBOW oOjacTu OenKoB
FRIGIDA.a u3 ¢denorunuuecku KoHTpacTHBIX (opMm Brassica. ['opusoHTanbHOI
JuHMEH o0o3HadyeHa obOnacth Coiled-coil momena. 163 u 155 - B. rapa turnip VIR
k-155 u k -163; 507 - B. rapa k-507 Bonsei Osaka Shinora; Chi — B. rapa Chifu;
Exp — B. napus cv. Express; Nin - ; B. napus cv. Ningyou7. KpacHbIM BBIJICIICHBI
AMUHOKHUCIIOTHBIC OCTATKH, XaPAKTCPHLIC I PAHHCHBCTYHICTO TUIIA, CMHUM —
JJI1 TIO3THOIBCTYIICTO THUIIA.

®dparment 6enka FRIGIDA.a u3 pacrenuii B. rapa turnip k-155 unentruen
FRIGIDA.a B. rapa cv. PakChoi (AFC68976), a yuactku FRIGIDA.a B. rapa
turnip k -158, k -163 u B. rapa k-507 Bonsei Osaka Shinora cooTBetrcTByIOT
nocinenoBarenapHocTsaM FRIGIDA.a B. rapa cv. Chifu (AEJ81950) u B. napus cv.
Express (AFA43304). ®parment 6enka FRIGIDA.b B. rapa turnip k-155 ua 100%
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cootBeTcTBYeT Oenky FRIGIDA.b B pacrenusix B. napus cv. Express (AFA43305)
u B. rapa cv. PakChoi (AFJ12106). ®parment 6enka FRIGIDA.b B. rapa turnip k-
163 otnuyaeTcss OT BCeX JPYTrUX MOCIENOBATEIBHOCTEH JBYMs OIWHOYHBIMU
3aMEHaMH W HaJIU4heM Jejielud JJIUHOW B 11 a.0. AMHHOKHCIOTHBIE 3aMEHBI,
xapakrepuble a1 FRIGIDA.a paunnenserymiero tuma B. napus cv. Ningyou7,
OoOHapy>KeHbI y IBYJIETHUX, HO MPEXKIECBPEMEHHO 3aI[BETAIOIINX PAaCTeHUI oOpa3iia
B. rapa k-507 Bonsei Osaka Shinora. OmgHako Takue K€ 3aMEHBI HAWJICHBI U Y
pactenuit B. rapa, koTopble AOJKHBI 3al[BETaTh B MEPBBIA r'0Jl, HO HE 3allBENIU
(puc. 21). IloaToMy MBI HE MOXEM CBSI3aTh ATU MOJUMOP(PU3MBI CO BpEMEHEM

3allBeTaHUs UCCIICIOBAaHHBIX 00pa3moB Brassica.

3.9. SCAR mapkepbl, CKOHCTPYHPOBAHHbIE HA OCHOBE MOJUMOP(U3MOB
rena FRIGIDA

OOHnapykeHHbIe HaMU B reHoMax Brassica mociemoBatenpHocT FRIGIDA
OB KMCTOJI30BaHbl JJisi co3aaHus cnenuduunsix JJHK mapkxepoB. Ha ocHoBe
nosimMmopdHbIX JokycoB reHa FRIGIDA 6bina co3gana cuctema SCAR mapkepoB
JUIS M3YYCHHUS CTPYKTYPBI M aJlIeIbHOTO pa3sHooOpasus JjokycoB FRI.a u FRI.b
reHoMoB u cyorenomoB A, C u B kynbrypHBIX BUIoB Brassica u ynoOHas s
MIPOBEICHHUS] MACCOBOTO CKPUHUHTA CHCTEMa JIOKYC-CIENU(DUIHBIX MapKepOB st
omnpenenenus jokycoB FRl.a m FRI.b B renomax u cybrenomax A, C u B
Brassica.

s Bepudukamun cozgaHasix SCAR mapkepoB OblT MPOBEACH CKPUHUHT

27 obpasuos reromuoi JIHK B. rapa (reaom A), 12 o6pasiio B. oleracea (reaom
C), getsipex oOpasioB B. carinata (remom BC), uetpipex oOpasmoB B. juncea
(rerom AB) m aByx oOpasznoB B. napus (renom AC). Bce uccnenoBaHHbIC
oOpasupl Brassica omHoBpeMeHHO coaepikaiu oba sokyca FRl.a u FRILDb. [Insa
npoBepku crerubuanoctd mapkepoB BrA.FRIa, BrA.FRIb u BrC.FRIa, BrC.FRIb
mo OTHOmEHHWI0 K TeHoMaM A m C B KadyecTBE OTPHIATEIIBHOTO KOHTPOJISA
ucnonb3oBaau reaomuyio JJTHK B. nigra (reaom B).

Ha ocHoBanuu nosimmop¢u3mMoB, xapakrepubix st FRI.a u FRI.b u3 B. nigra

OBLTM CKOHCTPYHPOBaHbI reHOM-criennduunbie npaiimepsl BrB.FRIaF u
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Ta6n. 10. Mapkepst nokycoB rena FRIGIDA u3 renomoB A, B u C Brassica

Jlokyc- u reHoMm-cnienuuaasie SCAR Mapkeps! 71 U3yUeHHS aJIeIbHOTO
pasnooOpasus jokycoB FRIGIDA renomos cyorenomon 4 u C Brassica

HaumenoBanue | HaumeHoBaHue Crneur(pu4HOCTh Pasmep
Mapkepa npanimMepoB™ Jlokyc I'enom aMIUIMKOHA,
IL.H.

BrA.FRl.a BrAC.FRIaF FRIl.a A ~2500
BrA.FRIaR

BrC.FRIl.a BrAC.FRIaF FRI.a C ~2500
BrC.FRIaR

BrA.FRI.b BrA.FRIbF FRI.b A ~2100
BrAC.FRIbR

BrC.FRI.b BrC.FRIbF FRI.b C ~2100
BrAC.FRIbR

I'en-cnemmduuasie SCAR Mapkepsl UIs M3yYCeHHS aJICIBHOTO Pa3sHOOOpa3ms
nokycoB FRIGIDA Brassica

HaumenoBanne | HaumeHnoBaHue CnenududHocTh Pa3mep
Mapkepa npaiimepoB* Jlokyc I'enom aMIUIMKOHA,
I.H.
Br.FRl.a BrFRIF HET HET ~1300
Br.FRI.b BrFRIR
Jloxkyc- u TeHOM-crenuUIHbIC MapKEPHI [ MACCOBOTO CKPUHHMHTA JIOKYCOB
FRI.a u FRI.b renomos A, B u C Brassica
HaumenoBanne | HaumeHnoBaHue CneunpuuHOCTh Pa3mep
Mapkepa npaiiMepoB™ Jlokyc I'enom aMIUJIMKOHA,
I1.H.

BrA.FRIl.a BrAC.FRIaF FRI.a AucC ~720
BrAC.FRIaFRIbR

BrB.FRl.a BrB.FRIaF FRI.a B ~940
BrB.FRIaR

BrC.FRIl.a BrAC.FRIaF FRIl.a AuC ~720
BrAC.FRIaFRIbR

BrA.FRI.b BrA.FRIbF FRI.b A ~720
BrAC.FRIaFRIbR

BrB.FRI.b BrB.FRIbF FRI.b B ~500
BrB.FRIbR

BrC.FRI.b BrC.FRIbF FRI.b C ~720
BrAC.FRIaFRIbR

[Mpumeuanune: WW coorBerctByer AT/AA, *IlocienoBareabHOCTH MpaiMepoB

yKa3aHbl B Ta01. 3
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Puc. 22. Mapkepsl, paznuuaroniie jgokycsl FRIGIDA B reHomax Brassica A, B u
C. A — nokyc FRIl.a B renomax A u C, b — ¢parment rena FRIGIDA u3 renoma B,
B — sokyc FRI.b u3 renomor A u C. 1 — nosioskenue crapr-koaoHa, 2178 u 2069 —
MOJIOKEHUE CTOI-KOJO0HOB. WHTpOHBI 0003HAaYEHBI CIUIOMIHON YEpHOW JIMHUEH.
UepHbIMU TPSMOYTOJIbBHUKAMUA U PUMCKUMHU IUdpaMud 0003HAUYEHBI SK3OHBI.
Apabckumu 1udpaMu M CTpeJIKaMH IOKa3aHO PACHOJOKEHHE W HaIlpaBJICHUE
npaiimepoB. ['OpH30HTAIBHONH CKOOKOW 0003HAYEHO IMOJOXKEHUE LIEHTPAJIbHOIO

KoHcepBaTuBHOTO gomeHa Frigida. Illkama cootBerctByer reny FRIGIDA
JNO015481.

BrB.FRIaR mns ammudukarnmu ¢parmenta FRI.a (okoso 940 m.H.) u BrB.FRIbF
u BrB.FRIbR s ammmudukanuu pparmenta FRI.b (okomno 500 m.H.) u3 reroma B
B. nigra u cybrenoma B u3 B. juncea u B. carinata (puc. 22, ta6a. 10). Jlus
Bepu(UKAMU ATUX MpaiMepoB ObLI MPOBEAECH CKPUHUHI OOpa3l0OB T€HOMHOMN
JIHK B. nigra (resom B), B. carinata (remom BC), B. juncea (resom AB). Ilpu
BepU(pUKALIMU MapKepoB, CrieHU(UYHBIX 110 OTHOLIEHUIO K TeHOMY B, B kauecTBe
OTPULIATEIBLHOTO KOHTPOJIS ObLIM B34Thl 00pa3ikl reHomHon JITHK B. rapa (renom
A) u B. oleracea (rerom C) (puc. 23). IIpucyrctBue asyx jgokycos FRI.a u FRI.b
BBISIBJICHO U B 3TUX oOpasiax Brassica. Jlns npoBepku MapkepoB, crenuUIHbIX
0 OTHOLIEHUIO0 K reHomMaM A u C, B KauecTBE OTPUIIATEIbHOIO KOHTPOJsS Oblia
B3sta renomuas JIHK B. nigra (reaom B).

Jlns 6vicTporo ckpununHra jgokycoB FRI.a m FRI.b y xymeTypHBIX BHIOB

Brassica MbI co3fanu cuctemy JIOKyC-CrelupUIHBIX MAPKEPOB, JAFOIINAX
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A F’EHOM U CYBrEHOMbBIA U C BRASSICA
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Puc. 23. Jlokyc-cnemupuunsie SCAR mapkepst reHomoB A, B u C 11t uzyuenus
aiienbHOro pasHoobpasus rerna FRI.a u FRI.b Brassica. (A) Jlokyc-crernuudnbie
mapkepsl reHa FRl.a renomoB A u C. M — Mapkep MoOJIEKyJIspHOM

maccel GeneRuler 1 kb plus DNA Ladder, 1, 3-5, 7 - B. rapa, 8, 10, 12 — 16 - B.
oleracea, 6, 11 - B. napus. 2,9 - B. nigra, K+ - mnasmuguas JJHK pJET/FRIb
Frosty , K- - Bona. (b) Jlokyc-cnenmduunsiii mapkep rema FRI.D remoma A. M —
mapkep mostekyssipHoi maccel GeneRuler 1 kb plus DNA Ladder, 1-4 - B. rapa,
5-6 — B. juncea, 7 — B. napus, K+ - mnasmuanas JJHK pJET/FRIb B. oleracea , K- -
Bona. (B) Jlokyc-cneunduunbiii mapkep rena FRI.b remoma C. M — mapkep
monekysipaoit maccel GeneRuler 1 kb plus DNA Ladder, 1- B. nigra, 2, 4, 6 - 9-
B. oleracea, 3, 10 — B. juncea, 5 — B. napus, K+ - mnasmuanas JJHK pJET/FRIb B.
oleracea , K- - Boma. (I') Jlokyc-cnenmduunsrii mapkep rena FRI.a reroma B. M —
mapkep MousekymsapHoin Maccel GeneRuler 1 kb plus DNA Ladder, 1, 2 -
mwiasmuadas JJHK pTZ57/FRIb B. nigra, 3, 4, 5, 6- B. nigra, 7, 8 - B. carinata
CGNO03952, 9, 10 - B. juncea, 11 - B. oleracea, K+ - monoxutebHbIi KOHTPOJIb -
mwrazmuanas JJHK pTZ57/FRIla B. nigra, K- - Boxa.

eAMHUYHBIN curHan ammuiukauud. B renomax A u C B oOnacTtu mepBOro

WHTPOHA HalleH ydyacTok, oOmmii st obomx nokycoB FRl.a m FRI.b. Ha
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OCHOBAaHMHM JTOrO ydacTka ObUI  CO3JaH  TeH-CHeHU(pUYHBIA  mpaiiMep

BrAC.FRIaFRIb (puc. 22, Ta6. 10).

A FTEHOM U CYBFEHOMBbBI A BRASSICA
FRIa FRID
e M 1 2 3 4 K+ K- 6 7 8 9 K+ K-

700 ,-----. - ey wy W e < 720
B FT’EHOM U CYBNEHOMDbBIC BRASSICA

FRIa FRID
na M 1 2 3 K- 4 5 6 K-

T00 - — ——me . < ~720

Puc. 24. Jlokyc-cniennuunbsiec Mapkepsl rena FRI.a u FRI.b reromor A u C.

(A) Jlokyc-crieruduunsie mapkepbl reHoB FRl.a u FRL.D renoma A. M — mapkep
modnekysipaoit maccel GeneRuler 1 kb plus DNA Ladder, Jlokyc FRIa (1-4): 1- B.
rapa, 2 — B. napus, 3 — B. juncea, 4 - B. oleracea K+ - mmasmumguas JJHK
pTZ57R/FRIa B. rapa , K- - mnasmuanas JJHK pJET/FRIb B. rapa,; Jlokyc FRI.b
(6-9): 6-7 - B. rapa, 8 — B. napus, 9 — B. juncea, K+ - mmasmuguas JTHK
pJET/FRIb B. rapa, K- - pTZ57R/FRla B. rapa. (b) Jlokyc-cnenududaHbie
mapkepbl reHoB FRl.a u FRL.b renoma C. M — Mapkep MOJEKyJIsSIpHOW Macchl
GeneRuler 1 kb plus DNA Ladder, Jlokyc FRl.a (1-3)1 — B. oleracea, 2 — B.
carinata, 3 — B. napus, Jlokyc FRI.b (4-6): 4 - B. oleracea, 5 — B. carinata, 6 — B.
napus, K- - Bojaa.

s BepuduUKalMu CO3JaHHBIX MapKepoB ObUT MPOBEAEH CKPUHUHT 954
obpasnos renomuoi JIHK u3 pacrenuit B. rapa (remom A), B. oleracea (reaom C),
B. carinata (rerom BC), B. juncea (remom AB), B. nigra u B. napus (reaom AC).
Jns ammudukarmn nokyca FRI.a u3 renoma u cyorenomoB C Brassica u renoma
u cybrenoma A Brassica wucnonb3oBanu mapy mnpaiimepoB BrAC.FRIaF u

BrAC.FRIaFRIbR. [Iis ammmudukanuu gokyca FRI.D u3 renoma u cyorenoma A
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Brassica ucronszoBanu napy mpaiimepoB BrA.FRIbF u BrAC.FRIaFRIbR. ns
ammmdukanuu Jokyca FRIb w3 remoma um cybresmoma C Brassica mapy
npaiimepoB BrC.FRIbF u BrAC.FRIaFRIbR. Pa3smep stux sokyc-cnenuduyaHbIx
MapkepoB cocTtaBisieT okoio 720 mH. [na ammmdukanuu nokyca FRI.a us
reHoma u cyorenomoB B Brassica mcrmonb3oBanu mapy npaiimepoB BrB.FRIaF u
BrB.FRIaR, (pasmep ammmkona oxosio 940 m.H.), qid aMIuiMpUKAIIU JIOKyca
FRI.b - BrB.FRIbF u BrB.FRIbR (ta6x. 10). Hammuwe cnenuduaHoro jgokyca B
ucciaeayeMoM o0pasiie OnpeessieTcs Mo MOSIBICHUIO CUTHAJIA aMITTU(UKAIUH.

B stom ciywae s mpoBepku crequpUYHOCTH MPaiMepOB MO OTHOLIEHUIO
k nokycam FRl.a u FRI.b B xadecTBe oTpUIIaTENTHFHOTO KOHTPOJIS HCIIOJIB30BAIH
wiazmuaayto JIHK pJET/FRIb B. rapa (K- mis noxyca FRI.a) u pTZ57R/FRla B.
rapa (K- mis mokyca FRI.b). TIpucyrcTBre cHrHaNOB aMILIM(HUKAIIAN IEICBBIX
(parMeHTOB BBISBICHO BO BCEX HCCIENOBaHHBIX oOpasmax Brassica (puc. 24).
[Tapa mpaiimepoB BrAC.FRIaF u BrAC.FRIaFRIbR sBnsercs cnenmduunoin mis
nokyca FRI.a u3 renomoB u cyorenomoB A u C Brassica, HO He SBJIIETCS T€HOM-
crienupUIHOM.

Mebl  HageeMcs, 4YTO B JalibHEWIIEM OSTH Mapkepsl Oyaer yao0HO
UCIIOJI30BaTh W I HCCIEJOBaHUS HEJAOCTATOYHO W3YYEHHOM CBS3M TEHa

FRIGIDA c noxycom npu3HaKa BpeMs Mepexo/ia K IBETCHHUIO.
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I'JTABA 4. OBCY/KJIEHUE

4.1. Hoanmopdusm rena FRIGIDA B cemeiicTBe Brassicaceae

AHanu3 HyKJICOTHAHOTO TOTMMOP(GHU3Ma TEHOB BHYTPH WM MEXIY BHIIAMHU
MIO3BOJISIET OTIPEIETUTh HBOJIIOLIMOHHBIE B3aMMOOTHOIIICHHUSI MEXITY
aHAIIM3UPYEMBIMHU BUIAMH.

[Tonyuennsie Hamu mocienoBarenbHocTH JOKycoB FRIGIDA y pactenuii
mecTd BUIOB Brassica cxomnsl ¢ nocinenoarenbHocTaMu FRIGIDA Arabidopsis
Ha 58-60%. FRIl.a umeer Oonbinee cxoactBo ¢ renom FRIGIDA y A. thaliana, a
FRI.Lb — ¢ remom FRIGIDA A. lyrata. Ilpum aHanm3e HYKICOTHIHOTO
nomumopduzma mocnenoBaTenbHocTel JokycoB FRIGIDA Brassica, xak u y
FRIGIDA A. thaliana u A. lyrata, momumopdHbie caliThl ObLTH OOHAPYKEHBI BO
BCeX o0jacTax reHa. B mocrmegoBaTenbHOCTAX KOAMPYIOMIMX W HEKOIUPYIOIINX
oOnacTeil moJIMMOpP(HBIE CAUTHI COIepKATCS B CXOIHBIX nponopuusx. Hu B onHoM
U3 TOJYYEHHBIX HaMH TOCJIEIOBATEILHOCTSIX Mbl HE OOHAPYKHWIIA XapaKTEPHBIX
mis FRIGIDA y Arabidopsis wHIen-noauMop@u3MoB, KOTOPbIE HAPYIIAIOT HITH
CIIBUTAIOT PaMKy CUMThIBaHMs. 3aTO B jiokyce FRI.b u3 reHomoB u cyoreHomoB A
Brassica MBI  BBISBWIM ~ MYyTallMIO  JIOHOPHOTO  caiiTa  CIUlaiicHHTa
(mononykneoruaHas 3ameHa GT > GC). JloHopHbiii caiit cravicuara GT
ABJIIETCST HanboJiee KOHCEPBAaTUBHBIM CalTOM cCIulalicuHra. Tem He MeHee,
HEKOTOpast 4acTh JOHOPHBIX caiToB GT 3amemaercs Ha GC. Takue 3amemeHus
paHee ObLIM OOHApY’>KEHBI B JOHOPHBIX CalTaxX albTEPHATHBHOIO CIUIAWCHHTA Y
HEMAaTo/Jl, MJICKOTIMUTAIIMX U apadbunomncuca. [Ipeanomnaraercs, yto GC curHaibl
BaXHBI U peryisinuu anpTepHaTuBHOTO criiaiicuara (Campbell et. al., 2006;
Churbanov et. al., 2008; Filichkin et. al., 2010). [ToaTomy, MOXHO MPEANOIOKHTb,
YTO 3Ta MYyTalMs MOXKET MPUBOJUTHh K HAPYIICHUIO CIUIAWCHHTAa W 00pa30BaHUIO
ykopoueHHbIX TpaHckpuntoB reHa FRIGIDA y Brassica. Ho skcniepuMeHTaibHOE
MOATBEPKICHUE ATOMY MPEANOJIOKEHUIO OTCYTCTBYeT. TakuM 00pa3oM, HaM He
yIAAJIOCh OOHAPYKUTh KAaKUX-THOO MHCEPIHMH W JENCHNN, MPUBOIAIINX K yTpaTe

GyHKIMi reHa.
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Eciu nHe paccmarpuBath 3(dexT aenenuii M BCTaBOK, TO Hauboiee
HOJXOMAIIECH Mepoi moauMopdu3Ma SBISIETCS HYKICOTHIHOE pa3sHooOpasue ().
Ota Mepa He 3aBUCHUT oT JauHbl pparmMenToB JIHK u pasmepa BbIOOpKHU U TOITOMY
MOYKET UCITOJb30BaThCS I cpaBHEHU n3MeHunBocTH [IHK B paznmuuHbIX reHax u
nonyisiusax.  OCHOBHBIM  MOKa3zaTeNeM I aHajuu3a  HYKICOTUIHOTO
pa3HooOpa3usi u  ompeeneHus crnocoda HSBOJIONHMH  MOCIEN0BATEIHLHOCTU
CUHUTACTCS COOTHOIICHUE HECHHOHUMHUYHBIX M CHHOHUMHUYHBIM 3ameH. Ka/Ks —
MEXy BHJIIAMH, T/Ts — BHYTpU Buaa, rae Ka u m, — YMCI0 HECMHOHMMUYHBIX
3aMEH Ha HECMHOHUMUYHBIN callT, KS U mg — 4MCI0 CUHOHMMHUYHBIX 3aMEH Ha
CUHOHUMUYHBIN caiT. 3HaueHue cooTHomeHus Ka/Ks mcrmonb3yeTcs B kauecTBe
MOKA3aTeNsl CEJIEKTUBHOIO JABJICHUS, ACHCTBYIOIIETO HA I'€H, KOTOPbIA KOJUPYET
nansblii - Oenmok. CootHomeHne Ka/Ks Oonblne eIuHMIBI  yKa3blBaeT Ha
IIOJIOKUTEIIBHYO CEJIEKLUIO, CHOCOOCTBYIOLIYIO U3MEHEHUSAM B
nocienoBareabHocT Oeka. CootHomenne Ka/Ks MeHee enuHUIBI yKa3bIBacT Ha
OTPULIATEIBHYIO CEJEKLHI0, KOTOpas HalpaBlieHa Ha YCTPAHEHHE BPEIHBIX
MYyTAaIM# ¢ 11eNbI0 coxpanenus ¢yHkimii 0emaka (Hurst,. 2002). TouHo Tak xe mpu
aHaJM3€ BHYTPUBUIOBOrO MOJIMMOp(H3Ma COOTHOUIEHUE T, /s > | yKa3bpIBaeT Ha
JICWCTBHE MOJIOXKHUTEILHOTO 0TOOPA, & COOTHOIICHHE T,/Ts< 1 CBUACTEIBCTBYET O
TOM, 4YTO T'€H HaXOAMUTCS NOJ JEHCTBUEM OTpuLATeNbHOrO oTdopa. OnHako
COUETaHUE TMOJIOKHUTEIBHOTO U OTPUILIATENIBHOTO O0TOOpa B pa3HbIX 00JIaCTAX I'eHa
WU B pa3HOE BpEMs B TEUEHHUE SBOJIIOIMU MOTYT KOMIIEHCUPOBATh APYT ApyTa, U
CpellHee 3HA4Y€HHE MOKET OBbITh HM)KE, PAaBHO WM BbilIe eauHulbl. [losTomy B
KQKJIOM KOHKPETHOM Cllydae HEOOXOIUMO MPOBOAMTH JOMOJHUTEIBHBIN aHAIIN3
HYKJICOTUJIHOTO Pa3HOOOpa3usi CHHOHMMHUYHBIX W HECHHOHUMHUYHBIX 3aMEH JJIs
pa3HBIX 00yIacTel rexHa.

Kpome TOTO, npu aHaIn3e CTPYKTYpPHOTO noyimMophuzmMa
nocienoBatenbHocTe JIHK oOpamiaror BHMMaHHME Ha TOKa3aTeld COJEPKAHUS
G+C Ooratbix yuyacTkoB W 3(dektuBHoe umcio komoHoB (effective number of
codons, ENC). [lanHble O HYKJICOTHIHOM pa3HooOpazuu JokycoB FRIGIDA

cBezeHbl B Ta0mune 11.
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Taoun.

11. ITapameTpsl komupyromieit obnactu

(KO) nokyco FRIGIDA

Brassica.
FRl.a FRI.b
1 2 3 Bces 1 2 3 Bces
9K30H | APK30H | DK30H KO 9K30H | DK30H | DK30H KO
G+C | 053 | 042 | 047 | 048 | 050 | 041 | 044 | 046
ENC | 54 | 41-49 | 56 56 61 49 | 53 57
= Ka | 0033 0,094 0,035 | 0,032 0,047 0,040
=
s
2 Ks | 012 0,035 0,11 | 0,069 0,081 0,07
Q
m
= KaKS | g8 0,38 038 | 046 0,58 0,56
= Ta | 024 0,023 0,023 | 0,018 0,027 0,023
~
? Ts | 0,09 0,06 0,070 | 0,042 0,044 0,040
=
S| /T
E 2.6 0,38 033 | 0,43 0,61 0,58

Honsa G+C B kogupytoiei 061acTi UCcClieJOBaHHBIX HaMH JIOKycoB FRI.a u
FRI.b Brassica cocrasnsier 50 u 53% ais nmepBoro 3k30Ha, 42 u 41% 11st BTOPOTro
ok30Ha U 47 u 44% s tpetbero sk3onHa. Y FRIGIDA Arabidopsis atot
nokaszareiib uMeeT Oym3koe 3HaueHue, 45,8% nns nepBoro 3k3oHa u 43% nis
BTOpOro M Tperhero 3k30HoB (Le Corre et. al., 2002). DddexkruBHOE YMCIO
KOJIOHOB HCTOJIb3yeMbIX B T'eHe, kKoyieoaercs ot 20, Korga TOJBKO OAWH KOJOH
WCMOJIB3YETCS I KaXJI0M aMHHOKHUCIOTHI A0 61, korma BCe CHMHOHUMHUYHBIC
KOJIOHBI MCIOJIB3YIOTCS B paBHoM crenenu. J[is gokycoB FRI. a u FRI.b Brassica
BennurHa ENC st mepBoro sx3oHa coctasisietr 54 u 61, 115 BToporo sk3oHa — 50
U U1 TPETHErO JK30HA paBHA 56 W 53, COOTBETCTBEHHO. JTH PE3YJIbTAThI JIUIIb
HEMHOTo oTin4aroTcs oT maHHbiX st FRIGIDA y Arabidopsis, rae ans nepsoro
sk3oHa ENC paBno 58, a s Broporo — 52 (Le Corre et. al., 2002).

st comocraBinenus mnocienosarensHocteii FRlL.a m FRID renomos wu

cyoreHoMoB Brassica Mbl IpoBeNIM aHAJIM3 HYKJICOTHIHOTO pa3HOOOpasus 3THX
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nocienoBaTenpbHoCcTe. [l aHanm3e MEXBHAOBOTO TOJUMOP(HU3MA JIOKYCOB
FRIGIDA.a wu FRIGIDAb Brassica oka3amoch, 4YTO COOTHOIIEHHE
HCCMHOHUMUYHBIX W CHHOHMMHYHBIX 3ameH (Ka/KsS) mexay Bugamu paBHO,
cooTBeTcTBeHHO, 0,28 1 0,46, uto orinmuaercs ot FRIGIDA y Arabidopsis (0,36
g A. thaliana o nanueim Le Corre et. al., 2002, u 0,3 s A. lyrata mo maHHBIM
Kuittinen et. al.,, 2008), HO ocraeTcsi MecHEe EIUHHIIBI, ATO YyKa3bIBacT Ha
OTpULATENbHBIM OTOOp, HANPABIECHHBI HAa YCTPAHEHUE BPEIHBIX MYTalUA C
nenpto coxpaneHus oenka FRIGIDA. YV noiaydeHHBIX HaMu MOCIE0BaTEILHOCTEH
FRIGIDA Brassica HeCHHOHUMHYHBIC 3aMEHBI MPHUCYTCTBYIOT B OCHOBHOM B
00J1acTH TIEPBOrO PK30HA, KOTOpas MEPEKPhIBAaeTCs ¢ 00JacThio mepBoro Ccoiled-
coil nomena Genka FRIGIDA. Bo BTOpOM M TpeTheM 3K30HE HECHHOHUMHUYHBIX
3aMeH MeHbIe. Takum oOpa3om, kak u 'y Arabidopsis, koaupyrorias 001acTh reHa
FRIGIDA coctout u3 aByX MO-pa3HOMY SBOJIIOIMOHUPYIONMIUX 00OJacTel: mepBast
BKJIFOYAET TMEPBBIM SK30H, a BTOPAsi COCTOUT U3 BTOPOTO M TPETHETO PK30HOB. DTH
JIBE 00JIaCTH CXOJIHBI 110 JUIMHE, HO B oTimune ot Arabidopsis, y Brassica Tonbko
BTOpas 00sacTh coepkut Coiled-coil romeH.

[Tpu ananuze BHyTpuBHI0BOTO NomrMopdusma mokycoB FRIGIDA Brassica
Mbl oOHapyxuBaeMm y FRIGIDA.a Ty e kapTuHy y, 4T0o U y reHa u3 Arabidopsis.
st BToporo u Tperbero 3k30HOB FRIGIDA.a pasHooOpasue CHHOHMMHYHBIX
3aMeH (Ts) 3HAYMTENILHO BBINIE, YeM HECHHOHMMHUYHBIX (7;), 3TO IpeIoJiaraer,
4TO BHYTPH BHJA Ha 3Ty 4acTh T'€Ha JECHCTBYET OTpHUIaTeabHbIN 0TOOp (purifying
selection). B nepBoMm 3k30He rena FRIGIDA.a Brassica mMbl oTMe4aeM BBICOKOE
COOTHOIICHHE HECHHOHUMHYHOTO U CHHOHMMHYHOTO pa3HooOpasus (m,/ms cpenHee
3HaYCHHE OKOJIO 2,0). JlIs MONMHOpa3sMEpHOIO T€Ha, COOTHOIICHHE T,/
cocrapisier 0,33. B ommume ot FRIGIDA.a, y FRIGIDA.b cootHomenue
HECMHOHMMUYHOTO ¥ CHHOHHUMHYHOTO Pa3HOOOpa3us MEXIy IMEepBOM W BTOPOU
4acTsAX KONUPYIOIed obOmactu reHa paznuuaercs Menbiie, 0, 43 u 0,61,

COOTBCTCTBCHHO.
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Puc. 25. BHyTpuBHIOBOW TOJUMOPPHU3M KOAUPYIOMEH O00JacTH JIOKYCOB
FRIGIDA Brassica. (A) — redom u cyoresomsl A, (B) — resom u cyorenomsr C.
To/Tts ~ COOTHOIIICHHE HECHMHOHUMHWYHBIX W CHHOHMMHYHBIX 3aMeH IL.H. — Tapa
HYKJICOTH/IOB.

YuurtbiBasg, YT0 HECUHOHUMHUYHBIE CAUTHI SIBISIOTCS OCHOBHOW MHIIIEHBIO
CEJIEKTUBHOTO OTOOpa, aHalu3 paclpelesieHUs] HECHHOHUMHYHBIX 3aMEH BJIOJIb
KOJIMPYIOLIE YacTh T'€Ha MO3BOJISIET CHeNaTh BBIBOJ O TOM, YTO pa3IM4YHbIC
yaactku reHa FRIGIDA sBomorimonupoBanu mo-pasHomy. Bo BTopoM u TpeTheM
sk3oHax FRIGIDA HecuHOHMMHUYHBIE 3aMEHBI BCTPEUAIOTCS pPEXe, YeM
CUHOHMMHYHBIE (pHUC. 25); BEposTHO, pa3HOOOpa3we B OTOM 4YacTH TEHa B
OCHOBHOM OOYCJIaBIMBAETCS JACHCTBUEM E€CTECTBEHHOTO OTOOpa (OTpHIATEILHON
cenekiuu). B mepBoit wactm koampyromieit obmactm  FRIGIDA Brassica,
BKJIIOUAIONICH TMEpBBIM HK30H, HAOIIONAETCS CHIDKCHHE JIOJIM CHHOHUMHUYHBIX
U3MEHEHHH, CBSA3aHHOE C M30BITKOM HECUHOHUMHUYHBIX MOJUMOP(GU3MOB, B TOM
YUCIie MPUBOASIINX K 3aMEHAM aMUHOKHCJIOT, KOTOPbIE MPUBOIAT K U3MEHEHUIO
busuko-xumMuuecknx cBorcTB Oenka FRIGIDA. DTo HaBOIUT Ha MBICIH O TOM,

YTO M30BITOYHBIE aAMHHOKHCIJIOTHBIC HOHHMOp(bHBMBI B OCHOBHOM HOCIAT
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aNalTUBHBIA XapakTep M MOAAECPKUBAIOTCSA IOJOXKUTEIBHON cenekuuen. U3
MOJIYYCHHBIX PE3yJIbTATOB MOJXKHO CJENaTh BBIBOJ, YTO IIepBas YacTh TI'eHa
FRIGIDA B remomax u cybOreHomax Brassica HaxoguTcs Ioa ACHCTBHEM

HOJIOXKHUTEIHLHOTO 0TOOPA, a BTOpasi — MO/ IEHCTBHEM OTPHUIIATEIIFHOTO 0TOOpA.

4.2. Crpoenne oeaxa FRIGIDA y Brassica

ITo cBoemy ctpoenuto Oenku FRIGIDA.a u FRIGIDA.b Brassica cxomHsl ¢
FRIGIDA A. thaliana (puc. 26). CpaBHUTEIbHBIH aHAIU3 AMHUHOKHCIOTHBIX
HOCJICZIOBATEIbHOCTEH ATHX TOMOJIOTOB TIOKa3aj, YTO BCE OHHU COJCpIKAT
KOHCEPBATHBHBIN IIeHTpalbHBIA ngoMeH Frigida, a N- m C-xoHueBbie obOnactu
SIBJISIFOTCS] BApUaOCIbHBIMH.

A

g%

i B x
KSIDELAAFSVAVETFKRQFDDLQKHIESIENAIDSK (1) MEEKARSLS
B -

-

|
|
|
: Tesom A (3) MEEA-RSIS
: T'enom C (2) MEEA-RSIS
: Teronm B (1) MEEEARAIS
|
|

| * ¥ * A x * | Temom A (1) ME - GEARSIS
KSIVDLTALAAAVDAFKRRYDELQSHMDYIGNAIDSN Tenom C (1) MEQGEARSIS

T'esom B (1) ME - GEARSIS

I - N oonacn:
I - coMenFrigida iled-coil
- : : - coiled-coil tomeH ¢
. - coiled-coil JoneH NW
- - C- obmacre m BEPOATHOCTBLIO 00Pa30BaAHHSA
0,8

Puc. 26. Ctpoenue Oenka FRIGIDA. A - FRIGIDA y A. thaliana, b - benok
FRIGIDA.a y Brassica, B - FRIGIDA.b y Brassica, MEEKARSLS, MEEARSIS,
MEEEARAIS, MEGEARSIS u MEQGEARSIS — amuHOKHCIOTHBIE TTOBTOPHI (B
ckoOkax umncio noBtopos), A - C — reHomsl u cyOrenomsl Brassica, (***) - 37-a.o.

o0nacTh, cojaepkamas AeBATH a.0. (*), XapakTepHbIX JUII Kiacca OCJIKOB
FRIGIDA.

BBIpaBHI/IBaHI/IC 3THUX HOCHC}IOB&TCHLHOCTCﬁ BBISIBHJIIO CHeI_[I/I(l)I/I‘lHBIe

paznmuns B crpoeHmn OenkoB FRIGIDA Brassica m ero romoJioroB U3
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Brassicaceae (puc. 27), mpexiae Bcero, B 00JAaCTH BOChMHAMHUHOKHCIIOTHBIX
nosropoB MEEARSIS. ¥V romonoros FRIGIDA Brassicaceae comep:XuTcsi TOIBKO
OJIMH TaKOM IMOBTOP, MOCIEA0BATEIbHOCTh KOoTOporo oriuyaercs ot MEEARSIS
HAJIMYMEM WHCEPIMU M aMHHOKHCIIOTHBIX 3aMeH. B atoil obmactu y A. thaliana
oOHapyxeHa uHcepius amMuHOKHCIOTH (K) m amMmuHOKuciaoTHas 3ameHa | —L
(MEEKARSLS), y A. lyrata — Toipko uHCcepHHMs aMHHOKHCIOTHI K
(MEEKARSIS), y Thellungiella halophila — wncepuns amuHOKHCHOTEI Q
(MEEQARSIS). Iloeroper y FRIGIDA Brassica Ttaxke pasmuuarorcs. Jlis
FRIGIDA.a u3 reHOMa U CyOr€HOMOB A XapaKTepHO HAJMIHE TPEX IMOBTOPOB
MEEARSIS, a u3 renoma u cyéreromoB C — /1Ba Takux MOBTOpa, U3 TE€HOMA U
cyorenomoB B — onuH moBTOp, conepxkammii onHy uHcepiuio (E) u 3ameny
amMuHOKHCIIOTEl (S—A). s FRIGIDA.b xapakTepHO NpPHCYTCTBHE OJIHOIO
MOBTOpA, OHHM pa3inuyaroTcs HamuuueM uHcepiwit. Y FRIGIDA.b u3 renomoB u
cyorenomoB A u B B mocnegoBaTeNbHOCTH MOBTOpa MPUCYTCTBYET uHcepius G
(MEGEARSIS), a y renoma u cyoresoma C — WHCEpIMS U3 JBYX aMHHOKHCIIOT
GQ (MEGEQARSIS). Ilo 2T nmaHHBIM MOXKHO CH€JIaTh BBIBOJ, YTO
amMuHOKHCIOTHBIE TOBTOpel  MEEARSIS  sBasrorcss  cneumdbuynpiMua st
omnpeeneHHbix BuoB B ciydae ¢ FRIGIDA Brassicaceae, a B ciiyuae y Brassica —
SIBJITFOTCS JIOKYC- ¥ TeHOMCIIEIU(PUYIHBIMHU.

B ormmume ot A. thaliana, y 6enkoB FRIGIDA Brassica tomsko B C-
KOHIIEBOM 0071acTH C BBICOKOH BEPOSTHOCTBIO IMpecKa3aHo oOpasoBanue coiled-
coil crpykTypsl, koTopas mepekpbiBacTcsi ¢ moTopom MEEARSIS u koHiom
nomMena Frigida. M3BectHo, uT0 C-KOHIIEBOW PETMOH BasKeH ISl (DYHKIIMOHATILHOM
aktuBHOCTH Oenka FRIGIDA u3 A. thaliana , u coiled-coil nomen B 3ToM y4acTke
HeoOxoaum st oopazopanust FRI-C kommtekca ¢ FLX, SUF4 u FES1 (Choi et al.,
2011) u B3aumoneiicteus ¢ CBP20 (Geraldo et al., 2009) YuwurbiBasi, 4TO TOJIBKO
ATOT JOMEH COXPAHWJICS B XOJI€ HBOJIIOIMH, MOXHO MPEANOJIOKUTh, YTO Y
FRIGIDA Brassica oH Tak e HeoOxoauM i (yHKIMOHAIHLHOW aKTHBHOCTH

Oenka, kak u y FRIGIDA wu3 A. thaliana. N-xonmeBas o0nacte y Bcex
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49 BrAFRIa srwsrmnmsrsmmmmmmn CEERHKLDPARE 388

a1 BrCFRIa SILTSFLRMSKESFERAKRKAQAPMASKTANERDLDA 378
43 M 387
43 BrCFRID a 395
ss  ThERL KIsEsShL 212
52 ALDEREL 407
52 ALLFRL LAFREAAAKDLAZ 407
51 ALFRI KESAALVLTSFLKMSKESFERAKRKAQSPLAFKEAATY VI c PAKE 404
BrAFRIa EARSI SRMEE ARSTSRMEEARSIS IREEARISERL 448
mmggr ;9,5 BrCERIA EARSI SRMEEARSISRMEBA========= AISERL 429
SSLKSKGIT 103 BRAERID e
mrcssuzrmn sp 103 DESERID s
us B 450
z.nssu-rmp 1 PUSEE 250
OPOFLESTDE LAXFSVAVEAFKROF DDLOKHIES T ENATE SKLKSNCAD LAASSN_FHOD 111 ALERY Bt 447
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140  BrCFRIa  YNOOMKRPRL LSYSPMYRDQ-SFPSHREGD ADEISALVSSYLGPSAGFPL 488
151  BrAFRIbD  ¥NOOMKRPRLSDMEMPPHASSSYSSTYPDR-SEPSHRD---NEISALVSSYLGPSSGEPH 486
157  BrCFRID  YNOOMKRPRLSDMEMPPAASSSYSSTYPAR-SFPSHRD-— -DEISALVSSYLEPSPGFPH 494
172  ThERI YNOOMKRPRL. SSYSPIYRDR-NFSSHIDGDRDEISALVSSYLGPSSSFPH 514
169  AIPERL YNOOMKRPRLSPMEMPPVAS SSYSS IYLDR - SEHS RDEISALVSSYLGPSSSEPH 509
169  ALIPFRI YNOOMKRPRLSPMEMPPVAS SSYSS TYLDR - SPHSORDEDRDEISALVS SYLGPSSSFPH 509
3 166  ALFRI ¥NOOT KRPRLSPMEMPPVTS SSYSP IYRDR - SEPSORDDDODEISALVS SYLGPSTSEPH 506
208 BrAFRIa 552
200 BrCFRIa 539
211 BrAFRID 537
217 BrCERIb 545
232 JhERL REY 558
ALPFRI RRAFTKESP 229 AlPFRL gmgxggmmwmsmmg&mg 369
AEEE s o e SR ALl LRRS' LGRSVYAYEHLP PRSYS PGHGORLPROYSPS PVHGORHPRQ
g;,& D “mmcxm,mmﬁﬁﬁgkt 228 AvERL RS--RRSPEYMVPLPHGGLGRSVYA YEHLA PNSYS PGHGHRLERQYSPS LVEGORHPLOY 564
BrAFRIa  TEDPE ARGLLLLVACEGIPE 268  DCAFRia  PREVEGUSOMPYR- -~ L : are
BrCFRIa TEDPE --vmc ARGLLLLVACEGIPE 258  SECERZS LEKTRSPR 576
BrAFRID ~ HLDP----RRPFDI ARGLLLLEACFGIES 267 g ch SPPIHGOSOI SYGRLORVYRHS 585
BrCFRID ~ MLDPS-EBERRPIDG- rmmu ARGLLLLEACFGIPS 275  iiit e O T e e
ThERL i B e T ABCULULGACEGVES 292 ) pFRI SPPTHGOOOI PEG- LORVYRHSPSEERYLG 614
ALRERL COLARARNHDARCIITLVACECYES 287  ALAFRI S PPIHGOOOTPEG- LORVYRHSPSEERYLGLSNHRSPRSNSSLDPK-—— 614
ALLFRL MEDRG - KERVRIES CIKDEABTAAVANRKRLMSE GULAARERMOARGLLLIVACPGVES 267 REERT S PPIHGOOOLPYG- I ORVYRHSPSEERYLGLSNOR SPRSNSSLDPK-—— 609
ACERI MPDRG - -KGKVKIES WIKDEAETAAVAWRKRLMTE GGLAAAEKMDARGL LLLVACEGVPS 284 .
BrAFRIa LLDL TVGALKRSPELVPMMSGIVDSS IKRGMHIEALE LVYTEGMED 328 C — 061aCTH
BrCERIa LLDL TVGALKRSPFLVPMMSG IVDSS IKRGMHIEALEMVY TFGMED 318
BrAFRID SMDLFDLVRKSGAAE LAAALKR SPFLVPMMSG IVDSS IKRGKHIEALGMIYTEGIED 327
BrCERID LEDL SPFLVPMMSGIVDLS IKRGMHIEALGMIYTFGIED 335
ThERL LIDL GALKRSPFLVPIVSGIVDSC LKRGTNIEALEIVFTEGMED 352
ALpFRI NFRSMDLLDL IRMSGSNEIAGALKR SPFLVPMISGIVESC LEMVYTFGMED 347
ALIFRT NFRSMDLLDL IRMSGSNETAGALKR SPFLVPMISGIVESS IKRGMHIEALEMVYTFGMED 347

:

NFRSTDLLDLIRMSGSNETAGALKR SOF LVPMVSGIVESS IKRGMHIEA LEMVYTEGMED 344

Puc. 27. MHOXeCTBEHHOE BBIpaBHMBAHHME aMHHOKHCIOTHBIX mociemoBatenbHocTeii FRIGIDA.a u FRIGIDA.b Brassica ¢
romosioramu reHa FRIGIDA wu3 Bugos Brassicaceae. BrAFRIa — BraA.FRIGIDA.a (AEJ81950); BrCFRIa - BolA.FRIGIDA.a
(AFC68978); BrAFRIb - BraA.FRIGIDA.b (AFJ12105); BrCFRIb - BolC.FRIGIDA.b (AFC68979); ThFRI — Thellungiella
halophila, AlIFRI — A. lyrata subsp. lyrata (ABY51922); AIpFRI - A. lyrata subsp. petraca (ABY51891); AtFRI - A. thaliana

(AF228499). Kpacuas nunus — nomen Ffigida, uepnas munus - coiled-coil nomen; MEEARSIS — aMUHOKHCIOTHBIE TIOBTOPBHI.
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npoaHanu3upoBaHHBIX  mocienoBatensHocTeld  FRIGIDA — obnapyxuBaer
HamOOoMbIIYyI0 M3MeHYNBOCTh. Kak Obuto panee mokazano, y FRIGIDA uz A.
thaliana sra o6macts HeoOxomuma it (u3HUecKkoro BlaumojeicTeus ¢ FRL1,
npuBojsniero k aktuBanuu tpanckpurnmuu FLC (Choi et al., 2011). B mammx
ombiTax s N-konieBoi obiactu sokycoB FRIGIDA coiled-coil momen Obut
npeacKa3ad ¢ Majoi BeposTHOCThIO (MeHee 0,05), paBHBIM 00pa3oM y paHHe- U
y  mo3mHomBeTymmx  ¢opm  Brassica.  OmHako ~— BcTpewaroTcs U
nocinenoBarenbHocTd FRIGIDA.a u FRIGIDA.b, mis kotopsix oOpa3oBaHue
3TOr0 JOMEHA IpeJicKka3aHo ¢ BeposATHOCTHIO 0,8 (cM. puc. 19). UToOBI BBISBUTH
MOAUMOP(PU3MBI, KOTOPhIE MOIJIM Obl MOBJIMSATH HAa BEPOSITHOCTH OOpa30BaHUS
coiled-coil momeHa, MBI TPOBENIM CPaBHUTEIBHBIA aHAIU3 MOJYYCHHBIX HAMH
aMuHOKHCIOTHEIX TociienoBarensHocTel FRIGIDA.a u FRIGIDA.b Brassica
(puc. 28). Okazanoch, uro st odnacreii FRIGIDA.a u FRIGIDA.b, B koTopbIx
coiled-coil nmomen mpenckazan ¢ BeposSTHOCThIO 0,8, XapakTepHO HaJIMYHUC
OoCTaTKa TiyTamMuHOBOM KucioThl (E). 3ameHa 3TOil aMHUHOKHUCIOTBHI B JIOKYCE
FRIGIDA.a na mmumua (G), OpUBOAUT K YMEHBIICHUIO BEPOATHOCTHU
obpaszoBanus Coiled-coil momena. Hanmmuuwe rimyraMuHOBOM aMHUHOKHCIOTHI (E)
TaK)K€ XapaKTEpPHO JJII COOTBETCTBYIomIel oOiactu y romosioroB FRIGIDA
Brassicaceae, rae oOpa3oBaHue OMCITUPATIBHOIO JOMEHA MpeACcKa3aHO ¢ BHICOKOMH
BEPOSITHOCTBIO. DTOT ()aKT MOKHO OOBSICHUTH TE€M, YTO BBICOKOE COJCP’KaHHE
MPOTHBOIOJIOXKHO 3apsHKCHHBIX aMHUHOKHCIOTHBIX OCTatkoB B Coiled-coil
JIOMEHaxX CTaOWITN3HPYET ero MTOCPEICTBOM AIIEKTPOCTATUICCKUX
B3aumozeicteuii (McFarlane et al., 2009). B Hamem ciydae 3aMeHa ocTaTka
MOJIIPHOW OTPHUILATENIBHO 3apPSKEHHOW TJIyTAMHUHOBOM KHUCJIOTBI Ha OCTATOK
HE3apsHKEHHOTO TJIAIIAHA IIPHUBEIIO, BEPOSITHO, K CHWYKCHUIO
aJIEKTpOCTaTHYeCKoro B3aumogeiictBus. s nokyca FRIGIDA.b B a1O0M
MO3UIMU XapaKTEePEH MOJISIPHO 3apsiKEeHHbIA Tu3uH (K), KOTOpBI MPUCYTCTBYET
B coiled-coil momeHax kak ¢ BBICOKOW M HH3KOW BEPOSITHOCTBIO OOpa30BaHUS

oucnupanpHoro momeHa (cm. puc. 27, puc. 28). OueBumHo, I JOKyca
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FRIGIDA.b 3aMeHa aMUHOKHCIIOTHI B 3TOW MO3UIUH HE SBJIICTCS KPUTHIHOM JIJIS
obpasoBanwms coiled-coil momena.

BjuA.FRIGIDA.a (KC937068*) + DLTALAAAVDAFKRRYDELQSHMDY ITENAIDSN
BraA.FRIGIDA.a (AEJ81950) DLTATLAAAVDAFKRRYDELQSHMDY IGNAIDSN
BcaC.FRIGIDA.a (AFC68976) DLTATAAAVDAFKRRYDELQSHMDY IGNAIDSN
BolC.FRIGIDA.3 (AFC90010) + DLTALAAAVNAFKRRYDELQSHMDY IENAIDSN
BolC.FRIGIDA.a (AFC68978) DLTATLAAAVNAFKRRYDELQSHMDY TENATIDSN
BolC.FRIGIDA.b (AFC68979) DLTAFAAAMDAFKRHYDDLONHMDY IANATIGSS

Puc. 28. MmHoxecTBeHHOE BbIpaBHHBaHHE ydacTkoB Oenka FRIGIDA,
coorBercTByromux Coiled-coil momeny B N-koHIEBOH oOmactu. «+» -
oOpa3zoBaHue J0OMEHa ¢ BeposATHOCThIO 0,8; «-» - oOpa3oBaHue JOMEHA C
BeposiTHOCThIO MeHee 0,05. CepbIM BBIJICICHBI TOMOJIOTHYHBIE 00JIACTH, TEMHO-
CepbIM — aMUHOKHUCIIOTHBIC OCTaTKH, 3aMEHBI B KOTOPBIX MPUBOAAT K H3MECHEHHIO
BEpOSTHOCTH 0Opa3oBanus COiled-coil momeHa.

Wang u coaBtopsr (Wang et al., 2011) oOHapyXwmn Takylo e 3aMeHy
riryTamMuHOBO#M kucioThl (E) Ha rummuH (G), KoTopas mpuBenaa K YMEHBIIICHUIO
BeposTHOCTH oOpasoBanus Coiled-coil momena B N-konmeBo#t obmactu ¢ 0,5 10
0,05. Hanuuwme T1JIyTaMUHOBOM KHCIIOTBI OBLJIO XapakKTepHO [UJIs ajuiesied
FRIGIDA o3uMoro Turma, a HaIu4ue TIIMIUHA — JIJIs aJijieIeH MoIyo3uMOro THIIA.
[TpumeuarenbHO, 4TO OgHOHYKIeoTHAHAsS 3aMeHa (SNP254) E—G Oblia cBs3aHa
C U3MCHCHHMSIMHU BO BPEMEHH Tiepexoaa K IBeTeHnro. OMHAKO Takas KOPPEIsIus
Obla OOHApy»XeHa B IKCIEPUMEHTE OJHOTO rojia, a B JiBa MOCJIEAYIONIUX To/a
3Ty CBA3b HE yJanoch OOHapyxkuth. Mcxoms uz storo, Wang u coaBTOpHI
MPEANOIOKUIN, YTO ToJuMophu3M B OucnupaibHOM gomeHe N-KOHIeBOM
ob6nactu BnaA.FRIGIDA.a ciocoO6CcTByeT (QyHKIIMOHATBHOMY Pa3IuUYHI0 MEXIY
amtensimu FRIGIDA o03uMoro u mosryo3uMoro Tuma B UCCIEAyeMOW MOMyJIsIuH,
a TAK)K€ MOXET UIPaTh POJib B MPHUPOJHOW U3MEHUYHUBOCTH, 110 KpPaWHEN MEPE, B
HEKOTOPBIX YCIOBUAX OKPY>KAIOIIEH CPEIBI.

OpmHako pe3ynpTaThl aHadW3a TOJYYCHHBIX HAMH IOCJIEIOBATEIbHOCTEH
FRIGIDA.a u3 ¢geHoTUNMMYECKN KOHTPACTHBIX (OPM HE JAIOT OCHOBAHUS IS
Takoro BbIBoja. C OJHOWM CTOPOHBI, OCTAaTOK TIHUIIMHA Hai/leH B OUCIIMPaTbEHOM
nomene N-konreBoii oonactu y FRIGIDA.a u3 asynerneit popmer B. rapa Chifu

Uy «ynpsmMeix» ¢opm B. rapa, koTopsie T0JDKHBI 3alBETaTh B MEPBBIi TOJ, HO HE
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3auBenu. C npyroil CTOpoHbI, Takas 3ameHa oOHapyxkeHa y FRIGIDA.a u3
cyorenoma A nBynetHeld Gopmel B. napus, rae HaOIr0aaI0Ch MPEKICBPEMEHHOE
nsereaue (cm. puc. 21). Ilpu cpaBHHMTEIBLHOM aHalu3e pacTeHuit B. rapa,
KOTOPBIE€ PE3KO Pa3INYarOTCs 0 BPEMEHHU 3al[BETaHHs B OTCYTCTBUE XOJOJOBOTO
BO3JICHCTBHSI, MBI HE OOHAPYKWJIHM CYIIECTBEHHBIX pa3U4uid B CTPOCHHUU
nocieqoBareabHocTeil FRIGIDA a. 910 00CTOSTEILCTBO MO>KHO
MHTEPIPETUPOBATh JBOSAKO: (1) KpUTHYECKHMI IS JAHHOrO MPHU3HAKA YYacCTOK
reHa HaXxOJUTCS 3a Tpe/eIaMH NCCIIeIOBAaHHON MOCIIE0BATEILHOCTH, BO3MOXKHO,
B PETYJISATOPHBIX 3JIEMEHTaX reHa; (2) MposBICHUE YHUKATBHBIX I 3TUX (opM
MIPU3HAKOB, CBS3aHHBIX C PETYIAIMEH Tepexoaa K IBETECHUIO, KOHTPOIUPYETCS
reHamu, oTimuHbIME OT FRIGIDA.

Hcxons W3 MpeacTaBICHHBIX PE3YJBTaTOB, MOXXKHO CIENATh BBIBOJ, YTO
oenok FRIGIDA kyibTypHBIX BHIOB Brassica MokeT BBINONHAT TE XKe
¢yukuuu, uro U FRIGIDA y Arabidopsis. OnHako (yHKIIMOHAJIBHOE 3HAUCHHE

OTACJIBHBIX YHAaCTKOB 3TOI'O Oeika Tp€6y€T ,Z[&HBHCP'IHICFO HU3YyUCHUAI.

4.3. Bo3uuxkHoBeHue BYX JiokycoB reHa FRIGIDA B cemeiicTBe
Brassicaceae B koHTeKkcTe 3BOJIIONNH reHoMoB Arabidopsis m iunuii Brassica

DBomons TeHoMoB  Brassica —  Xopomio  HM3BECTHBIA — IPHMEP
aJICOTUIOUTUH c MTOCJICTYIOIIIM (bpaKkIImOHUPOBAHUEM U
HeoyHknuonanu3amnuen resoma (Lysak et al., 2005; Tang et al., 2012).
[Tpunsito cunrath, uro 20 — 30 MJIH. JIET Ha3aJ MPOU3OLILTIA JUBEPreHIUS IBYX
muauii (lineages) Brassicaceae: nwuamm |, Brimouatomeii TpuOy Camelineae ¢
poaom Arabidopsis Heynh., u auaun |1, xoTopas Brimouaer Tpuby Brassiceae ¢
pomom Brassica L. Bcmex 3a stum coObitmem, 13 — 17 MuH. 1eT Hazang
NPOU30IILJia TPUILUIHKALIMS Bcero reHoMa Brassica u ppaknpnoHupoBaHUEe reHOMa
¢ BbIAcHeHHeM JduHMKA ¢ TeHomamu A/C u nuHMu ¢ reHomom B. BeposithHo, y
JUILUTOMIHOTO MpeamecTBenHuka B. rapa u B. oleracea 2,5 — 4,2 miH. et Tomy

Ha3aj, npousoruia guseprenius renomoB A u C (Cheung et al., 2009; Couvreur
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etal., 2010; Franzke etal., 2011; Warwick and Sauder, 2005). A. thaliana u A.

lyrata pazonumice npubm3uTenbHO 5 MutH. Jtet Hazax (Kuittinen et al., 2011).

duIoreHeTHUECKU aHaIu3 JOCTYHMHBIX TocnenoBatenbHocTelt FRIGIDA

JAeT pe3ynbTaThl, XOPOILIO COTJIACYIOUIUECS C STUMHU NPEICTABICHUAMH 00

ucropun reHomoB Brassicaceae (puc. 29). OTYeTIMBO pa3ACsAIOTCS JIMHUH

Brassicaceae | u Il, Tpu0Osl BHYTpH Kaxkaou JuHuu u jokycel FRl.a u FRL.b B

npenenax pona Brassica, a omHonernuit Bug A. thaliana c ero penynupoBanHbIM

T€HOMOM OTJIeJIeH OT TeTparutona A. lyrata.

Brassiceae

100

.rapa
.rapa

FreHomA

. Napus

B.juncea

B.
. Oleracea

M m @ m

napus

FreHom C

. oleracea
. cannata
.higra JFeHoM B

Raphanus sativus

M M @ @ @ @

.rapa
. napus
.rapa

. napus

:|reuomc

.nigra JFeHoMB

:|reHOMA

. Oleracea

NMokyc a

Brassica

Nokyc b

Eutremeae

Thellungiella halophila

100

Camelineae

60

100

Capsella rubella

100 E Capsella rubella

Neslia paniculata

L Arabis glabra

81

A lyrata
A. arenosa

T A thaliana

67 L A thaliana
A thaliana

_[ Pachycladon stella
100 Pachycladon stella

Puc. 29. Jleaaporpamma romonioroB FRIGIDA y Buos Brassicaceae.
Anroputm Maximum Likelihood; bootstrap paccuutan mist 1000 moBTOpOB

Hepeso

YKOPEHEHO

OTHOCUTCIIBHO

FRIGIDA u3 A. thaliana H51 (AF228499).

HYKJICOTUHOMN

IIOCJIEA0OBATCIBbHOCTH
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Annoterparutons B. napus mosBUIICS COBCEM HETAaBHO, BEPOSTHO, MEHEE
10 Teic. ner Hazax (Cheung et. al., 2009), u 3T0 00CTOATEILCTBO MOIJIO ObI
00BsACHUTHL KOHCepBaTH3M JBYX JI0KycoB FRIGIDA B renomax A u C B. rapa and
B. oleracea u B cOOTBETCTBYIOIMUX CyOTeHOMaxX TeTparuionsia. K cojkajieHHro, Mbl
HE 3HaeM BpEMEHHU BO3HUKHOBEHUS JBYX IPYTHX aUIOTETpaIuIonIoB, B. juncea u
B. carinata, rne mocienoBarenbHocTH A M C, mpucyliue TUILUIOWIAM, TaKXKe
COXPaHSIOTCS C BBICOKOH CTENEHBIO CXOJ/ICTBA.

Bo3moskHo, reHoM B Brassica cxojieH ¢ OOJIBIIIMHCTBOM HCCIICIOBaHHBIX
¢dopm Brassicaceae, rje 3TOT reH MPEACTaBICH TOJIBKO OJHMM JIoKycoM. Eciu B.
rapa, B oleracea u npou3BoiHBINA TeTparuion B. Napus sBIAIOTCS HCKITIOUSHUEM
U3 OOIIEro MpaBuia, TO MPUXOIUTCS IOMYyCTUTh, YTO JOKyc FRI.D Bo3HMK yxe
nocie pacxoxxaenus auHuii A/C (the rapa/oleracea lineage) m B (the nigra
lineage), Ho eme g0 guBepreHuuud reHoMoB A u C, y uxX o00mero
naneononuionaHoro npeaka (Tang et.al., 2012). Ecmu gmokyc FRIDb
JNEUCTBUTEILHO YYAaCTBYET B PETYJSIMH IEpexoja K I[BETCHUI0, MOXKHO
IPEANOIOKNUTh, YTO OH coxpaHuics B JuHuM A/C B CBSI3U C 0COOCHHOCTSAMHU
(dpaKIMOHUPOBaHUS IYILUIMIMPOBAHHBIX TeHOB y B. rapa m B oleracea,
DBONIOIMS  KOTOPBIX TpoHMCXoamjia B Oojee MPOXJIaJAHBIX KIMMATHYCCKUX
yCcloBUsAX, a B mociaeaHue 10 ThIC. J€T - U TOA CUJBHBIM JIaBIICHUEM
HUCKYCCTBEHHOTO OTOOpa. B mMoip3y Takoro mMpeanosioKEHUs TOBOPHT
u30uparenbHoe coxpaHeHue y B. rapa muoxectBenubix xomuit FLOWERING
LOCUS C kak KJIIOYEBOTO TeHa TNepexoja K IBETCHHIO, KPUTHYHOTO IS
aJlanTalyy K ycjaoBUsaM BHelHe# cpenst (Tang et al., 2012).

JIByxmokycHast monens FRIGIDA nokazana ans reaomoB A u C pacteHuit
Brassica: B ciryuae B. oleracea, nokycst BolC.FRI.a u BolC.FRI.b kaptuposassi,
COOTBETCTBeHHO, Ha Xxpomocomax C3 u C9, a B ciyuae B. rapa, ckaddomnnsl, B
coctaB KoTophix BxomaT renel BraA.FRl.a and BraA.FRI.b, moxammsosansl,
COOTBETCTBEHHO, Ha XpoMocomax A3 u A4. MsI He pacmojiaracM aHaJIOTHIHBIMA

JaHHBIMU OJIs1 TCHOMA B, OJHAaKoO OTUYCTJIMBBIN I[I/IMOp(l)I/IZ%M 9TOI'0O I'€HA I103BOJIICT
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npenmnonaratb, 4yto U B 3ToM ciydae reH FRIGIDA mnpeacraBnen aByms
JIOKyCaMH Ha Pa3HbIX XPOMOCOMAX - WJIA JBYMs JIOKyCaMH Ha OJHOU XpOMOCOME,
BO3HUKIITUMU B Pe3yJIbTaTe TAHIEMHON MYTUIMKAIIMH, KaK 3TO MOKa3aHO JJIs IBYX
nokycoB FLOWERING LOCUS C y A. lyrata (L.). (Nah and Chen, 2010).
Jlynukaiusi TeHOB SBIIIETCS OCHOBHBIM MEXaHM3MOM BO3HHKHOBEHHS
HOBBIX (DYHKIIMHA TeHa W JJs TOSBICHUS SBOJIOIMOHHBIX HOBOOOpa30BaHMIA,
3HAaYUMBIX JUIS ajanTaiuu pacteHud B HOBbIX ycioBusax (Flagel and Wendel.
2009; Rensing, 2014; Soltis et al., 2009). Jlymiukamnus T'€HOB BO3HHMKAacT B
pesynbTaTe yABOeHHMsS Bcero reHoma (whole-genome duplication, WGD),
JIOKAJIbHOM TaHJEMHOW IYIUIMKAllMM WM TOCPEACTBOM PETPOTPAHCIO30HOB.
TangeMHO AYNIUIMPOBaHHBIE TEHBI OTHOCUTEIBHO MOJIOXKE, YEM TEHBI,
Bosuukimme B pesynprare WGD. WM3BectHo, uto B Tenome A. thaliana
nymmunupoBaHo 16% renoB. Co BpeMeHeM TaHAEMHbIE TYTUIMKATHl T€HOB MOTYT
OBITh yTepsiHBI WM MOTYT mpuoOpectu HoBble ¢yHkimu (Lynch and Conery,
2003), 5T mpouecchl  M3BECTHBl  KaKk  HEOQYHKUHMANU3ALMS U
cyodyukuuananumsaius (Lynch and Force, 2000). [TogoOHbIe W3MEHEHHSI MOTYT
MIPOUCXOJIUTH MOCPEICTBOM MOAUGDUKAIIMNA B KOAUPYIOIIEH 00J1acTH TeHa W/WUiU B
HEKOJUPYIOIINX PETYISATOPHBIX TOCIEI0BATEIILHOCTAX, KOTOpPHIE CBS3aHBI C
sKcripeccueld reHa. Takum 00pa3oM NPOUCXOAMT yBeJIWYEHHE/YMEHBIICHHUE
kKonmdecTBa kKonui reHa (puc. 30A). YIBoeHHE BCETO TEHOMa CHITPAjo BAXKHYIO
poJIb B 3BOJIIOIMK cemelicTBa Brassicaceae. ['enom oOrero npeska Brassicaceae
nporien Tpu 1ukia WGD, KkoTopble COpOBOXAATUCH 3HAYUTETFHBIMUA BHYTPHU- U
MEXXPOMOCOMHBIMH TtepecTpoiikamu (Fang et al., 2012; Hofberger et al., 2013).
B macrosimiee Bpems OOIIENpUHSTONW SBISETCA TpocTas cucrema u3z 24
KOHCEPBAaTUBHBIX XPOMOCOMHBIX 0JOKOB (A-X), TmepecTaHOBKa KOTOPBIX
MO3BOJISIET MOJEIUPOBATH  CTPYKTYPy TEHOMOB TMIPEACTaBUTENICH CceMelcTBa
Brassicaceae (Schranz et. al., 2006). Mcnonb3ys 3ty cuctemy, Irwin u coaBTOpsbI
(Irwin et al., 2012) npemtokuiau CIEIYIOIYI0 MOJEIb BO3HUKHOBEHHUS JABYX
nokycoB FRIGIDA y B. oleracea (puc. 30B). IIpenkoBbie reHoMHbIe 0J10KkH QR 1

WX xpomocom AK6 u AKS8, koTtopeie B HacTosiIee BpeMsi 0OHapY>KUBAIOTCS B
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rerome A. lyrata, ObuTH peKOMOMHUPOBAHBI €IIe 10 TPUILUTHKAIIMKA TeHOMA TIPe/IKa
Brassica, B pesynbrare dero B renome B. rapa 6ok WR okasaicst nmpeacTaBiieH
Tpu pasza Ha xpomocomax A2, A3 u AlO0. ITapanoruynsie obsactu B reHoMme B.
oleracea mpencraBiensl Ha Xxpomocomax C2, C3 m C9. Takum oOpa3om,
nocienoBarenbHocTd FLOWERING LOCUS C (610k R) u FRIGIDA (6mox W)
ObUIM TIepeHeceHbl Ha 3TH XpomocoMmbl: Jokychkl BOIC.FRl.a u BoIC.FRI.b
kaptupoBanbl Ha xpomocomax C3 um C9, a mokyc FRIGIDA wu3 Ttperbeit
napajJoruyHoi obsacT Ha xpomocoMe C2, BeposATHO, OBLI yTEepsSH BO BpeMs
sBomoruu  B. oleracea. B pe3yiaprare Takoro TepeHOCAa  HBIHEIIHEE
Mecronosioxkerne okyca FRIGIDA na Bepmune xpomocomsl 4 y A. thaliana, B
0s0ke, romoJoruyHoM OsIoky O B XpoMocoMe 6 MNpeaKOBOro KapUOTHIIA,
otauyaercs ot jJokanusanuu FRIGIDA y Bunos Brassica.

Irwin u coaBroper (Irwin et al., 2012) Ttakke npeanonararT, YTO
XPOMOCOMHBIE TEPECTPOIKH, MPOU3O0UIEAIINE BO BpEMs 3BOJIOLUUU reHoma A.
thaliana, mepemectmiim reHoMHYI0 00JIacTh, copepxkantyto okyc AtFRI, Ha kpaii
KOPOTKOTO Tuieua XpoMOocoMbI 4, octaBuB ¢parmeHT BToporo jokyca FRIGIDA B
0o0JJaCTM HWIKHEro Iie4ya XpPOMOCOMBI 5. DTOT (parMeHT OOHapy>KMBaeT
BBICOKYIO TOMOJIOTHIO ¢ UHTpoHOM | u 3kx30HOM 3 reHa FRIGIDA y npyrux
npezacraButeneii Brassicaceae (A. lyrata, B. oleracea) (Yogeeswaran et al.,
2005).

HuTepecHo, 4TO BCE MOJIyYCHHBIC HAMU HYKJICOTUTHBIC
nocienosarensHoctd FRI.a Gomsmre moxoxu Ha FRIGIDA u3 A. thaliana, a
nocnenoBarenbHocTH FRI.D — Ha FRIGIDA u3 A. lyrata. Bo3nukaer Bompoc, Obu1
nu y Arabidopsis u3nauanero onun sokyc FRIGIDA wnu oqus U3 J0KyCOB ObLI
YTEPSIH B XOJI€ 3BOJIFOLUN?

MO>KHO MPEAONIOKUTH TPU BO3MOXKHBIX ITyTH 00Opa30BaHUs ABYX JIOKYCOB
FRIGIDA y Brassica (puc. 31). ITepBas moaens npeamnonaraet, uro y Arabidopsis
n3HadabHO ObL1 oxuH Jokyc FRIGIDA, a y Brassica — nBa (puc. 31A). Bropas

MOJCIIb HCXOAUT U3 MPCAINOJIOKCHUA O TOM, YTO AYIUIMKAOWUA IIPOHU30HUIA Y
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mnann Brassica A/C yxe mocne otnenenust ot smHuKM Brassica B, raoe ocraics

tobKko oauH Jokyc FRIGIDA (puc. 31B).

A TangemMHan gynnuKauua reLa MonHas genewUuns reHa
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Puc. 30. (A) BapuaHTbl U3MEHEHHUS KOJUYECTBA KOMUI I'€HOB, TPOU3ONICAIINX B
pe3ynbTaTe TeHOMHBIX nepecTpoek. R — suxancep, P — npomotop, G — ren. Ped.
— pedepencHas mocnenoBaTenbHOCTh reHa (mo Zmienko et al., 2014). (B)
[IpenmonoxurenbHas MOJAENb BO3HMKHOBEHMs ABYX JokycoB FRIGIDA y B.
oleracea (mo Irwin et al., 2012).

Tpetbss Mopenb JOIMyCKaeT, 4To y obOImiero mpeaka Brassicaceae w3HavaabHO

ObLTO J1Ba JIOKyca, 3aTeM y Arabidopsis oaun u3 jgokycoB FRIGIDA 6b11 yTepsiH B
113



X0JIe IBOJIOIMH, a y Brassica ocranock aBa sokyca (puc. 31B). Tperwii myTh
KaKeTcs HaMm HamOojee BEepOSATHBIM. M3BeCTHO, 4TO yMeHbIIeHHWe reHoma A.

lyrata (n=8) mpuseno k odpazoBanuio renoma A. thaliana (n=5). Pexykius

A b B

Mpepok Brassica Mpepok Brassica Mpenok Brasgica
FRI FRI FRI b
Arabidopsis / / \

Arabidopsis A. lyrati
FRI ERI yrata a Brassica
FRI b FRI a
b
B. rapa[B. oleracea Aly Ath
B. nigra e E E :
a -
FRI b B. rapa|B. oleracea R YMmeHblueHue
a - oma reHoma A. lyrata
FRI —p Q\
. - E A. thaliana
B. nigra ~ L ERI
Epems a
FRI
A. lyrata

FRI b

Puc. 31. Bo3moxnbie myTH oOpaszoBanus AByx JiokycoB FRIGIDA y Brassica.
Aly — A. lyrata, Ath — A. thaliana, FRI — FRIGIDA. a — nokyc FRIGIDA.a, b —
nokyc FRIGIDA.b.

reaoma A. lyrata mpousomiia B pe3yiabTare BHYTPH- M MEKXPOMOCOMHBIX
MEePECTPOCK U JIeNCIHi HeOOIbIINX (PPArMEHTOB XPOMOCOM TI0 BCEMY F€HOMY, B
KOJMPYIOIIMX U B Hekoaupyommx odmactax (Hu et. al., 2011). Ha ocHoBanuwu
cucTeMbl W3 24 KOHCEPBATHBHBIX XPOMOCOMHBIX OJIOKOB CMOJIECIMPOBaHA U
u3zyueHa ctpykrypa renomoB A. thaliana u A. lyrata (Schranz et. al., 2006).
Ycranorneno, uro ren FRIGIDA (At4g00650) y A. thaliana kaptupoBan Ha
yerBepToii Xpomocome B Omoke O (At400630-At4g04955), a y A. lyrata na
BoCbMOM Xxpomocome B Omoke W. bmoxk W (At5949430-At5g60390),
TOMOJIOTHYHBIA BOCBMOM XPOMOCOME IMPEIKOBOrO KapHOTHIIA, B COBPEMEHHOM
remome A. thaliana pacnonoxen B 00JacTu MIATOM XpOMOCOMBI, a B TeHOMe A.
lyrata — B cooTBeTcTBYMOIIEH 00acTH Ha BochMoi xpomocome (Schranz et. al.,

2006). Nmenno B 6soke W nisitori xpomocomsl A. thaliana naxomutcst pparment
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(At5g51090) roMOJOTHYHBIM TIEPBOMY HWHTPOHY W TPETbeMy OK30HY TIeHa
FRIGIDA u3 A. lyrata (Kuittinen et. al., 2004; Yogeeswaran et al., 2005).
Cymmupyss 5TH JaHHBIE, MOXXHO TIPEIINOJOXKUTh, YTO B Ipolecce
ornenenust ot A. lyrata B remome A. thaliana coxpanuicst TOJNBKO OIUH W3
OYIUTMIMPOBAaHHBIX I'eHOB, cooTBeTcTBytomuii FRI.a Brassica, a y A. lyrata co
BPEMEHEM OCTAJICS TOJIbKO AYILIMKAT, COOTBETCTBYIOMIHIA JIokycy FRI.b Brassica.
BosmoskHo, y obmero npenka Brassicaceae ren FRIGIDA 6but gyrumiupoBa u
coxpanmics y nunuii Arabidopsis u Brassica, a co BpeMeHEM OIMH JIOKYC

FRIGIDA y nmuauu Arabidopsis 6wt yTepsiH (puc. 32).

Oommnii npegok Brassicaceae
. FRI@  FRI® Brassica
L f— A. thaliana \
/ VMeHbIIeHHE " FRLa (% (1) %Y
A i n - O i — ]
A. lyrata F. Ri(a) ;‘;T xp.3
F Rl(a) _ Atdg00650
e 010KW
Fﬂ(b) xp.8 IloTepsa FRE' xp.4
tdparmenTos FRI“))
Bm-rpp;— H Mesk- AHE H 11 9K3 .... ' o1ox W
xpc;:uocmmble (H ) xp.S

epecTpoiKH

. At3g51090

Puc. 32. BosmoxxHoe cooTBeTcTBHE nymiinkaroB jiokyca FRIGIDA y Arabidopsis
u Brassica. Xp. - xpomocoma. FRI(@) wu FRI(b) — Bo3MOXHBIC
aymiiupoBanHbie Tokyckl FRIGIDA y obmiero npeaka Brassicaceae, FRI(a) u
FRI(b) - npeanonoxurenpio yrepsiHubie okychl FRIGIDA.a u FRIGIDA.b y
Arabidopsis. FRI.a u FRI.b. Cuneii nyHKTUpHOH JMHUCH 0003HAUYEH (parMeHT,
rOMOJIOTHYHBIN TIEPBOMY HHTPOHY U TpeTheMy 3k30HYy FRIGIDA A. lyrata.

115



3AKJIIFOYEHUE

[Tpu uzyuenun rena FRIGIDA y kynpTypHBIX BuaoB Brassica B kauectse
reHa-KaHauaaTa Osl1 BeIOpaH reH A. thaliana. Ha ocHoBaHMM MHOXXECTBEHHOTO
BbIpaBHUBaHHs HaiaeHHBIX IN Silico mocnmemoBatensHOcTelt Tena FRIGIDA wu3
KyJbTYPHBIX BHJOB Brassica co3manbl Jokyc-crnienupuunbie mpaiimepsr. C
TIOMOIIBIO THX MpaliMepoOB U3 FeHOMOB Brassica ObLIM KJIOHMPOBAHBI JIOKYCHI
FRlL.a u FRLb, wu nmnpoBemen moapoOHBI  aHATU3  TOJYYCHHBIX
MOCTIEIOBATEIbHOCTEH.

[TpucyrctBue nByx inokycoB FRIGIDA otnugaer KynbTypHBIE BUIBI
Brassica or A. thaliana ¢ ogumm nokycom FRIGIDA. O6a nokyca FRIGIDA
Hpe/CTaBiICHbl Yy BUA0B Brassica amienbHbiMA (opMaMH, CHCHU(GUIHBIMU IS
reaoMoB A, B u C. Kak n y A. thaliana, Bce nmocienoBarensHoctr jJokycoB FRI.a
u FRLb Bxiarodaror Tpu 2K30Ha HW JBa HMHTPOHA. AMHHOKHCIIOTHBIC
nocienoBarenbHocTH Oenka FRIGIDA.a u FRIGIDA.b conmepskar meHTpaabHbIH
KoHCcepBaTHBHBIN joMeH Frigida u cnenmduunbie N- u C-xoHIEBBIC 00J1aCTH,
BaXHBIC I (YHKIIMOHAIBHOM akTuBHOCTH Oenka. B C- konieBoil oOjactu
FRIGIDA.a u FRIGIDA.b B renomax u cybreHomax Brassica coxpansercs
coiled-coil momen, HeoOXOmMMBIM It  OEIOK-OEIKOBOIO B3aMMOJIENCTBHS C
yagactHukamu komruiekca FRI-C. [Ins N-konIeBoi o6iactu oOpa3oBaHue TaKoM
CTPYKTYpHI ObLTO TipenckazaHo Tonbko 11 FRIGIDA.a reroma u cybreHoma C y
B. oleracea, B. carinata u cyorenoma Ay B. juncea.  Hcxons w3 a3Ttoro,
MOJKHO TIPEATOJIOKUTh, YTO HaNM4Ke win orcyrcrue Coiled-coil momena B aTol
00JlacT! HE SBJISCTCS KPUTHYHBIM TSI (PYHKITMOHAIBHOW AKTHBHOCTH OEIKOB
FRIGIDA.

HByxnokycHas mogenb FRIGIDA nokazana st renomoB A u C pactenuii
Brassica. B ciyuae B. rapa, ckaddomaasl, B coctaB KoTtopsix Bxoasar FRIl.a u
FRI.b mokanu3oBansl Ha xpomocomax A3 u A4. [{ns B. oleracea nokycer FRl.a u
FRI.b xaptupoBansr Ha xpomocomax C3 u C9 (Irwin et. al., 2012). [{nsa B. nigra
(renoM B) anamoruuHbIX JaHHBIX HET. OJHAKO OTYETIIMBBIA AUMOP(HU3M ITOTO
reHa mno3Bojsier mnpeanosarath, uro TeH FRIGIDA B renome B Takke
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MIPEICTABJICH ABYMs JIOKyCaMH Ha Pa3HBIX XPOMOCOMAaX WM JABYMS JIOKyCcamH Ha
OJTHOM XPOMOCOME, BOHUKIIIMMU B pPe3yibTaTe TAHAEMHON TYIUTUKALIUU, KaK 3TO
noka3zano s aByx JJokycoB FLOWERING LOCUS C y A. lyrata (Nah and Chen,
2010, Kemi et. al., 2013).

CpaBHUTENBHBIN aHAIM3 MTOKa3al, YTO MOCIE0BATEIHLHOCTH JOKYCOB T'eHa
FRIGIDA u nipoiyKTOB UX TpaHCISIMH, XapakTepHbie s reHoMoB A, B u C
aurutonioB B. rapa, B. nigra u B. oleracea, coxpaHsroTcsi ¢ BBICOKOH CTEIIEHBIO
KoHcepBaTUBHOCTH (95-99 %) B cybrenomax A, B u C Tpex aoTeTparnionIHbIX
BHJIOB, B. carinata, B. juncea u B. napus.

MBpI oKasaiy, 4To JuIs mocieaoBaTebHocTel JokycoB FRI.a u FRI.b Bcex
ICeHOMOB M CyOreHoMoB Brassica Hanboiee KOHCEPBATUBHOW SIBISETCS 00JIacTh
BTOPOTO 9K30HA, a Hanboiee BapuadeIbHBIMHU — 00JIaCTH, COOTBETCTBYIOMME C- 1
N-KOHIIEBBIM  ydYacTKaM T€Ha. JleTanbHBIA ~ aHANM3  paclpeesICHUs
HECHUHOHUMHUYHBIX W CHUHOHMMHUYHBIX 3aMEH BJIOJIb KOJUPYIOIIEH 4YacTU TreHa
FRIGIDA BrisiBuIT 3amMeTHBIC pa3nnans Mexay JIokycamu FRI.a u FRI.b u mexny
Pa3IMYHBIMKM y4acTKaMU TeHa. Bo3MOXKHO, Mbl OOHAPYKHWIIH «TOPSYHE TOYKU» B
CTPOCHHHM JTOTO TE€Ha, C KOTOPBIMH CBSI3aHBl €r0 OJBOJIOLMOHHBIE U
byHKIIHOHAIbHBIE M3MeHeHHs mocie aymmmkaiuu (Doebley and Lukens, 1998;
Rensing, 2014).

Ha ocHOBaHuMM JOKyC-ClIEHU(PUUHBIX MOIUMOP(HU3MOB, XapaKTEPHBIX IS
reaomoB A, C u B Brassica, co3aaHbl JIOKyc- ¥ TeHOM-CHeIU(DUIHBIC MapKePhl
FRIGIDA. 3Ot wmapkepbl MOTYT OBITh HCHOJB30BaHBI IS  W3YUCHHS
CTpyKTypHOro " (yHKOHOHaIBEHOTO mnomuMopdusma reHa FRIGIDA, nmns
kaptupoBanusi reHa FRIGIDA wu yTo4yHeHHs CBSi3M 3TOrO0 TE€HA C JIOKYCOM
npu3HaKa BpeMsl mepexofa K I[BETCHHIO, a TakKe MPUMEHEHBI B CEJICKINH

KyJbTYPHBIX BUJIOB Brassica Ha ckopocmenocTs.
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BbIBO/IbI

1. BriepBbie BBISIBICHBI CpPaBHUTEIbHBIE OCOOCHHOCTH CTpOeHHs Oeika
FRIGIDA y mectu BunoB Brassica: nocinenoBarensaoctd FRIGIDA oTnnuarorcs
or nporotuna y A. thaliana orcyrcrBuem coiled-coil momena B N-koHIIEBOIA
obmactn; reHoM-cnenupuunpie Bapuantel FRIGIDA 'y BumoB Brassica
pa3IMyaloTCsd CTPOCHUEM U YHCIOM XapaKTepHbIX MNOBTOPOB B (C-KOHIIEBOM
oOJacTu.

2. VY 1pex renomoB Brassica ren FRIGIDA npeicraBiieH AByMs JIOKyCaMHu.

3. CpaBuurenbhblii aHamu3 JokycoB FRIGIDA y aumnounaos Brassica (AA,
CC, BB) u npousBonubsix terpamionnoB (AABB, AACC u BBCC) obnapyxui
BBICOKYIO KOHCEPBATUBHOCTh 3TOT'0 T€HA.

4, Co3nanbl M BEepU(PUIUPOBAHBI JOKYC- U T€HOM-CIEUU(PUYHBIE MapKepbl
FRIGIDA, npuronneie ais KapTUpoBaHUS W (YHKIHMOHAJIHLHOTO aHaJM3a 3TOTO

I'CHA.
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HPUJIOKEHHUE

[MocnenosarensrocT reHoB FRIGIDA.a u FRIGIDA.b, oxapakrepu3oBaHHbIC TTpH

BBITIOJTHEHUHU JTUCCEPTALIMOHHON pabOThI U 3aperucTpupoBaHHbie B ['eHOaHKe

. Homep Howmep B I'enOanke
dopma Brassica oBpasma Jlokyc NCBI
B. rapa BraA.FRl.a
subsp. pekFi)nensis GKO30074 BraA.FRI.b TRLE
S JN015482
B. rapa BraA.FRl.a-1 JN882592
subsp. chinensis CGNO7209 BraA.FRI.b-1 JN882593
B. oleracea BolC.FRIl.a JN882594
var. acephala CGN11138 BolC.FRI.b JN882595
B. oleracea GK97361 BolC.FRl.a-1 JN989363
var. alboglabra
B. nigra BniB.FRI.a KF896288
var. abyssinica CGNO6620 BniB.FRI.b KJ649744
B. nigra BniB.FRI.a KF896289
var. abyssinica CGNOG634 BniB.FRI.b KJ649745
BcaC.FRIl.a KF896287
. BcaC.FRI.b KJ145233
B. carinata CGN3978 BcaB.ERla Banklt*
BcaB.FRI.b KJ145234
BjuA.FRI.a KC937068
B. juncea BjuA.FRI.b KJ649746
group Oilseed CGN7152 BjuB.FRIl.a BankIt*
BjuB.FRI.b KJ145235

*B mpoI1iecce PErucTpaluu
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MPUJIOKEHUE (mpoxosk.)

JNO015481 Brassica rapa subsp. pekinensis cultivar Chifu 401-42 BraA.FRI.a
FRIGIDA-like protein (FRI) gene, FRI.a-1 allele, complete cds

ATCCCCAATGGCCGTCCGTAATGGTTCTCTGCTCCCTGCTCCATCAACAAGGGAGGAGGAGCAACCTTCA
TCGGCGATGATCCAACGGAGAGAAGCGCAGGCTACTGTCGAAACCGTGCCTACAAACATCGAAACCACGA
TCGAACAATCTAACGATCCTCAGTTTTTGAAATCCATCGTCGACTTAACCGCGTTAGCAGCCGCAGTCGA
CGCCTTCAAACGCCGCTACGACGAACTGCAGAGCCACATGGATTACATCGGGAACGCGATCGACTCCAAT
CTCAAAACTAACGGCATCATCGAAACCGCCGCCGCGTCGCCTCCTCCGCAAAACAAAACAGCCACGGCGA
TTGCTTGCCAATCGCCGCCCAAGGAGAAGTCCGAAGCGGAGCGATTCTGCGAGTCGATGTGGAGCAAAGA
GCTCCGAAGGTACATGTTCGTGAACATCTCTGAGCGAGCCAAGCTAATCGAAGAGATTCCTGGAGCGTTG
AAGCTGGCCAAGGACCCGGCGAAGTTCGTGTTGGACTGCATCGGGAAGTTTTACTTGCAAGGGCGCAAAG
CCTTCGCCAAAGATTTGCCCGCGATCACCGCGAGGAAGGTTTCGCTTCTTATCCTGGAGTGTTACCTTCT
GACGTTTGATCCTGAGGGAGAGAAGAAGAAGAAGCTTTTGGTTAGTTCTGTGAAAGATGAGGCGGAGGCG
GCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGATGGTTGGGTGCAGCGGAGGCTATGGACGCAA
GGGGTTTGCTTCTGTTGGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGGATTT
GATTAGGCAGAGTGGTACTGATGAGATTGTTGGTGCTCTTAAACGGTCACCGTTTCTTGTCCCTATGATG
TCAGGTACCTTGTTCTTTTCTTGAGTACGTTACAAAGGTGGTTTCTTTTGTTGTGGAATGGGTTAGAGTC
AAGTTTTCATCTTTGTGTTTGGTTGTTTATATGATTTTGGGAGTAGAATTTTACGTACCATGCAATGAGA
TAGGACAGAACATGGCATTCTAGAATGCAATGACAAGTTGTAAAGCTGCACATTCGATATTGCAAGTTCA
AATCATTTGACTTTTATGTTGCATACTACATAAGCCTTGAGCAATGTCTACTAAAAGGATCTTAATACAA
TAATCTTTTGGCCGTATAGGTATAGTTGATTCAAGTATCAAGCGTGGAATGCATATTGAAGCTCTTGAGC
TGGTTTATACCTTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTTCCTTCCTAAGGATGAG
GAAGGATTCATTTGAGAGGGCGAAACGTCAAGCACAAGCACCCATGGCATCTGTATGACTCTTCTTTACT
CGTTGTTTACCTTGATAAACTCTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTTATTTTCTCA
ACAGAAAACTGCGAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCACAAG
TTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGAGCAAATGGCCAAGCTTGAGAAAGACATTG
TTCAGCTCGACAAACAGATGGAGGAAGCGAGATCTATCAGTCGAATGGAGGAAGCGAGATCCATCAGTCG
AATGGAGGAAGCGAGATCCATCAGCATAAGGGAGGAAGCGGCAATTAGCGAGAGATTGTATAACCAGCAG
ATGAAACGTCCAAGGTTGTCAGAAATGGAAATGCCACCAACAGCTGCCGCATCTTATTCTCCGATGTACC
GCGACCACCGAAGCTTCCCTAGTCACAGAGAGGGAGATGCAGATGAAATATCAGCTCTTGTCAGTAGTTA
CCTCGGCCCATCATCAGGTTTTCCTCATCGGTCAGGTCTTATGAGATCCCCTGAATATATGGTTCCACCT
GGTGGGTTAGGAAGAAGTGTGTATGCGTATGATCATCTGCCTCCAAATTCTTATTCTCCGGTTCACGGAC
AGAGACGTCCTCAAGAGTACCCTCCTCCAGTTCATGGGCAACATCAAATGCCATATCGTCTATACAGACA
TTCACCATCTGTAGAAAGACACTTGGCTTTGTCCAATCACAGGACCCCTCGTAACTTATCGCAAGACCGC
ATTGGAGGAATGTAGAATATGTAACATTCAGTTTTTGTTTTTCAAAGAAACCACAAAATTTATTGTTTTT
GTTTTTCAAAGAAACCACAAAATTTATTTAAAGCTTAGGGCTTAACAAGCAGAAAGCTT

JNO015482 Brassica rapa subsp. pekinensis BraA.FRI.b FRIGIDA-like protein
(FRI) gene, FRI.b-1 allele, complete cds

CCCATGGCCTTTCGTAATGGTTCTCTGATCCCTGCCCATGATCCATCCACGAGGGAAAATCAATCATCAT
CGCCGACCATACAACGGGGAACCGTGCCTACAAACACGGAAATCACGATCGAACAATCTAACCATCCTCA
ATTTTTGAAATCGATCGACGATTTAACTGCGTTTTCAGCTGCAGTGGACGCCTTCAAACGCCACTACGAC
GACTTGCAAAGCCACATGGATTACATCAAGAACGCCATTGACTCCAGTCTCAAGAGCAAAGGCATCACCG
CCGAGTCTCCCTCCTCCCGATCGCAGTCTCCACGAAACGATGCTTCCGGAGAAACGGTTGCTGCCACACA
ATCGCCGCCAAAGGAGACTTGTGAGACAGTAGCGGAGAAGGTGGAGCGATTGTGCGAGTTGATGTGCAGC
AAAGGCCTGCGTAGATACATGTACTCGAATATCTCTGACCGAGCTAAGCTGATTGAAGAGCTTCCTGCAG
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MPUJIOKEHUE (mpoxosk.)

CTCTGAAGCTAGCCAAGGAGCCTGCTAACTTCGTGTTGGAATGCATTGGCAAGTTTTACTTACAAGGGCG
CAAAGCTTATGCGAGTGATTCCCATATGATCCCTGCGAGGCAGGTTTCGCTTCTGATCCTGGAGTCTTAT
CTTCTAATGCTTGATCCGAAGAAGCCCTTTGATAGAGTTTCTATCAAGGATCAAGCCGAGGCGGCTGCTG
TTGCGTGGAAGAAAAGGATGATGAGCGAAGGAAGGTTAGCTGCGGCAGAGGCAATGGACGCTAGGGGTTT
GCTTCTGCTAATTGCTTGTTTTGGGATTCCTTCCAGCTTTTCGAGTATGGATTTGTTTGATCTGGTACGG
AAGAGTGGTGCTGCTGAGATTGCTGCTGCTCTTAAACGGTCACCTTTCCTTGTCCCTATGATGTCAGGTA
TCATCTTTTTTCTTGAGTCGATGAGTGGAGTTTCTTTTGTGGCAGAATGGGTCAGGATTCAGTTCCCATC
TTTATTTTTGCTTCCTTATAAGAGCTTAAGAGTATTTTAGAGTGCAATTGCCTTGGAAGTAGATCATATG
ACTCTTCTGTTGCATTGAGTAATGTTCGATGAAAGGGTTTAGTAACTGGTCCTAACACAATATTCTATTG
GTTGTAGGTATAGTTGATTCAAGTATCAAGCGTGGAAAGCATATTGAAGCTCTTGGTATGATTTATACCT
TTGGGATAGAGGATAGGTTTTCGGCTTCTTCGCTTCTAACTTCATTCCTAAGGATGAGCAAGGAGTCATT
TGAGAGGGCAAAACAGAAAGCTCAAGCACCGATAGCATTTGCATGTCCCTTCTTTACACATTAGCTACCT
CTTCACTGACTCTTTTTTTCCTCTTCTGATTCGTACCATTGTTTGCGTTTTGTTCTCTTAACAGAAAGAG
GCCAACCAAAAGTTTTTAGCTGCGTTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTAGACCCAG
AGAGAGAAGTTCAAGGGTGGCAGATCAAAGAGCAAATGATTAAGTTGGAGAAAGACATTATTCAACTCGA
CAAACAGATGGAAGGGGAAGCAAGATCCATCAGTTTAATGGAGGAAGTGGCATTGACGAAGAGATTCTAT
AACCAACAGATGAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGCAGCTTCCTCATCTTATTCTT
CTACCTACCCGGACCGAAGCTTCCCTAGTCACAGAGACAATGAAATATCAGCTCTTGTCAGTAGTTACCT
CGGCCCATCATCAGGTTTTCCTCATCGTTCAAGTCTCAGGAGATCCCCTGAATATTTAGCTCCATCTAGT
GGGTTAGGAAGAAGTGTACCTGCATATGAACATCTGCCTCCAAATTCTTACCTTCCCCTTCCAGGACGGC
ACTCTCCGGTTCAAGGACAGAGACTTCCTGGAGAGTACACCCCTCCAATTCATGGGCAACAACAAATACC
ATATGGTCTACAAAGGGTTTACAGACATTCACCATCTGTAGAAAGATACTTGGCTTTGCCCAAAATCAGG
TCTCCTCGTAACTCATAAGAAGACCACATAAGAGGAATGTAAAATATGTAACAAAGG

JN882592 Brassica rapa subsp. chinensis cultivar Pakchoi BraA.FRIl.a
FRIGIDA-like protein (FRI) gene, FRI.a-2 allele, complete cds

ATCCCCAATGGCCGTCCGTAATGGTTCTCTGCTCCCTGCTCCATCAACAAGGGAGGAGGAGCAACCTTCA
TCGGCGATGATCCAACGGAGAGAAGCGCAGGCTACTGTCGAAACCGTGCCTACAAACATCGAAACCACGA
TCGAACAATCTAACGATCCTCAGTTTTTGARATCCATCGTCGACTTAACCGCGTTAGCAGCCGCAGTCGA
CGCCTTCAAACGCCGCTACGACGAACTGCAGAGCCACATGGATTACATCGGGAACGCGATCGACTCCAAT
CTCAAAACTAACGGCATCATCGAAACCGCCGCCGCGTCGCCTCCTCCGCAAAACAAAACAGCCACGGCGA
TTGCTTGCCAATCGCCGCCCAAGGAGAAGTCCGAAGCGGAGCGATTCTGCGAGTCGATGTGGAGCAAAGA
GCTTCGAAGGTACATGTTCGTGAACATCTCTGAGCGAGCCAAGCTAATCGAAGAGATTCCTGGAGCGTTG
AAGCTTGCCAAGGACCCGGCGAAGTTCGTGTTGGACTGCATCGGGAAGTTTTACTTGCAAGGGCGCAAAG
CCTTCGCCAACGATTTGCCCGCGATCACCGCGAGGAAGGTTTCGCTTCTTATCCTGGAGTGTTACCTTCT
GACGTTTGATCCTGAGGGAGAGGGAGAGAAGAAGAAGCTTTTGGTTAGTTCTGTGAAAGATGAGGCGGAG
GCGGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGATGGTTGGGTGCAGCGGAGGCTATGGACG
CCAGGGGTTTGCTTCTGTTGGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGGA
TTTGATTAGGCAGAGTGGTACTGCTGAGATTGTTGGTGCTCTTAAACGGTCACCGTTTCTTGTCCCTATC
ATGTCAGGTACCTTGTTCTTTTCTTGAGTACGTTACAAAGGTGGTTTCTTTTGTTGTGGAATGGGTTAGA
ATCAAGTTTTCATCTTTGTTTTTGGTTGTTTATATGATTTTGGGAGTAGAATTTTACGTACCATGCAATG
AGATAGGACAGAACATGGCATTCTAGAATGCAATGACAAGTTGTAAAGCTGCACATTCGATATTGCAAGT
TCAAATCATTTGACTTTTATGTTGCATACTACATAAGCCTTGAGCAATGTCTACTAAAAGGATCTTAATA
CAATAATCTTTTGGCCGTATAGGTATAGTTGATTCAAGTATCAAGCGTGGAATGCATATTGAAGCTCTTG
AGCTGGTTTATACCTTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTTCCTTCCTAAGGAT
GAGGAAGGATTCATTTGAGAGGGCGAAACGTCAAGCACAAGCACCCATGGCATCTGTATGACTCTTCTTT
ACTCGTTTTTTACCTTGATAAACTCTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTTATTTTC
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MPUJIO)KEHUE (mpoxosk.)

TCAACAGAAAACTGCGAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCAC
AAGTTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGAGCAAATGGCCAAGCTTGAGAAAGACA
TTGTTCAGCTCGACAAACAGATGGAGGAAGCGAGATCTATCAGTCGAATGGAGGAAGCGAGATCCATCAG
TCGAATGGAGGAAGCGAGATCCATCAGCATAAGGGAGGAAGCGGCAATTAGCGAGAGATTGTATAACCAG
CAGATGAAACGTCCAAGGTTGTCAGAAATGGAAATGCCACCAACAGCTGCCGCATCTTATTCTCCGATGT
ACCGCGACCACCGAAGCTTCCCTAGTCACAGAGAGGGAGATGCAGATGAAATATCAGCTCTTGTCAGTAG
TTACCTCGGCCCATCATCAGGTTTTCCTCATCGGTCAGGTCTTATGAGATCCCCTGAATATATGGTTCCA
CCTGGTGGGTTAGGAAGAAGTGTGTATGCGTATGATCATCTGCCTCCAAATTCTTATTCTCCGGTTCACG
GACAGAGACGTCCTCAAGAGTACCCTCCTCCAGTTCATGGGCAACATCAAATGCCATATCGTCTATACAG
ACATTCACCATCTGTAGAAAGACACTTGGCTTTGTCCAATCACAGGACCCCTCGTAACTTATCGCAAGAC
CGCATTGGAGGAATGTAGAATATGTAACATTCAGTTTTTGTTTTTCAAAGAAACCACAAAATTTATTGTT
TTTGTTTTTCAAAGAAACCACAAAATTTATTTAAAGCTTAGGGCTTAACAAGCAGAAAGCTT

JN882593 Brassica rapa subsp. chinensis BraA.FRI.b FRIGIDA-like protein
(FRI) gene, FRI.b-2 allele, complete cds

ATGGCCTTTCGTAATGGTTCTCTGATCCCTCCCCATGATCCATCATCGCCGACCATACAACGGGGAACCG
TGCCTACAAACACTGAAATCACGATCGAACAATCTAACCATCCTCAATTTTTGAAATCGATCGACGATTT
AACTGCGTTTTCAGCTGCAGTGGACGCCTTCAAACGCCACTACGACGACTTGCAAAGCCACATGGATTAC
ATCAAGAACGCCATTGACTCCAGTCTCAAGAGCAAAGGCATCACCGCCGAGTCTCCCTCCTCCCGATCGC
AGTCTCCACGAAACGATGCTTCCGGAGAAACGGTTGCTGCCACACAATCGCCGCCAAAGGAGACTTGTGA
GACAGTAGCGGAGAAGGTGGAGCGATTGTGCGAGTTGATGTGCAGCAAAGGCCTGCGTAGATACATGTAC
TCGAATATCTCTGACCGAGCTAAGCTGATTGAAGAGCTTCCTGCAGCTCTGAAGCTAGCCAAGGAGCCTG
CTAACTTCGTGTTGGAATGCATTGGCAAGTTTTACTTACAAGGGCGCAAAGCTTATGCGAGTGATTCCCA
TATGATCCCTGCGAGGCAGGTTTCGCTTCTGATCCTGGAGTCTTATCTTCTAATGCTTGATCCGAAGAAG
CCCTTTGATAGAGTTTCTATCAAGGATCAAGCCGAGGCGGCTGCTGTTGCGTGGAAGAAAAGGATGATGA
GCGAAGGAAGGTTAGCTGCGGCAGAGGCAATGGACGCTAGGGGTTTGCTTCTGCTAATTGCTTGTTTTGG
GATTCCTTCCAGCTTTTCGAGTATGGATTTGTTTGATCTGGTACGGAAGAGTGGTGCTGCTGAGATTGCT
GCTGCTCTAAAACGGTCACCTTTCCTTGTCCCTATGATGTCAGGTATCATCTTTTTTCTTGAGTCGATGA
GTGGAGTTTCTTTTGTGGTCAGGATTCAGTTCCCATCTTTATTTTTGCTTCCTTATAAGAGCTTAAGAGT
ATTTTAGAGTGCAATTGCCTTGGAAGTAGATCATATGACTCTTCTGTTGCATTGAGTAATGTTCGATGAA
AGGGTTTAGTAACTGGTCCTAACACAATATTCTATCGGTTGTAGGTATAGTTGATTCAAGTATCAAGCGT
GGAAAGCATATTGAAGCTCTTGGTATGATTTATACCTTTGGGATAGAGGATAGGTTTTCGGCTTCTTCGC
TTCTAACTTCATTCCTAAGGATGAGCAAGGAGTCATTTGAGAGGGCAAAACAGAAAGCTCAAGCACCGAT
AGCATTTGCATGTCCCTTCTTTACACATTAGCTACCTCTTCACTGACTCTTTTTTTCCTCTTCTGATTCG
TACCATTGTTTGCGTTTTGTTCTCTTAACAGAAAGAGGCCAACCAAAAGTTTTTAGCTGCGTTGTTATCA
GTGATGAAGTGTTTGGAGGCTCACAACTTAGACCCAGAGAGAGAAGTTCAAGGGTGGCAGATCAAAGAGC
AAATGATTAAGTTGGAGAAAGACATTATTCAACTCGACAAACAGATGGAAGGGGAAGCAAGATCCATCAG
TTTAATGGAGGAAGTGGCATTGACGAAGAGATTCTATAACCAACAGATGAAACGTCCAAGGTTGTCAGAC
ATGGAAATGCCACCAGCAGCTTCCTCATCTTATTCTTCTACCTACCCGGACCGAAGCTTCCCTAGTCACA
GAGACAATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGCCCATCATCAGGTTTTCCTCATCGTTCAAG
TCTCAGGAGATCCCCTGAATATTTAGCTCCATCTAGTGGGTTAGGAAGAAGTGTACCTGCATATGAACAT
CTGCCTCCAAATTCTTACCTTCCCCTTCCAGGACGGCACTCTCCGGTTCAAGGACAGAGACTTCCTGGAG
AGTACACCCCTCCAATTCATGGGCAACAACAAATACCATATGGTCTACAAAGGGTTTACAGACATTCACC
ATCTGTAGAAAGATACTTGGCTTTGCCCAAAATCAGGTCTCCTCGTAACTCATAAGAAGACCACATAAGA
GGAATGTAA
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JN882594 Brassica oleracea var. acephala cultivar Frosty BolC.FRIl.a
FRIGIDA-like protein (FRI) gene, FRI.a-1 allele, complete cds

ATTCCCATGGCCTTCCGTAACGGCTACGCACATCGTCCATCAACAAGGGAGGAGGAGCAACCTTCATCGG
CGATGATCCGACGGAGAGAAGCGCAGGCTTCTGTCGAAACCACGATCGAACAATCTAACGACCCTCAGTT
TTTGAAATCCATCGTCGACTTAACCGCGTTAGCAGCCGCGGTGAACGCCTTCAAACGCCGCTACGACGAA
CTGCAGAGCCACATGGATTACATCGAGAACGCGATCGACTCCAATCTCAAAACTAACGGCATTATCGAAA
TCGCCGCCGCGTCGCCGCCTTCGCCGAACAAAACAGCCACGGCGATTGCGTACCAATCGCCGCCCAAAGA
GAAGTCCGAAGCGGAGCGATTGTGCGAGTCGATGTGCAGCAAAGAGCTCCGCAGGTACATGTTCGTGAAC
ATATCTGAGAGAGCCAAGCTAATCGAAGAGCTTCCTGGAGCGTTGAAGCTTGCCAAGGACCCCGCGAAGT
TCGTGTTGGATTGCATTGGGAAGTTTTACTTGCAAGGGCGCAAGGCGTTCGCCAACGACTCGCCCGCGAT
CACCGCGAGGAAGGTTTCGCTTCTTGTTCTGGAGTGTTATCTTCTGACGTTTGATCCTGAGGGAGAGAAG
AAGCAGGTTGGTAGTTCTGTGAAAGATGAGGCGGAGGCGGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGG
GTGAAGGATGGTTGGGTGCAGCGGAGGCTGTGGATGCAAGGGGTTTGCTTCTGTTGGTTGCTTGTTTTGG
GATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGGATTTGATTAGGCAGAGTGGTACTGCTGAGATTGTT
GGTGCTCTTAAACGGTCTCCGTTTCTTGTCCCTATGATGTCAGGTACCTTGTTCTTTCTTGAGTTGATGG
ATTTACATTACAAAGGCTGTTTCTTTAGAATCAATGTTTCATCTTTGTTTTGGGTTGTGTATAATGAGCT
TGTGAGTAGAGTAGAATTACATGTACAAAATAGGAGACAACATTCTAGAGTTGAGTGAGACATTATAAAG
CTGCACATTCACGAAATTCTTATTTGTTATAATTAAGCCAGGTCTTATATCCTTGAAAGTGTGGTTTTCA
ATATTGCAAGTTAGAATCATCAATCATGTGACTTTGCTGTTGACTAAAAGGGTCTTAACAATATTCTATT
GGCCATAGGTATAGTTGATTCAAGTATCAAGCGTGGAATGCATATTGAAGCACTTGAGATGGTTTATACC
TTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTTCATTCCTAAGGATGAGCAAGGAGTCAT
TTGAGAGGGCGAAACGTAAAGCACAAGCACCCATGGCATCTGTATGACTCTTCTTTACTCGTTATTTACC
TTAATAAACTTTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTATTTTCTCAACAGAAAACTGC
CAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCACAAGTTAGACCCAGCG
AAAGAAGTACCAGGGTGGCAGATCCAAGAGCAAATGGCGAAGCTTGAGAAAGAGATTGTTCAGCTCGACA
AACAGATGGAGGAAGCGAGATCCATCAGTCGAATGGAGGAAGCCAGATCCATCAGTCGAATGGAGGAAGC
GGCAATTAGCGAGAGATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGAAAGGGAAATGCCACCA
ACAGCTTCCTTATCTTATTCTCCTATGTACCGCGACCAAAGCTTCCCTAGTCACAGAGAGGGAGATGCAG
ATGAAATATCAGCTCTTGTGAGTAGTTACCTCGGCCCATCAGCAGGTTTTCCTCTTCGGTCAAGTCTCAG
GAGATCCCCTGAATATATGGTTCCACCTGGTGGGTTAGGAAGAAGTGTATCTGCGTATGATCATCAGCCT
CCAACTTCTTATTCTCCGGTTTCAAGAAGGTACTCTCCAGTTCACGGACAGAGACTTCCTCAAGAGTACT
CTCTTCCGGTTCATGGTCTATACAGACATTCACCATCTGTTGAAAGATACTTGGCTTTGTCCAATCACAG
GACTCCTCGTAACTTATCACAAGACCGCATAGGAGGAATGTAGAATATGTAACTTTAAGTTTTTGTTTTG
TTTTTCAAAGAAACCACAGAATTTATTTAATAAACACAAAGCTTAGGATC

JN882595 Brassica oleracea var. acephala cultivar Frosty BolC.FRI.b
FRIGIDA-like protein (FRI) gene, FRI.b-1 allele, complete cds

CCCATGGCCTTCCGTAATGGTTCTCTGATCCCTGCCCGTGATCCATCGACGAGGGAGAATCAACCATCAT
TGCCGACCATACAACGGGGAACCGTGCCTACAAACACGGAAATCACGATCGAACAATCTAACCATCCTCA
ATTTTTGAAATCGATCGACGATTTAACTGCGTTTGCAGCTGCGATGGACGCCTTCAAACGCCACTACGAC
GACTTGCAAAACCACATGGATTACATCAAGAATGCCATTGGCTCCAGTCTCAAATTCAAAGGCATCATCG
CCGAGTCTCCCTCCTCCCGATCGCAGTCTCCACGGAACGATGCTTCCGGAGAAACAGCCACCGCGGTTGC
CGCCACACAATCGCCGCCAAAGGAGACTTCTGAGACAGTACCGGAGATTTCGGATAAGGTGGAGCGATTG
TGCGAGTTGATGTGCAGCAAAGGCCTGCGTAGATACATGTACTCGAATATCTCTGACCGAGCTAAGCTGA
TTGAAGAGCTTCCTGCAGCTCTGAAGCTAGCCAAGGAGCCAGCTAAGTTCGTGTTGGAATGCATTGGCAA

137



MPUJIOKEHUE (mpoxosk.)

GTTTTTCTTACAAGGGCGCAAAGCTTATGCGAGTGATTCCCATATGATCCCTGCGAGGCAGGTTTCGCTT
CTTATTCTCGAGTGTTATCTTCTAATGCTTGATCCTAGCGAAGAGAAGAAGCCCATTGATGGTTCTATCA
AGGATGAAGCCGAGGCGGCTGCTGTTGCGTGGAAGAAAAGGATGATGAACGAAGGTAGGTTAGCTGCGGC
AGAGGCAATGGACGCAAGGGGTTTGCTTCTGCTAATTGCTTGTTTTGGGATTCCTTCGAGCTTTAAGAGT
ATGGATTTGTTTGATCTGGTACGGAAGAGTGGTACTGCTGAGATTGCTGCTGCTCTAAAACGGTCACCTT
TCCTTGTCCCTATGATGTCAGGTATCATCTTCTTTCTTGAGTCGATGAGTTTCCATTACAAAGGTGGTTT
CTTTTGTTGCAGAATGGGTCAGGATTAAGTTCCCATCTTTATTTTTTGTTCCTTATAAGATCTTAAGAGT
AGAATCATCTGCAGTTAACAATGAAAGAAAATGGCATTTTAGAGCGCAATTGCCTTGGAAGTAGATCATA
TGACTGTTCTGTTGCATGCTAATTAATCATTGAGTAATGTTCGATGAAAGGGTTTAGTAACTGGTCCTAA
CACATTATTCTATCGGTCGTAGGTATAGTTGATTTAAGTATCAAGCGTGGAATGCATATTGAAGCACTTG
GGATGATTTATACCTTTGGGATAGAGGATAGGTTTTCGGCTTCTTCGCTTCTAACTTCATTCCTAAGGAT
GAGCAAGGAGTCATTTGAGAGGGCAAAACAGAAAGCTCAAGCACCGATAGCATTTGTATGGCCCTTCTTA
GCTACCCTCATTGACTCTCTTTTTTCTTTTTCTTTTCTGATTCTTACCATTGTTTGCCTTTTGTTCTCTT
AACAGAAAGAGGCCAACAAAAAGTTTTTAGCTGCCTTGTTATCAGTCATGAAGTGTTTGGAGGCTCACAA
CTTAGACCCAGAGAAAGAAGTACAAGGGTGGCAGATCAAAGAGCAAATGATTAAGTTGGAGAAAGACATT
CTTCAACTCGACAAACAGATGCAAGGGGAAGCAAGATCCATCAGTTTAATGGAGGAAACAGCATTGACGA
AGAGATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGCAGCTTCCTC
ATCTTATTCTTCTACCTACCCTGCCCGAAGCTTCCCTAGTCACAGAGACGATGAAATATCAGCTCTTGTC
AGTAGTTACCTCGAGCCTTCACCAGGTTTTCCTCATCGGTCAAGTCTCAGGAGTTCCCCTGAATATTTAG
CTCCACCTAGTGGTTTAGGAAGAAGTGTACCTGCATATGAGCATCTGCCTCCAACTTCTTACCTTCCCCT
TCCAAGATGGCACTCTCCGGTTCACGGACAGAGACTTCCTGGAGAGTACTCTCCTCCTATTCATGGGCAA
GAACAAATATCATATGGTCGTCTACAAAGGGTTTACAGACATTCACCATCTGTAGAAAGATACTTGGGTT
TGCCCAATCACAGGTCTCCTCGTAACTCATAAAAACACCACATCGGAGGAATGTAAATATTGTAACAAAG
G

JN989363 Brassica oleracea var. alboglabra cultivar A12DH BolC.FRIl.a
FRIGIDA-like protein (FRI) gene, FRI-a-2 allele, complete cds

ATCCCCAATGGCCGTCCGTAACGGCTACGCACATCGTCCATCAACAAGGGAGGAGGAGCAACCTTCATCG
GCGATGATCCGACGGAGAGAAGCGCAGGCTACTGTCGAAACCGTGCCTACAAACATCGAAACCACGATCG
AACAATCTAACGACCCTCAGTTTTTGAAATCCATCGTCGACTTAACCGCGTTAGCAGCCGCAGTGAACGC
CTTCAAACGCCGCTACGACGAACTGCAGAGCCACATGGATTACATCGAGAACGCGATCGACTCCAATCTC
AAAACTAACGGCATCGTCGAAATCGCCGCCGTGTCGCCTCCGCCGAAGGATGCCTCTGGAGAAACAGCCA
CGGCGATTGCGTGCCAATCGCCGCCCAAACAGAAGTCCGAAGCGGAGCGATTGTGCGAGTCGATGTGTAG
CAAAGAGCTCCGCAGGTACATGTTCGTGAACATATCTGAGAGAGCCAAGCTAATCGAAGAGCTTCCTGGA
GCGTTGAAGCTTGCCAAGGACCCGGCGAAGTTCGTGTTGGATTGCATTGGGAAGTTTTACTTGCAAGGGC
GCAAGGCGTTCGCCAACGACTCGCCCGCGATCACCGCGAGGAAGGTTTCGCTTCTTGTTCTGGAGTGTTA
TCTTCTGACGTTTGATCCTGAAGGAGAGAAGAAGCAGGTTGGTAGTTCTGTGAAAGATGAGGCGGAGGCG
GCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGATGGTTGGGTGCAGCGGAGGCTGTGGATGCAA
GGGGTTTGCTTCTGTTGGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGAATTT
GATTAGGCAGAGTGGTACTGCTGAGATTGTTGGTGCTCTTAAACGGTCTCCGTTTCTTGTCCCTATGATG
TCAGGTACCTTGTTCTTTCTTGAGTTGATGAATTTACATTACAAAGGCTGTTTCTTTAGAATCAAAATGT
TTCATCTTTGTTTTGGGTTGTGTATAATGAGCTTGTGAGTAGAGTAGAATTACATGTACAAAATAGGAGA
CAACATTCTAGAGTTGAGTGAGACATTATAGAGCTGCACATTCACGAAATTGTTATTTGTTAGAACCAAG
CAAGGTCTTATTGCCTTGAAAGTAGTGGTTTTCGATATTGCAAGTTAGAATCATGTGACTAAGCTGTTGA
CTAAAAGGGTCCTAACAATATTCTATTGGCCATAGGTATAGTTGATTCAAGTATCAAGCGTGGAATGCAT
ATTGAAGCACTTGAGATGGTTTATACCTTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTT
CATTCCTAAGGATGAGCAAGGAGTCATTTGAGAGGGCGAAACGTAAAGCACAAGCACCCATGGCATCTGT
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MPUJIOKEHUE (mpoxosk.)

ATGACTCTTCTTTACTCGTTTTAACTTTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTATTTT
CTCAACAGAAAACTGCGAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCA
CAAGTTAGACCCAGTGAAAGAAGTACCAGGGTGGCAGATCCAAGAGCAAATGGCGAAGCTTGAGAAAGAG
ATTGTTCAGCTCGACAAACAGATGGAAGAAGCGAGATCCATCAGTCGAATGGAGGAAGCGCGATCCATCA
GTCTAAGGGAGGAAGCGGCAATTAGCGAGAGATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGA
AAGGGAAATGCCACCAACAGCTTCCTTATCTTATTCTCCTATGTACCGCGACCAAAGCTTCCCTAGTCAC
AGAGAGGGAGATGCAGATGAAATATCAGCTCTTGTGAGTAGTTACCTCGGCCCATCAGCAGGTTTTCCTC
ATCGGTCAAGTCTCAGGAGATCCCCTGAATATATGGTTCCACCTGGTGGGTTAGGAAGAAGTGTCTCTGC
GTATGATCATCAGCCTCCAAATTCTTATTCTCCGGTTTCAAGAAGGTACTCTCCAGTTCACGGACAGAGA
CTTCCTCAAGAGTACTCTCTTCCAGTTCATGGGCAACACCAAATGCCATATGGTCTATACAGACATTCAC
CATCTGTTGAAAGATACTTGGCTTTGTCCAATCACAGGACTCCTCGTAACTTATCACAAGACCGCATAGG
AGGAATGTAGAATATGTAACTTTAAGTTTTTGTTTTGTTTTTCAAGAAACCACAGAATTTATTTAATAAA
CACAAAGCTTAGGATC

KF896288 Brassica nigra var. abyssinica cultivar Giebra BniB.FRIl.a
FRIGIDA-like protein (FRI.a) gene, FRI.a-1 allele, partial cds

GGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGAGGGTTAGCTGCAGCAGAGGCTATGGACGCC
AGGGGTTTGCTTCTGCTTGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAATATGGATCTGTTGGATT
TGATTAGGAAGAGTGGGACTGCTGAGATTGATGGTGCTCTGAAACGGTCGCCTTTTCTTGTCCCTATGAT
GTCAGGTACCTTGTTCTTTTCTTGAGTTGATGAATTTACGTTATAAATTTGGGAGTAGTGTTTTTTGATA
TTGCAAGTTAAAATCATGGGACTTTGCTGTTGCATACTACATAAGCCTTGAGCAATGTCTACTCAAGGTG
GTTTCTTTCGATGAAGAATGGGTTGGAATCAAGGTTTCATCTTTGTTTTTAGTTTGGCATATGAGCTTGT
GAATTGGATTCTATGTACCCTGCAATGAATACTACATAATCCTTGAGCAATGGCTCTGCTGTTGCTTACT
TGATAAGCCTTGAGCAGTGTTGACTAAAAGGGTTTCTATCGGAACGTAGGTATAGTGGATTCAAGTATCA
AGCGTGGACTGCATATCGAAGCTCTTGAGATGGTTTATACCTTTGGGATGGAGGAGAGGTTTTCACCTTC
TTCAATTCTAAGTTCATTCCTAAGGATGAGCAAGGAATCATTCGAGAGAGCGAAACGTAAAGCACAAGCA
CCCAAGGCATTTGTATGACAAACTCTTCTTTGCCTTTTTTTTTTTTCCTTTTTCTGATTGCTTACCGTTA
TTTGCTTTTCATTTCTCTCAACAGARAGAGGCGAACGAAAAGCAGTTAGATGCGTTGTTATCAGTGATGA
AGTGCTTGGAGGCTCACAAGTTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGRGCAGATGGT
GAAGCTTGAGAAAGACATTGCTCAGCTCGACAAGAAGATGGAGGAGGAAGCGAGAGCCATCAGCCTAATG
GAGGAGGAAGCGGCACTTAACAAGAGAGTGTATACCCAACAGGTGAAACGYCCAAGGTTGTCAGACATGG
AAATTCCACCACCAATAGTTTCCTCATCTTATTCTCCTATATACCGTGACCACCGAAGCTTCTCTAGCCA
CAGAGACGGAGAAACAGATGAAATATCAGCTCTTGTGAGTAGCTACCTCGGCTCATCATCAGGTTTTCCT
CACCGGTCAAGTCTCGGGAGATCCCCTGAGTACATGGTTCCATCTGGTGGGTTAGGAAGAAGTGTGTATG
CGTATGATCATCTACCTCCAAATTCTTACTCTCCGGTTCCAAGACAGCATTCCCCGGTTTACGGACAGAG
ACTTCATCAAGAGTACTCTCCTCCAGTACACCAAATGCCATATGGTCTGCAAAGAGTTTATAGGCATTCA
CCATCTGTAGAAAGGTACTTGGCTTTGTCCAATCACAGGA

KJ649744 Brassica nigra var. abyssinica cultivar Giebra BniB.FRI.b
FRIGIDA-like protein (FRI1.b) gene, FRI.b-1 allele, partial cds

GGCTGCTGTTGCGTGGAAGAAAAGGATGATGAACGAAGGAAGGTTAGCTGCAGCGGAGGCGATGGACGCA
AAGGGTTTGCTTCTGCTAATTTCTTGTTTTGGGATTCCTTCGAGCTTTAAGAGTATGGATTTGTTTGATT
TGGTACGGAAGAGTGATACTCCTGAGATTGCTGCTGCTCTAAAACGCTCACTTTTCCTTGTCCCTATGAT
ATCAGGTATCATCTTCTTTCTAGTTTCGATTACCAAGGTGGTTTCTTTTGTTGTAGAATGGGTCATGATT
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MPUJIOKEHUE (mpoxosk.)

AAGTTCCCATCTTTGTTTTTGGTTGCGTATATGAGCTTAATAAGAGTAGAATCATATGTACTCTGCAATA
AACTATGACACAAAATGACTCTTCTGTTGCAAACTTTAAGCATTGAATTATGTTCGATTAAAGGTTCTAT
CGGTCGTAGGTATTGTTGATTATAGTATCAAGCGTGGAAAGCATATTGAAGCGCTTGAGATGGTTCATAC
CTTTGGGATTGAGGATAGGTTTTCAGCTTCTTCGATTCTAACTTCATTCCTAAGGACGAGCAAGGAGTCA
TTTGAGAGGGCAAAACAGAAAGCTCAAGCACCGATAGCATTTGTATGCCCCTTCTTTACACATCAGCTAC
CTTCATTGACTCTTCTGTTTCTTACCATTGTTTGCCTTTTATTCTCTTAACAGAAAGAGGCGAACCAAAA
GTTTTTAGCTGCGTTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTCGACCCAGAGAAAGAAGTA
CAAGGGTGGCAGATCAAAGAGAAAATGATTAAGTTGGAGAAAGACATTCTTCAGCTCGATAAACAGATGG
AAGGGGAAGCAAGATCCATCAGTTTAGTGGAGGAAGCGGCATTGACAAAGAGATTGTATAACCAACAGAT
GAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGTAGCTTCCTCGTCTTATTCTTCTACCTACCCT
GACCGAAGCTTCCCTAGTCACAGAGACGATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGCCCATCAT
CAGGTTTTCCTCATCGGTCAAGTCTCAGGAGATCCCCTAAATATATAGCTCCACCTGGTGGGTTAGGAAG
AAGTGTACCTACGTATGAACATCTGCCCCCAAATTCTTACTCTCCGGTTCCAAGAGGGCACACTCTAGTT
CACGGACAGAGACTTCCTCAAGAGTACACTCCTCCAGTTCATGGGCAACAACAAATACCATATGGTCTTC
AAAGGGTTTACAGACATTCACCATCTGCAGAAAGATACTTGGCTTTGTCCAATCACAGGA

KF896289 Brassica nigra var. abyssinica cultivar Senafich (Amharic)
BniB.FRI.a FRIGIDA-like protein (FRI1.a) gene, FRI1.a-1 allele, partial cds

GGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGAGGGTTAGCTGCAGCAGAGGCTATGGACGCC
AGGGGTTTGCTTCTGCTTGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAATATGGATCTGTTGGATT
TGATTAGGAAGAGTGGGACTGCTGAGATTGATGGTGCTCTGAAACGGTCGCCTTTTCTTGTCCCTATGAT
GTCAGGTACCTTGTTCTTTTCTTGAGTTGATGAATTTACGTTATAAATTTGGGAGTAGTGTTTTTTGATA
TTGCAAGTTAAAATCATGGGACTTTGCTGTTGCATACTACATAAGCCTTGAGCAATGTCTACTCAAGGTG
GTTTCTTTCGATGAAGAATGGGTTGGAATCAAGGTTTCATCTTTGTTTTTAGTTTGGCATATGAGCTTGT
GAATTGGATTCTATGTACCCTGCAATGAATACTACATAATCCTTGAGCAATGGCTCTGCTGTTGCTTACT
TGATAAGCCTTGAGCAGTGTTGACTAAAAGGGTTTCTATCGGAACGTAGGTATAGTGGATTCAAGTATCA
AGCGTGGACTGCATATCGAAGCTCTTGAGATGGTTTATACCTTTGGGATGGAGGAGAGGTTTTCACCTTC
TTCAATTCTAAGTTCATTCCTAAGGATGAGCAAGGAATCATTCGAGAGAGCGAAACGTAAAGCACAAGCA
CCCAAGGCATCTGTATGACAAACTCTTCTTTGCCTTTTTTTTTTTTCCTTTTTCTGATTGCTTACCGTTA
TTTGCTTTTCATTTCTCTCAACAGAAAGAGGCGAACGAAAAGCAGTTAGATGCGTTGTTATCAGTGATGA
AGTGCTTGGAGGCTCACAAGTTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGRGCAGATGGT
GAAGCTTGAGAAAGACATTGCTCAGCTCGACAAGAAGATGGAGGAGGAAGCGAGAGCCATCAGCCTAATG
GAGGAGGAAGCGGCACTTAACAAGAGAGTGTATACCCAACAGGTGAAACGYCCAAGGTTGTCAGACATGG
AAATTCCACCACCAATAGTTTCCTCATCTTATTCTCCTATATACCGTGACCACCGAAGCTTCTCTAGCCA
CAGAGACGGAGAAACAGATGAAATATCAGCTCTTGTGAGTAGCTACCTCGGCTCATCATCAGGTTTTCCT
CACCGGTCAAGTCTCGGGAGATCCCCTGAGTACATGGTTCCATCTGGTGGGTTAGGAAGAAGTGTGTATG
CGTATGATCATCTACCTCCAAATTCTTACTCTCCGGTTCCAAGACAGCATTCCCCGGTTTACGGACAGAG
ACTTCATCAAGAGTACTCTCCTCCAGTACACCAAATGCCATATGGTCTGCAAAGAGTTTATAGGCATTCA
CCATCTGTAGAAAGGTACTTGGCTTTGTCCAATCACAGGA
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MPUJIOKEHUE (mpoxosk.)

KJ649745 Brassica nigra var. abyssinica cultivar Senafich (Amharic)
BniB.FRI.b FRIGIDA-like protein (FRI1.b) gene, FRI.b-1 allele, partial cds

GGCTGCTGTTGCGTGGAAGAAAAGGATGATGAACGAAGGAAGGTTAGCTGCAGCGGAGGCGATGGACGCA
AAGGGTTTGCTTCTGCTAATTTCTTGTTTTGGGATTCCTTCGAGCTTTAAGAGTATGGATTTGTTTGATT
TGGTACGGAAGAGTGATACTCCTGAGATTGCTGCTGCTCTAAAACGCTCACTTTTCCTTGTCCCTATGAT
ATCAGGTATCATCTTCTTTCTAGTTTCGATTACCAAGGTGGTTTCTTTTGTTGTAGAATGGGTCATGATT
AAGTTCCCATCTTTGTTTTTGGTTGCGTATATGAGCTTAATAAGAGTAGAATCATATGTACTCTGCAATA
AACTATGACACAAAATGACTCTTCTGTTGCAAACTTTAAGCATTGAATTATGTTCGATTAAAGGTTCTAT
CGGTCGTAGGTATTGTTGATTATAGTATCAAGCGTGGAAAGCATATTGAAGCGCTTGAGATGGTTCATAC
CTTTGGGATTGAGGATAGGTTTTCAGCTTCTTCGATTCTAACTTCATTCCTAAGGACGAGCAAGGAGTCA
TTTGAGAGGGCAAAACAGAAAGCTCAAGCACCGATAGCATTTGTATGCCCCTTCTTTACACATCAGCTAC
CTTCATTGACTCTTCTGTTTCTTACCATTGTTTGCCTTTTATTCTCTTAACAGAAAGAGGCGAACCAAAA
GTTTTTAGCTGCGTTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTCGACCCAGAGAAAGAAGTA
CAAGGGTGGCAGATCAAAGAGAAAATGATTAAGTTGGAGAAAGACATTCTTCAGCTCGATAAACAGATGG
AAGGGGAAGCAAGATCCATCAGTTTAGTGGAGGAAGCGGCATTGACAAAGAGATTGTATAACCAACAGAT
GAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGTAGCTTCCTCGTCTTATTCTTCTACCTACCCT
GACCGAAGCTTCCCTAGTCACAGAGACGATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGCCCATCAT
CAGGTTTTCCTCATCGGTCAAGTCTCAGGAGATCCCCTAAATATATAGCTCCACCTGGTGGGTTAGGAAG
AAGTGTACCTACGTATGAACATCTGCCCCCAAATTCTTACTCTCCGGTTCCAAGAGGGCACACTCTAGTT
CACGGACAGAGACTTCCTCAAGAGTACACTCCTCCAGTTCATGGGCAACAACAAATACCATATGGTCTTC
AAAGGGTTTACAGACATTCACCATCTGCAGAAAGATACTTGGCTTTGTCCAATCACAGGA

KF896287 Brassica carinata cultivar Gommenzer (Amharic) BcaC.FRIl.a
FRIGIDA-like protein (FRI.a) gene, FR1.a-1 allele, complete cds

ATCCCCAATGGCCGTCCGTAACGGCTACGCACATCGTCCATCAACAAGGGAGGAGGAGCAACCTTCATCG
GCGATGATCCGACGGAGAGAAGCGCAGGCTACTGTCGAAACCGTGCCTACAAACATCGAAACCACGATCG
AACAATCTAACGACCCTCAGTTTTTGAAATCCATCGTCGACTTAACCGCGTTAGCAGCCGCAGTGAACGC
CTTCAAACGCCGCTACGACGAACTGCAGAGCCACATGGATTACATCGAGAACGCGATCGACTCCAATCTC
AAAACTAACGGCATCGTCGAAATCGCCGCCGTGTCGCCTCCGCCGAAGGATGCCTCTGGAGAAACAGCCA
CGGCGATTGCGTGCCAATCGCCGCCCAAACAGAAGTCCGAAGCGGAGCGATTGTGCGAGTCGATGTGTAG
CAAAGAGCTCCGCAGGTACATGTTCGTGAACATATCTGAGAGAGCCAAGCTAATCGAAGAGCTTCCTGGA
GCGTTGAAGCTTGCCAAGGACCCGGCGAAGTTCGTGTTGGATTGCATTGGGAAGTTTTACTTGCAAGGGC
GCAAGGCGTTCGCCAACGACTCGCCCGCGATCACCGCGAGGAAGGTTTCGCTTCTTGTTCTGGAGTGTTA
TCTTCTGACGTTTGATCCTGAAGGAGAGAAGAAGCAGGTTGGTAGTTCTGTGAAAGATGAGGCGGAGGCG
GCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGATGGTTGGGTGCAGCGGAGGCTGTGGATGCAA
GGGGTTTGCTTCTGTTGGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGAATTT
GATTAGGCAGAGTGGTACTGCTGAGATTGTTGGTGCTCTTAAACGGTCTCCGTTTCTTGTCCCTATGATG
TCAGGTACCTTGTTCTTTCTTGAGTTGATGAATTTACATTACAAAGGCTGTCTCTTTAGAATCAAAATGT
TTCATCTTTGTTTTGGGTTGCGTATAATGAGCTTGTGAGTAGAGTAGAATTACATGTACAAAATAGGAGA
CAACATTCTAGAGTTGAGTGAGACATTATAGGGCTGCACATTCACGAAATTGTTATTTGTTAGAACCAAG
CAAGGTCTTATTGCCTTGAAAGTAGTGGTTTTCGATATTGCAAGTTAGAATCATGTGACTAAGCTGTTGA
CTAAAAGGGTCCTAACAATATTCTATTGGCCATAGGTATAGTTGATTCAAGTACCAAGCGTGGAATGCAT
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MPUJIOKEHUE (mpoxosk.)

ATTGAAGCACTTGAGATGGTTTATACCTTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTT
CATTCCTAAGGATGAGCAAGGAGTCATTTGAGAGGGCGAAACGTAAAGCACAAGCACCCATGGCATCTGT
ATGACTCTTCTTTACTCGTTTTAACTTTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTATTTT
CTCAACAGAAAACTGCGAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCA
CAAGTTAGACCCAGTGAAAGAAGTACCAGGGTGGCAGATCCAAGAGCAAATGGCGAAGCTTGAGGAAGAG
ATTGTTCAGCTCGACAAACAGATGGAAGAAGCGAGATCCATCAGTCGAATGGAGGAAGCGCGATCCATCA
GTCTAAGGGAGGAAGCGGCAATTAGCGAGAGATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGA
AAGGGAAATGCCACCAACAGCTTCCTTATCTTATTCTCCTATGTACCGCGACCAAAGCTTCCCTAGTCAC
AGAGAGGGAGATGCAGATGAAATATCAGCTCTTGTGAGTAGTTACCTCGGCCCATCAGCAGGTTTTCCTC
ATCGGTCAAGTCTCAGGAGATCCCCTGAATATATGGTTCCACCTGGTGGGTTAGGAAGAAGTGTCTCTGC
GTATGATCATCAGCCTCCAAATTCTTATTCTCCGGTTTCAAGAAGGTACTCTCCAGTTCACGGACAGAGA
CTTCCTCAAGAGTACTCTCTTCCAGTTCATGGGCAACACCAAATGCCATATGGTCTATACAGACATTCAC
CATCTGTTGAAAGATACTTGGCTTTGTCCAATCACAGGACTCCTCGTAACTTATCACAAGACCGCATAGG
AGGAATGTAGAATATGTAACTTTAAGTTTTTGTTTTGTTTTTCAAAGAAACCACAGAATTTATTTAATAA
ACACAAAGCTTAGGATC

KJ145233 Brassica carinata BcaC.FRI.b FRIGIDA-like protein (FRI.b) gene,
FRI.b-1 allele, complete cds

ATGGCCTTCCGTAATGATTCTCTGATCCCTGCCCGTGATCCATCCACGAGGGAGAATAAACCATCATCGC
CGACCATACAACGGGGAACCGTGCCTACAAACACGGAAATCACGATCGAACAATCTAACCATCCGCAATT
TTTGAAATCGATCGACGATTTAACTGCGTTTGCAGCTGCGATGGACGCCTTCAAACGCCACTACGACGAC
TTGCAAAACCACATGGATTACATCAAGAACGCCATTGGCTCCAGTCTCAAATTCAAAGGCATCATCGCCG
AGTCTCCCTCCTCCCGATCGCAGTCTCCACGGAACGATGCTTCCGGAGAAACAGCCACCGCGGTTGCCGC
CACACAATCGCCGCCAAAGGAGACTTCTGAGACAGTACCGGAGATTTCGGATAAGGTGGAGCGATTGTGC
GAGTTGATGTGCAGCAAAGGCCTGCGTAGATACATGTACTCGAATATCTCTGACCGAGCTAAGCTGATTG
AAGAGCTTCCTGCAGCTCTGAAGCTAGCCAAGGAGCCAGCTAAGTTCGTGTTGGAATGCATTGGCAAGTT
TTTCTTACAAGGGCGCAAAGCTTATGCGAGTGATTCCCATATGATCCCTGCGAGGCAGGTTTCGCTTCTT
ATTCTCGAGTGTTATCTTCTAATGCTTGATCCTAGCGAAGAGAAGAAGCCCATTGATGGTTCTATCAAGG
ATGAAGCCGAGGCGGCTGCTGTTGCGTGGAAGAAAAGGATGATGAACGAAGGTAGGTTAGCTGCGGCAGA
GGCAATGGACGCAAGGGGTTTGCTTCTGCTAATTGCTTGTTTTGGGATTCCTTCGAGCTTTAAGAGTATG
GATTTGTTTGATCTGGTACGGAAGAGTGGTACTGCTGAGATTGCTGCTGCTCTAAAACGGTCACCTTTCC
TTGTCCCTATGATGTCAGGTATCATCTTCTTTCTTGAGTCGATGAGTTTCCATTACAAAGGTGGTTTCTT
TTGTTGCAGAATGGGTCAGGATTAAGTTCCCATCTTTATTTTTTGTTCCTTATAAGATCTTAAGAGTAGA
ATCATCTGCAGTTAACAATGAAAGAAAATGGCATTTTAGAGTGCAATTGCCTTGGAAGTAGATCATATGA
CTGTTCTGTTGCATGCTAATTAAGCATTGAGTAATGTTCGATGAAAGGGTTTAGTAACTGGTCCTAACAC
ATTATTCTATCGGTCGTAGGTATAGTTGATTTAAGTATCAAGCGTGGAAAGCATATTGAAGCACTTGGGA
TGATTTATACCTTTGGGATAGAGGATAGGTTTTCGGCTTCTTCGCTTCTAACTTCATTCCTAAGGATGAG
CAAGGAGTCATTTGAGAGGGCAAAACAGAAAGCTCAAGCACCGATAGCATTTGTATGGCCCTTCTTAGCT
ACCTTCATTGACTCTCTTTTTTTTTTTCTTTTCTGATTCTTACCATTGTTTGCCTTTTGTTCTCTTAACA
GAAAGAGGCCAACCAAAAGTTTTTAGCTGCCTTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTA
GACCCAGAGAAAGAAGTACAAGGATGGCAGATCAAAGAGCAAATGATTAAGTTGGAGAAAGACATTCTTC
AACTCGACAAACAGATGCAAGGGGAAGCAAGATCCATCAGTTTAATGGAGGAAACAGCATTGACGAAGAG
ATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGCAGCTTCCTCATCT
TATTCTTCTACCTACCCTGCCCGAAGCTTCCCTAGTCACAGAGACGATGAAATATCAGCTCTTGTCAGTA
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MPUJIOKEHUE (mpoxosk.)

GTTACCTCGAGCCTTCACCAGGTTTTCCTCATCGGTCAAGTCTCAGGAGTTCCCCTGAATATTTAGCTCC
ACCTAGTGGTTTAGGAAGAAGTGTACCTGCATATGAGCATCTGCCTCCAACTTCTTACCTTCCCCTTCCA
AGACGGCACTCTCCGGTTCACGGACAGAGACTTCCTGGAGAGTACTCTCCTCCTATTCATGGGCAAGAAC
AAATATCATATGGTCGTCTACAAAGGGTTTACAGACATTCACCATCTGTAGAAAGATACTTGGCTTTGCC
CAATCACAGGTCTCCTCGTAACTCATAAAAACACCACATCGGAGGAATGTAA

Banklt* Brassica carinata BcaB.FRl.a FRIGIDA-like protein (FRI.b) gene,
FRI.b-a-1 allele, complete cds

GGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGAGGGTTAGCTGCAGCAGAGGCTATGGACGCC
AGGGGTTTGCTTCTGCTTGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAATATGGATCTGTTGGATT
TGATTAGGAAGAGTGGGACTGCTGAGATTGATGGTGCTCTGAAACGGTCGCCTTTTCTTGTCCCTATGAT
GTCAGGTACCTTGTTCTTTTCTTGAGTTGATGAATTTACGTTATAAATTTGGGAGTAGTGTTTTTTGATA
TTGCAAGTTAAAATCATGGGACTTTGCTGTTGCATACTACATAAGCCTTGAGCAATGTCTACTCAAGGTG
GTTTCTTTCGATGAAGAATGGGTTGGAATCAAGGTTTCATCTTTGTTTTTAGTTTGGCATATGAGCTTGT
GAATTGGATTCTATGTACCCTGCAATGAATACTACATAATCCTTGAGCAATGGCTCTGCTGTTGCTTACT
TGATAAGCCTTGAGCAGTGTTGACTAAAAGGGTTTCTATCGGAACGTAGGTATAGTGGATTCAAGTATCA
AGCGTGGACTGCATATCGAAGCTCTTGAGATGGTTTATACCTTTGGGATGGAGGAGAGGTTTTCACCTTC
TTCAATTCTAAGTTCATTCCTAAGGATGAGCAAGGAATCATTCGAGAGAGCGAAACGTAAAGCACAAGCA
CCCAAGGCATTTGTATGACAAACTCTTCTTTGCCTTTTTTTTTTTCCTTTTTCTGATTGCTTACCGTTAT
TTGCTTTTCATTTCTCTCAACAGAAAGAGGCGAACGAAAAGCAGTTAGATGCGTTGTTATCAGTGATGAA
GTGCTTGGAGGCTCACAAGTTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGAGCAGATGGTG
AAGCTTGAGAAAGACATTGCTCAGCTCGACAAGAAGATGGAGGAGGAAGCGAGAGCCATCAGCCTAATGG
AGGAGGAAGCGGCACTTAACAAGAGAGTGTATACCCAACAGGTGAAACGTCCAAGGTTGTCAGACATGGA
AATTCCACCACCAATAGTTTCCTCATCTTATTCTCCTATATACCGTGACCACCGAAGCTTCTCTAGCCAC
AGAGACGGAGAAACAGATGAAATATCAGCTCTTGTGAGTAGCTACCTCGGCTCATCATCAGGTTTTCCTC
ACCGGTCAAGTCTCGGGAGATCCCCTGAGTACATGGTTCCATCTGGTGGGTTAGGAAGAAGTGTGTATGC
GTATGATCATCTACCTCCAAATTCTTACTCTCCGGTTCCAAGACAGCATTCCCCGGTTTACGGACAGAGA
CTTCATCAAGAGTACTCTCCTCCAGTACACCAAATGCCATATGGTCTGCAAAGAGTTTATAGGCATTCAC
CATCTGTAGAAAGGTACTTGGCTTTGTCCAATCACAGGA

KJ145234 Brassica juncea BcaB.FRI.b FRIGIDA-like protein (FRI.b) gene,
FRI.b-a-1 allele, complete cds

ATGGCCTTTCGTAATGGTTCTCTGATCCCTGCCCATGATCCATCCACGAGGGAAAATCAATCATCATCGC
CGACCATACAACGGGGAACCGTGCCTACAAACACTGAAATCACGATCGAACAATCTAACCATCCTCAATT
TTTGAAATCGATCGACGATTTAACTGCGTTTTCAGCTGCAGTGGACGCCTTCAAACGCCACTACGACGAC
TTGCAAAGCCACATGGATTACATCAAGAACGCCATTGACTCCAGTCTCAAGAGCAAAGGCATCACCGCCG
AGTCTCCCTCCTCCCGATCGCAGTCTCCACGAAACGATGCTTCCGGAGAAACGGTTGCTGCCACACAATC
GCCGCCAGTAGCGGAGAAGGTGGAGCGATTGTGCGAGTTGATGTGCAGCAAAGGCCTGCGTAGATACATG
TACTCGAATATCTCTGACCGAGCTAAGCTGATTGAAGAGCTTCCTGCAGCTCTGAAGCTAGCCAAGGAGC
CTGCTAACTTCGTGTTGGAATGCATTGGCAAGTTTTACTTACAAGGGCGCAAAGCTTATGCGAGTGATTC
CCATATGATCCCTGCGAGGCAGGTTTCGCTTCTGATCCTGGAGTCTTATCTTCTAATGCTTGATCCGAAG
CCCCTTGATAGAGGTTCTATCAAGGATCAAGCCGAGGCGGCTGCTGTTGCGTGGAAGAAAAGGATGATGA
GCGAACGAAGGTTAGCTGCGGCAGAGGCAATGGACGCTAGGGGTTTGCTTCTGCTAATTGCTTGTTTTGG

GATTCCTTCGACCTTTTCGAGTATGGATTTGTTTGATCTGGTACGGAAGAGTGGTGCTGCTGAGATTGCT
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MPUJIOKEHUE (mpoxosk.)

GCTGCTCTAAAACGGTCACCTTTCCTTGTCCCTATGATGTCAGGTATCATCTTTTTTCTTGAGTCGATGA
GTGGAGTTTCTTTTGTGGCAGAATGGGTCAGGATTCAGTTCCCATCTTTATTTTTGCTTCCTTATAAGAG
CTTAAGAGTATTTTAGAGTGCAATTGCCTTGGAAGTAGATCATATGACTCTTCTGTTGCATTGAGTAATG
TTCGATGAAAGGGTTTAGTAACTGGTCCTAACACAATATTCTATTGGTTGTAGGTATAGTTGATTCAAGT
ATCAAGCGTGGAAAGCATATTGAAGCTCTTGGTATGATTTATACCTTTGGGATAGAGGATAGGTTTTCGG
CTTCTTCGCTTCTAACTTCATTCCTAAGGATGAGCAAGGAGTCATTTGAGAGGGCAAAACAGAAAGCTCA
AGCACCGATAGCATTTGCATGTCCCTTCTTTACACATTAGCTACCTCTTCACTGACTCTTTTTTTCCTCT
TCTGATTCGTACCATTGTTTGCGTTTTGTTCTCTTAACAGAAAGAGGCCAACCAAAAGTTTTTAGCTGCG
TTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTAGACCCAGAGAGAGAAGTTCAAGGGTGGCAGA
TCAAAGAGCAAATGATTAAGTTGGAGAAAGACATTATTCAACTCGACAAACAGATGGAAGGGGAAGCAAG
ATCCATCAGTTTAATGGAGGAAGTGGCATTGACGAAGAGATTCTATAACCAACAGATGAAACGTCCAAGG
TTGTCAGACATGGAAATGCCACCAGCAGCTTCCTCATCTTATTCTTCTACCTACCCGGACCGAAGCTTCC
CTAGTCACAGAGACAATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGCCCATCATCAGGTTTTCCTCA
TCGTTCAAGTCTCAGGAGATCCCCTGAATATTTAGCTCCATCTAGTGGGTTAGGAAGAAGTGTACCTGCA
TATGAACATCTGCCTCCAAATTCTTACCTTCCCCTTCCAGGACGGCACTCTCCGGTTCAAGGACAGAGAC
TTCCTGGAGAGTACACCCCTCCAATTCATGGGCAACAACAAATACCATATGGTCTACAAAGGGTTTACAG
ACATTCACCATCTGTAGAAAGATACTTGGCTTTGCCCAAAATCAGGTCTCCTCGTAACTCATAAGAAGAC
CACATAAGAGGAATGTAA

KC937068 Brassica juncea var. juncea BjuA.FRIl.a FRIGIDA-like protein
(FRI) gene, FRI.a-1 allele, complete cds

ATGGCCGTCCGTAATGGTTCTCTGCTCCCTGCTCCATCAACAAGGGAGGAGGAGCAACCTTCATCGGCGA
TGATCCAACGGAGAGAAGCGCAGGCTACTGTCGAAACCGTGCCTACAAACATCGAAACCACGATCGAACA
ATCTAACGATCCTCAGTTTTTGAAATCCATCGTCGACTTAACCGCGTTAGCAGCCGCGGTCGACGCCTTC
AAACGCCGCTACGACGAACTGCAGAGCCACATGGATTACATCGAGAACGCGATCGACTCCAATCTCAAAA
CTAACGGCATCATCGAAACCGCCGCCGCGTCGCCTCCTCCGCCGAACAAAACAGCCACGGCGATTGCGTG
CCAATCGCCGCCCAAGGAGAAGTCCGAAGCGGAGCGATTCTGCGAGTCGATGTGGAGCAAAGAGCTTCGA
AGGTACATGTTCGTGAACATCTCTGAGCGAGCCAAGCTAATCGAAGAGATTCCTGGAGCGTTGAAGCTGG
CCAAGGACCCGGCGAAGTTCGTGTTGGACTGCATCGGGAAGTTTTACTTGCAAGGGCGCAAAGCCTTCGC
CAACGATTTGCCCGCGATCACCGCGAGGAAGGTTTCGCTTCTTATCCTGGAGTGTTACCTTCTGACGTTT
GATCCTGAGGGAGAGAAGAAGAAGAAGCTTTTGGTTAGTTCTGTGAAAGATGAGGCGGAGGCGGCTGCTG
TTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGATGGTTGGGTGCAGCGGAGGCTATGGACGCAAGGGGTTT
GCTTCTGTTGGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAGTATGGATTTGTTGGATTTGATTAGG
CAGAGTGGTACTGATGAGATTGTTGGTGCTCTTAAACGGTCACCGTTTCTTGTCCCTATGATGTCAGGTA
CCTTGTTCTTTTCTTGAGTACGTTACAAAGGTGGTTTCTTTTGTTGTGGAATGGGTTAGAGTCAAGTTTT
CATCTTTGTGTTTGGTTGTTTATATGATTTTGGGAGTAGAATTTTACGTACCATGCAATGAGATAGGACA
GAACATGGCATTCTAGAATGCAATGACAAGTTGTAAAGCTGCACATTCGATATTGCAAGTTCAAATCATT
TGACTTTTATGTTGCATACTACATAAGCCTTGAGCAATGTCTACTAAAAGGATCTTAATACAATAATCTT
TTGGCCGTATAGGTATAGTTGATTCAAGTATCAAGCGTGGAATGCATATTGAAGCTCTTGAGCTGGTTTA
TACCTTTGGGATGGAGGATAGGTTTTCACCTTCTTCAATTCTAACTTCCTTCCTAAGGATGAGGAAGGAT
TCATTTGAGAGGGCGAAACGTCAAGCACAAGCACCCATGGCATCTGTATGACTCTTCTTTACTCGTTGTT
TACCTTGATAAACTCTTTTTTCCTGTTCTGATTCTTATCGTTGTTTGCTTTTTTATTTTCTCAACAGAAA
ACTGCGAACGAAAAGCAGTTGGATGCGTTATCATCAGTGATGAAGTGTTTGGAAGCTCACAAGTTAGACC
CAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGAGCAAATGGCCAAGCTTGAGAAAGACATTGTTCAGCT
TGACAAACAGATGGAGGAAGCGAGATCTATCAGTCGAATGGAGGAAGCGAGATCCATCAGTCGAATGGAG
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GAAGCGAGATCCATCAGTATAAGGGAGGAAGCGGCAATTAGCGAGAGATTGTATAACCAGCAGATGAAAC
GTCCAAGGTTGTCAGAAATGGAAATGCCACCAACAGCTGCCGCATCTTATTCTCCGATGTACCGCGACCA
CCGAAGCTTCCCTAGTCACAGAGAGGGAGATGCAGATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGC
CCATCATCAGGTTTTCCTCATCGGTCAGGTCTTATGAGATCCCCTGAATATATGGTTCCACCTGGTGGGT
TAGGAAGAAGTGTGTCTGCGTATGATCATCTGCCTCCAAATTCTTATTCTCCGGTTCACGGACAGAGACG
TCCTCAAGAGTACCCTCCTCCAGTTCATGGGCAACATCAAATGCCATATGGTCTATACAGACATTCACCA
TCTGTAGAAAGACACTTGGCTTTGTCCAATCACAGGACCCCTCGTAACTTATCACAAGACCGCATAGGAG
GAATGTAGAATATTTAACATTCAGTTTTTGTTTTTCAAAGAAACCACAAAATTTATTGTTTTTGTTTTTC
AAAGAAACCACAAAATATATTTAAAGCTTAGGGCTTAACAAGCAGAAAGCTT

KJ649746 Brassica juncea var. juncea BjuA.FRIL.b FRIGIDA-like protein
(FRI) gene, FRI.b-1 allele, complete cds

ATGGCCTTTCGTAATGGTTCTCTGATCCCTGCCCATGATCCATCCACGAGGGAAAATCAATCATCATCGC
CGACCATACAACGGGGAACCGTGCCTACAAACACTGAAATCACGATCGAACAATCTAACCATCCTCAATT
TTTGAAATCGATCGACGATTTAACTGCGTTTTCAGCTGCAGTGGACGCCTTCAAACGCCACTACGACGAC
TTGCAAAGCCACATGGATTACATCAAGAACGCCATTGACTCCAGTCTCAAGAGCAAAGGCATCACCGCCG
AGTCTCCCTCCTCCCGATCGCAGTCTCCACGAAACGATGCTTCCGGAGAAACGGTTGCTGCCACACAATC
GCCGCCAGTAGCGGAGAAGGTGGAGCGATTGTGCGAGTTGATGTGCAGCAAAGGCCTGCGTAGATACATG
TACTCGAATATCTCTGACCGAGCTAAGCTGATTGAAGAGCTTCCTGCAGCTCTGAAGCTAGCCAAGGAGC
CTGCTAACTTCGTGTTGGAATGCATTGGCAAGTTTTACTTACAAGGGCGCAAAGCTTATGCGAGTGATTC
CCATATGATCCCTGCGAGGCAGGTTTCGCTTCTGATCCTGGAGTCTTATCTTCTAATGCTTGATCCGAAG
CCCCTTGATAGAGGTTCTATCAAGGATCAAGCCGAGGCGGCTGCTGTTGCGTGGAAGAAAAGGATGATGA
GCGAACGAAGGTTAGCTGCGGCAGAGGCAATGGACGCTAGGGGTTTGCTTCTGCTAATTGCTTGTTTTGG
GATTCCTTCGACCTTTTCGAGTATGGATTTGTTTGATCTGGTACGGAAGAGTGGTGCTGCTGAGATTGCT
GCTGCTCTAAAACGGTCACCTTTCCTTGTCCCTATGATGTCAGGTATCATCTTTTTTCTTGAGTCGATGA
GTGGAGTTTCTTTTGTGGCAGAATGGGTCAGGATTCAGTTCCCATCTTTATTTTTGCTTCCTTATAAGAG
CTTAAGAGTATTTTAGAGTGCAATTGCCTTGGAAGTAGATCATATGACTCTTCTGTTGCATTGAGTAATG
TTCGATGAAAGGGTTTAGTAACTGGTCCTAACACAATATTCTATTGGTTGTAGGTATAGTTGATTCAAGT
ATCAAGCGTGGAAAGCATATTGAAGCTCTTGGTATGATTTATACCTTTGGGATAGAGGATAGGTTTTCGG
CTTCTTCGCTTCTAACTTCATTCCTAAGGATGAGCAAGGAGTCATTTGAGAGGGCAAAACAGAAAGCTCA
AGCACCGATAGCATTTGCATGTCCCTTCTTTACACATTAGCTACCTCTTCACTGACTCTTTTTTTCCTCT
TCTGATTCGTACCATTGTTTGCGTTTTGTTCTCTTAACAGAAAGAGGCCAACCAAAAGTTTTTAGCTGCG
TTGTTATCAGTGATGAAGTGTTTGGAGGCTCACAACTTAGACCCAGAGAGAGAAGTTCAAGGGTGGCAGA
TCAAAGAGCAAATGATTAAGTTGGAGAAAGACATTATTCAACTCGACAAACAGATGGAAGGGGAAGCAAG
ATCCATCAGTTTAATGGAGGAAGTGGCATTGACGAAGAGATTCTATAACCAACAGATGAAACGTCCAAGG
TTGTCAGACATGGAAATGCCACCAGCAGCTTCCTCATCTTATTCTTCTACCTACCCGGACCGAAGCTTCC
CTAGTCACAGAGACAATGAAATATCAGCTCTTGTCAGTAGTTACCTCGGCCCATCATCAGGTTTTCCTCA
TCGTTCAAGTCTCAGGAGATCCCCTGAATATTTAGCTCCATCTAGTGGGTTAGGAAGAAGTGTACCTGCA
TATGAACATCTGCCTCCAAATTCTTACCTTCCCCTTCCAGGACGGCACTCTCCGGTTCAAGGACAGAGAC
TTCCTGGAGAGTACACCCCTCCAATTCATGGGCAACAACAAATACCATATGGTCTACAAAGGGTTTACAG
ACATTCACCATCTGTAGAAAGATACTTGGCTTTGCCCAAAATCAGGTCTCCTCGTAACTCATAAGAAGAC
CACATAAGAGGAATGTAA
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Banklt* Brassica juncea var. juncea BjuB.FRIl.a FRIGIDA-like protein (FRI)
gene, FRI.a-1 allele, complete cds

GGCTGCTGTTGCGTGGAAGAAGAGGCTGGTGGGTGAAGGAGGGTTAGCTGCAGCAGAGGCTATGGACGCC
AGGGGTTTGCTTCTGCTTGTTGCTTGTTTTGGGATTCCGGAGAGCTTTAAGAATATGGATCTGTTGGATT
TGATTAGGAAGAGTGGGACTGCTGAGATTGATGGTGCTCTGAAACGGTCGCCTTTTCTTGTCCCTATGAT
GTCAGGTACCTTGTTCTTTTCTTGAGTTGATGAATTTACGTTATAAATTTGGGAGTAGTGTTTTTTGATA
TTGCAAGTTAAAATCATGGGACTTTGCTGTTGCATACTACATAAGCCTTGAGCAATGTCTACTCAAGGTG
GTTTCTTTCGATGAAGAATGGGTTGGAATCAAGGTTTCATCTTTGTTTTTAGTTTGGCATATGAGCTTGT
GAATTGGATTCTATGTACCCTGCAATGAATACTACATAATCCTTGAGCAATGGCTCTGCTGTTGCTTACT
TGATAAGCCTTGAGCAGTGTTGACTAAAAGGGTTTCTATCGGAACGTAGGTATAGTGGATTCAAGTATCA
AGCGTGGACTGCATATCGAAGCTCTTGAGATGGTTTATACCTTTGGGATGGAGGAGAGGTTTTCACCTTC
TTCAATTCTAAGTTCATTCCTAAGGATGAGCAAGGAATCATTCGAGAGAGCGAAACGTAAAGCACAAGCA
CCCAAGGCATTTGTATGACAAACTCTTCTTTGCCTTTTTTTTTTTCCTTTTTCTGATTGCTTACCGTTAT
TTGCTTTTCATTTCTCTCAACAGAAAGAGGCGAACGAAAAGCAGTTAGATGCGTTGTTATCAGTGATGAA
GTGCTTGGAGGCTCACAAGTTAGACCCAGCGAAAGAAGTACCAGGGTGGCAGATCAAAGAGCAGATGGTG
AAGCTTGAGAAAGACATTGCTCAGCTCGACAAGAAGATGGAGGAGGAAGCGAGAGCCATCAGCCTAATGG
AGGAGGAAGCGGCACTTAACAAGAGAGTGTATACCCAACAGGTGAAACGTCCAAGGTTGTCAGACATGGA
AATTCCACCACCAATAGTTTCCTCATCTTATTCTCCTATATACCGTGACCACCGAAGCTTCTCTAGCCAC
AGAGACGGAGAAACAGATGAAATATCAGCTCTTGTGAGTAGCTACCTCGGCTCATCATCAGGTTTTCCTC
ACCGGTCAAGTCTCGGGAGATCCCCTGAGTACATGGTTCCATCTGGTGGGTTAGGAAGAAGTGTGTATGC
GTATGATCATCTACCTCCAAATTCTTACTCTCCGGTTCCAAGACAGCATTCCCCGGTTTACGGACAGAGA
CTTCATCAAGAGTACTCTCCTCCAGTACACCAAATGCCATATGGTCTGCAAAGAGTTTATAGGCATTCAC
CATCTGTAGAAAGGTACTTGGCTTTGTCCAATCACAGGA

KJ145235 Brassica carinata BcaB.FRI.b FRIGIDA-like protein (FRI1.b) gene,
FRI.b-2 allele, partial cds

GGCTGCTGTTGCGTGGAAGAAAAGGATGATGAACGAAGGAAGGTTAGCTGCGGCGGAGGCGATGGACGCA
AAGGGTTTGCTTCTGCTAATTTCTTGTTTTGGGATTCCTTCGAGCTTTAAGAGTATGGATTTGTTTGATT
TGGTACGGAAGAGTGATACTCATGAGATTGCTGCTGCTCTAAAACGCTCACTTTTCCTTGTCCCTATGAT
ATCAGGTATCATCTTCTTTCTAGTTTCGATTACCAAGGTGGTTTCTTTTGTTGTAGAATGGGTCAGGATT
AAGTTCCCATCTTTGTTTCTGGTTGCGTATATGAGCTTAATAAGAGTAGAATCATATGTACTCTGCAATA
AACTATGACACAAAATGACTCTTCTGTTGCATACTTTAAGCATTGAGTTATGTTCGATTAAAGGGTTTAG
TAACAGGTCCTAACACAATGTTCTATCGGTCGTAGGTATTGTTGATTATAGTATCAAGCATGGAAAGCAT
ATTGAAGCGCTTGAGATGGTTCATACCTTTGGGATTGAGGATAGGTTTTCAGCTTCTTCGATTCTAACTT
CATTCCTAAGGACGAGCAAGGAGTCATTTGAGAGGGCAAAAAAGAAAGCTCAAGCACCGATAGCATTTGT
ATGCCCCTTCTTTACACATCAGCTACCTTCATTGACTCTTCTGATTCTTACCATTGTTTGCCTTTTATTC
TCTTAACAGAAAGATGCGAACCAGAAGTTTTTAGCTGCGTTGTTATCAGTGATGAAGTGTTTGGAGGCTC
ACAACTTAGACCCAGAGAAAGAAGTACAAGGGTGGCAGATCAAAGAGCAAATGATTAAGTTGGAGAAAGA
CATTCTTCAGCTCGATAAACAGATGGAAGGGCAAGCAAGATCCATCAGTTTAGTGGAGGAAGCGGCATTG
ACGAAGAGATTGTATAACCAACAGATGAAACGTCCAAGGTTGTCAGACATGGAAATGCCACCAGTAGCTT
CCTCGTCTTATTCTTCTACCTACCCTGACCGAAGCTTCCCTAGTCACAGAGACGATGAAATATCAGCTCT
TGTCAGTAGTTACCTCGGCCCATCATCAGGTTTTCCTCATCGGTCAAGTCTCAGGAGATCCCCTGAATAT
ATAGCTCCAACTGGTGGGTTAGGAAGAAGTATACCTACGTATGAACATCTGCCTCCAAATTCTTACTCTC
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CGGTTCCAAGAGGGCACACTCTAGTTCATGGACAGAGACTTCCTCAAGAGTACACTCCTCCAGTTCATGG
GCAACAACAAATACCATATGGTCTTCAAAGGGTTTACAGACATTCACCATCTGCAGAAAGATACTTGGCT
TTGTCCAATCACAG
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