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BBEJAEHHUE

AKTyanbHOCTH mpobaemsbl. [lmeHuna, Bkioyas JBa HaubOoJee IMIUPOKO
BO3JIeNIbIBAEMBIX BHJa, Markyto (Triticum aestivum L., rekom BBAADD, 2n = 42)
u tBepayio (Triticum durum Desf., renom BBAA, 2n =28), npunamiexur K
HanOoJiee BAXKHBIM CEIbCKOXO3SHCTBEHHBIM KYJIbTYpaM, SBISSICh OCHOBHBIM
npoaykTom nutanus s 30% nHacenenus 3emHoro 1mapa (Shewry, 2009). B cBsa3u
C TIOCTOSSHHBIM POCTOM HACEJICHUS, YBEIWYEHUE YpPOKAHHOCTH MIIECHUIIBI —
aKTyaJbHasl 3ajada, JJIg PEIICHUS KOTOPOH MOTYT OBITh NMPUMEHEHBI HOBBIC
Hay4YHbIE MOJXOJbl. PelieHne mpakTUYeCKUX 3a7ad CEelIeKIMM HEBO3MOXHO 0e3
MOJYYEHUs] HOBBIX (DYHIAMEHTAJIBHBIX 3HAHUU O CTPYKTYPHO-(PYHKIIMOHAIBHOU
OpraHu3allii T€HOMa U TPAHCKPUIITOMA pacTeHUM, 0€3 MOHMMAHUS MOJICKYJISIPHO-
TeHETUYECKUX MEXAaHH3MOB, JISKAIIUX B OCHOBE (POPMUPOBAHUS XO3AMCTBEHHO-
IEHHbIX TMpu3HakoB. K uyuciay Takux MPU3HAKOB OTHOCST KAayeCTBEHHBIE U
KOJIMYECTBEHHBIC XapaKTEPUCTUKU COLIBETHS MIICHULIBI, KOJIOCa,
HEIMOCPEICTBEHHO CBA3aHHBIE C MPOAYKTUBHOCTHIO.

[locnenoBarenbHble  3Tambl  pPa3BUTUSL  COLBETHSI  ONPEIECISIOT  €ro
apXUTEKTYypy, OT KOTOPOM 3aBUCHUT YHCJIO LIBETKOB U CTPOCHHE CHUCTEMBbI
OPOBOJSALIMX TKAaHEH COLBETHs, BIUAIOIIEE Ha CHOCOOHOCTh paCTEHUs
oOecrieuynBaTh pa3BUBAIOIIMECA IUJIOJBI MOpOAyKTamMu (GOTOCHHTE3a. Y 3JIaKOB
KKl IIBETOK JAaeT HAayajo TOJBKO OJTHOM 3E€pHOBKE, W YHUCIO (PepTUIBLHBIX
IIBETKOB COIIBETHUS OIpejenseT oO0llee YHCIO 3€pHOBOK. TakuM oOpaszowm,
OCOOEHHOCTH CTPOEHUSI COIBETUS 3JaKOB OKAa3bIBAIOT BJIMSHUE W HA YHCIO, U HA
pa3Mep 3€pHOBOK — KPUTHUYECKHE SKOHOMHUYECKHE MapaMeTpbl MPOAYKTUBHOCTH
3epHOBBIX 371aKk0B (LIBenes, 1976; Kellogg et al., 2013).

I'eneTnueckast perynisius MPOLIECCOB PAa3BUTHUSL PACTEHUS B IEJIOM U
COLIBETHSI B YAaCTHOCTM B HACTOSLIEE BpeMs HauOojee TMOJHO H3yYeHa y
MOJICJIbHBIX BHUIOB pacTeHMi, mpexae Bcero y Arabidopsis thaliana (L.) Heynh.
(Prunet, Jack, 2014), a cpeau omHOMOIBHBIX — Y KYJIBTHBHPYEMBIX BHIOB: pHCa
(Oryza sativa L.) u kykypy3sl (Zea mays L.) (Bommert, Whipple, 2017). Uro
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KacaeTcsi MATKOW IIIeHUIBI 1. aestivum um ee OJM3KOPOACTBEHHBIX BHJIOB, TO
TeHETHYEeCKUE (PaKTOPhl, KOHTPOIHMPYIONIUE TMPOIECChl PA3BUTHUS  COIBETHUS
(koyioca), y HUX B HACTOsIEe BpeMsl M3yUeHbl B MEHbIIEH cTeneHu. B cBs3u ¢
3TUM (yHIAMEHTAIHHOE 3HAYCHHE M OUYEBHIHYIO MPAKTHYCCKYIO 3HAYUMOCTh
MPEACTABIAIOT MCCIEIOBAaHUs, HaIpaBJICHHbIE HAa WJECHTU(DUKAIMIO TEHOB,
KOHTPOJIMPYIOIIMUX PAa3BUTUE COLBETUS INIICHUIIbI, M3yYE€HHUE HX CTPYKTYpHO-
GYHKIIMOHATBFHOW OpraHU3AINH, a TAK)KE€ YCTAHOBIICHUE B3aMMOJICHCTBHS T€HOB U
UJeHTU(UKALMS TeHHBIX CETEH.

Crenenb pa3pa0OoTaHHOCTH TeMbl. [3y4yeHHIo CTpOeHHsI COUBETHSA
MIIICHUITBI, KOJIOCA, BBISBICHHIO TE€HETHYCCKUX (PAKTOPOB, PETyIUPYIOMIHX €TO0
MOP(OJIOTUYECKHE XAPAKTEPUCTUKHU, TPATUIIMOHHO YJEISIOCh U B HACTOSAIIEE
BpeMsl MPOJOJDKAET YAENIIThbcs Oosbioe BHUMaHue (lopodeeB u np., 1979;
["onuapos, 2012).

[Ipu3Haku, MapKUPYIOIIKE KOJIOC MIIEHUIIBI, SIBISIOTCS TaKCOHOMHYECKH
3HauuMbIMH, K. JIMHHEH MONOXMI MX B OCHOBY CHCTeMaTukd poza Triticum. K
YHUCIIy OCHOBHBIX/KJIFOUEBBIX TI'€HOB, KOHTPOJUPYIOIIUX TAKUE TAKCOHOMHUYECKU
3HaYMMbIC TIPH3HAKU Koyioca, oTHocAT TeHbl Q, C u S (dopodeeB u ap., 1979;
['onuapos, 2012). JopodeeB u coant. (1979) orMeuanu, 4yTo mepexo, i OCHOBHBIX
redoB (Q, C, S) U3 0JHOTO AJIETHHOTO COCTOSIHUS B JIPYTO€ MOXKET KapIUHAIBHO
U3MCHHUTH XO3SHMCTBCHHYIO XapaKTEPHUCTHKY MIICHUIIBI, Jelias €€ peHTa0CIbHOU
JUTst Bo3JenbiBaHusl. ['eH QQ CUMTaloT IIaBHBIM T€HOM JOMECTHKAIMUA U OJHUM U3
OCHOBHBIX PETYJATOPOB Pa3BUTHS, OH OKAa3bIBACT IJICHOTPOITHOE BIUSHHUE HA PSIJT
X035 CTBEHHO BOKHBIX MPU3HAKOB — CIICIBTOUTHOCTD, (OPMY U JKECTKOCTH YCTITYH,
JIOMKOKOJIOCOCTbh, JUTMHY KoJioca, BbicoTy pactenus (Unrau et al., 1950; Sears,
1952, 1954; MacKey, 1954; Muramatsu, 1963, 1979, 1985, 1986; Kato et al.,
1999, 2003; Faris, Gill, 2002; Faris et al., 2003; Simons et al., 2006; Zhang et al.,
2011). Ten C KOHTPOJUPYET KOMITAKTHOCTH KOJIOCA T'€KCAIUIOMIHOMN MIIICHHUIIBI
T.compactum Host., n1oMUHAHTHBIM ajuieb OOYyCJIaBIMBAE€T KOMITAKTHYIO, a
pelecCUBHBIN — CTaHAapTHYIO (HOpMabHYyI0) popmy kosoca (Johnson et al., 2008).

I'en S koHTpONIMPYET (HOPMY 3€pHOBKH, PELIECCUBHBIN aJUIeb T€HA 00YCIIaBINBAET
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okpyrayro Gopmy 3epHoBKM Bmuma 1. Sphaerococcum Perciv. (Sears, 1947).

['eHOTHTT MATKOM TIICHUIIHI TI0 TJIABHBIM T€HAM MOXET OBITh ompenencH kak QCS
(I'onuapog, 2012).

['enetndeckue (HakToOphbl, KOHTPOIUPYIOMHE MOPGHOIOTHUCKUE TPU3HAKH
KOJIOCa TIICHUIIbI, MCCJICJAOBAINCh C TNPUMEHEHHEM METOJ0B KJIACCUUYECKOM
reHeTuku u 1uToreHeTnku (Mclntosh, 1973). MeToapl MONEKY/ISIPHON OHOJIOTHH,
Mo Mepe WX pa3pabOTKH, TaKXKE MPUBICKATHCh K HW3YYCHUIO TEHETUYECKOTO
KOHTpOJIST MOP(}OJOTHUUECKUX OCOOCHHOCTEH CTpOEHHs Kojoca IeHuIbl. B
HACTOSIIEE BpeMs JUIT MHOTHX TJIaBHBIX reHOB (Major genes) um TEeHOB ¢
MUHOPHBIMHU 3P HEeKTaMu OTPEIEICHO MOJI0KECHUE Ha MOJICKYJIIPHO-TCHETUYECKIX
KapTaXx XpPOMOCOM, HO TOJIbKO y €IMHHUYHBIX T'€HOB YCTAHOBJICHA CTPYKTYpHas
opranm3anus. Cpean TakCOHOMHUYECKH 3HaUMMbIX TeHoB (Q, C, S) u psaga npyrux
T'CHOB, OIPEICIAIONMX MOP(OJIOTHISCKHUE MTPU3HAKA KOJI0Ca, JOCTATOYHO IOJIHO
u3ydyeH Toibko oauH, TeH Q. OmnpeneneHa ero ImepBUYHAS CTPYKTypa,
yctanoBiieHbl (pyHkiuu (Faris et al., 2003), moka3aHbl 0COOCHHOCTH PETYJISIIIUN
nanHoro reda (Debernardi et al., 2017; Greenwood et. al., 2017). Urto »xe kacaercs
OCTAJIbHBIX TE€HOB, KOHTPOJUPYIOMUX MOP(OJOTHYECKHE MPU3HAKK KOJIO0Ca, TO
JUIi  OONIBIIMHCTBA M3 HHUX OINPEIACICHO TIOJOKEHHE Ha MOJCKYISIPHO-
renetnyeckux kaprax (Haque et al., 2012; Yoshiya et al., 2012; Amagai et al.,
20144, 2014b, 2017; Kosuge et al., 2012; Katkout et al., 2014 u ap.).

Paznuunbie acmekThl pa3BUTHUS COIBETHS HMHTEHCHBHO M3y4YallUCh Ha
MPOTSHKCHUU TTOCIICIHUX JECITHIICTHH, HO Han0oJiee N3YYCHHBIMU K HACTOSIIEMY
BPEMCHM SIBJITIOTCS MOJCIbHBIC BHIBI JBYIOJBHBIX pactenuii A. thaliana,
Antirrhinum majus L., a cpeaun onnomonbHbx — O. sativa u Z. mays. Uro kacaercs
npejcTaBuTesie TpuoOkl Triticeae, MIIEHUITBI U OJIM3KOPOACTBEHHBIX BUJIOB, TCHBI,
KOHTPOJUPYIOIIHUE  TPOILECCHl  Pa3BUTHS  COIBETHs, KOJOCa,  HW3YYCHBI
HeJ0cTaToyHO. 3a mocneanue 10—15 ner uaeHTUGUIMPOBaH U OXapaKTEPU30BaH
pAA TaKMX TEHOB y MSTKOW mIieHWIBl 1. aestivum, uHampumep, ren Wheat
FLORICAULA/ LEAFY (WFL) (Shitsukawa et al., 2006), reHsl ¢ TOMEO3HCHOIA
aktuBHOCTBIO B: wheat PISTILLATA (WPI), wheat APETALA3 (WAP3) (Hama et
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al., 2004); APl-omoousrii ren WAPL (mpyroe nassanme VRN1) (Murai et. al.,
2003), (wheat SEPALLATA) WSEP (Shitsukawa et al., 2007), omHako maHHBIC,
UMCIOIIMECS Ha HACTOSIINNA MOMEHT, BCE €IIe HeJIOCTATOYHbI U Pa3pO3HCHHBI.

JUIs ~ BBIABICHHS TI'€HOB, KOHTPOJHUPYIONIMX  Pa3BUTHE  COIBETH,
NPUMEHSUIOCh JIBa OCHOBHBIX TOJXOJa, IEPBBIH OCHOBAaH Ha HCIIOJb30BaHUU
OPUPOAHOTO  Pa3HOOOpa3Wsi MO  ONPEACICHHOMY  NpPHU3HAKY  W/WIH
IKCIIEPUMEHTAIBHOTO  MyTareHeza. Ero ympomieHHas cxema  BBITJISIIUT
CIICAYIONIMM 00pa3oM: OIpEIeNIIeTCsS TOJOXKCHUE TI'eHa, JICTCPMHUHHUPYIOIIETO
MYTaHTHBIH ()EHOTHUT, HA MOJIEKYJIIPHO-TEHETHYECKON KapTe, 3aTe€M IMPOBOIUTCS
MO3HMIIMOHHOE KIIOHWPOBAHUE, OIPENEISIeTCS CTPYKTYpHAsh OpraHu3alus T'eHa |
BBIABJISIFOTCSL m3MeHeHHs Ha ypoBHe JIHK, koTopeie mpuBOIAT K aHOMAIUAM
pasBuTHs Tpu (GOPMHUPOBAHMM TpW3HaKa. JlIs Bamumanuu pe3ysIbTaToB
UCTIONB3YIOTCSL METOJABI TpaHchopMmamuu pacTeHWH WM CEpUH TeHETHUYSCKU
HE3aBHCUMBIX MYTAaHTOB. B OCHOBE BTOpPOTO TOJXOAa JISKHT HCIOJIb30BAHUE
METOZOB CPAaBHHUTEIBHOW T'E€HETHMKHM H TCHOMUKU: HAa OCHOBE IEPBUYHOU
CTPYKTYpPBI T€HOB, JOCTATOYHO XOPOIIIO H3YYCHHBIX Y MOJICIHHBIX BUIOB PACTCHUH,
¥ 110 €€ TOMOJIOTHH BBIICIISIFOT TeHBI Y IPYTHX, YaCTO MCHEE U3yUCHHBIX BUIOB.

Hcnonb3oBaHue TMO3UIIMOHHOTO KJIOHMPOBaHUS (MEpBBIA MOAXOO) Vy
MIICHUIBI OBUIO JIOJITOE BpEMsl 3aTPYAHEHO HU3-3a OTCYTCTBUS pedepeHCHOro
reHoma, kotopsiid cran gocryneH B 2017 r. (IWGSC Reference Sequence v1.0,
http://www.wheatgenome.org/). Bmecte ¢ TeM, ¢ OMOIIBIO TO3UIIHOHHOTO
KJIOHUPOBAHUsI OBUTH BBIJICJICHBI M JCTATBHO 0XapaKTEPU30BAHBI OT/ICIbHBIC TCHBI
MIICHUIBI: OCHOBHOH rTeH momectukammu — Q (Faris et al.,, 2003), ren,
KOHTpoJHUpyomuit peakiio Ha potonepuon PHOTOPERIOD-1 (Ppdl) (Beales et
al., 2007; Boden et al., 2015), reHsbl, ONpEACHAIONIME THII PA3BUTHS
VERNALIZATION 1, 2, 3 (Vrnl, 2, 3) (Yan et al., 2004, 2006, Shimada et al.,
2009).

[Tomxox BbIIENIEHUS TEHOB MO TOMOJIOTHH (BTOPOH IMOAXO0[]) UCIOIB30BAJICS
Ooysiee MHTEHCHMBHO. B pe3yibprare ero MNPUMEHECHUS OBUIM  BBIJICIICHBI

MHOTOYHCJICHHBIC I'CHBI, BOBJICYCHHLIC B IMPOLCCC PA3BHUTHA COLBCTHUA IIICHHUIILI

(Hama et al., 2004; Shitsukawa et al., 2006, 2007; Zhang et al., 2015 u ap.).
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OpHako OTCYTCTBME€ MYTaHTOB MO STUM T€HaM Yy MUIEHUIbl MNPENsSTCTBOBAIO
MOJIHOMY ¥ TOYHOMY YCTAHOBJICHUIO X (DYHKIIHIA.

Cnenyer OTMETUTH, YTO, B II€JIOM, y TIIEHUIBI HanOojiee H3y4YeHHBIM
SBJISIETCSI TEHETUYECKUN KOHTPOJIb MEPEeXoJia OT BEreTaTuBHOM (ha3bl pa3BUTUA K
renepatuBHoii (Yan et al., 2004, 2006, Shimada et al., 2009, Nishiura et al., 2014;
Tanaka et al., 2017). Uro »xe KacaeTcs HCCIICIOBAHMS ICHETHUYCCKON PEryJIsaiuu
NOCNEAYIONMX  CTaAuil  pa3BUTUS  COIBETHS, BKIIOYAIONIMX  OCHOBHBIC
MOp(OTeHETUYECKUE COOBITUA — HMHHUIMALUIO U Tud(EepeHIIpOBKY OpraHoB
COLIBETHSA, B OCHOBE KOTOPBIX JIEKAT KIIOYEBBIE MPOILIECCHI PA3BUTHS PACTEHUN —
YCTaHOBJICHHE HMJICHTUYHOCTH U JETEPMHUHUPOBAHHOCTH MEPHUCTEM, TO 3HAHHS B
3TOM 00J1aCTH OCTArOTCA (PparMEHTaAPHBIMU U PA3PO3HEHHBIMH.

beI10 ycTaHOBIEHO, YTO HApsSAy C BBICOKO KOHCEPBATHBHBIMH ITYTSIMH
PETYISAIMN PAa3BUTHUS COLBETHI 3JIaKOB, CYIIECTBYIOT OJIOKH WIIH OTJICIbHBIC TCHBI
B UX COCTaBe, PEryJUPYIOIINE Pa3BUTHE CIIEHU(PUUHBIX JJIsT HEKOTOPBIX TAKCOHOB
cTtpyktyp coupetusi (Tanaka et al., 2013). M3ydyeHue Takux MyTel peryJisiiuu
BO3MOXKHO Ha 0Opasiax Buja (TakCcoHA), KOTOPBIM XapaKTepu3yeTcs pa3BUTHEM
ITUX CHeNUPUIECKUX CTPYKTYp. OCHOBHBIMU OCOOCHHOCTSAMH CTPOCHHS KOJO0Ca
MIIICHUITBI SBISIFOTCS OTCYTCTBHE BETBHCTOCTH M MHOTOIIBETKOBOCTH KOJIOCKA,
0a30BOl CTPYKTypel B cocTtaBe conetuss 31akoB (L[BemeB, 1976). Otu
OTJIMYUTEIIbHBIC YEPThI CTPOCHUS COIBETHUS MIICHUIIBI MOAPAa3yMEBAIOT HAJTUYHC
0COOCHHOCTEH 1 B TCHETUYECKUX MEXaHU3MaX, PETYIUPYIOIINX €T Pa3BUTHE.

HccnegoBaHne TreHETUYECKOTO  KOHTPOJSl  (POPMUPOBAHUS  COLIBETHS
NIICHUIBI,  OMNpEAeNIeHHe KOHCEPBATHBHBIX W CIENU(PUUIECKUX  OJIOKOB
TeHETHYECKUX IMyTeH PEryNillu €ro pa3BUTHUA HMMEeT Kak (yHIaMEHTAIbHOE
3HAUCHUE, PACIIUPSS HAMM TMPEACTaBICHUS O TEHETHYECKUX MEXaHU3MaXx,
JeXaIuX B OCHOBE (JOpMHUPOBAHUS pazHOOOpa3us (OpM COIBETUN PACTCHHI, TaK

H OYCBUIHYIO ITPAKTUYCCKYIO 3HAYNUMOCTb.
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Heas n 3axaun uccjaenoBanus. Llens HacTosIIEro nccaeA0BaHMs 3aKII0YaIach B
U3YYCHUU TEHETUYECKOM peryisiuud MopdoreHesa COIBETUS  MIICHUIIbI
(Triticum L.). OcHOBHOE BHHMMaHHUE YJIEISJIOCh PA3BUTHIO KOJOCKa — 0a30BOM
CTPYKTYpPBI B COCTaBE COIBETHUs 371aKOB. B paboTe ObUIM MOCTaBIICHBI CIETYIONIHE

3aJa4n:

1. ObocHOBaTh M TPHUMEHUTH CTPATErHIO, HAIMPABJICHHYIO HA HCCIEIOBAaHUE
TEHETUYECKOM peryisuud Mop(oreHe3a COLBETHS PACTEHHH CO CIOXHBIMU

AIUTONIOJIUTUTIONTHBIMU T€HOMaMH Ha TIpUMepe MSTKOW MieHuIs! 1. aestivum L.

2. CdopmupoBaTb M 0XapaKTEpHU30BaTh TE€HETUYECKYIO KOJUIEKLHIO JIMHUN
NIIEHUIBl C HApYUIEHUSIMU MOp(OreHe3a COUBETHUS B pe3yJbTaTe JIE€TaJIbHOTO
aHalln3a OCOOEHHOCTEH pa3BUTHS COLBETUM JHUHUA U (HOpM AMUILIOUJIHBIX,
TETPAIUIOUJHBIX W TEKCAIUIOWJHBIX BHJIOB IMIIEHUIBl C HECTaHJAPTHBIMU
MOP(OJOTUYECKUMH TUIIAMU (MOP(OTUIIAMU) KOJIOCA, KOTOPBIE XapaKTePU3yIOTCs
(GbopMHUpOBaHKUEM Ha yCTyIaxX KOJOCOBOTO CTEPKHS JOIMOJHUTEIBHBIX KOJIOCKOB U
DKTONUYECKUX «BETOYEK», a TaKKe HapYLIIEHHbIM (CIHUPAIbHBIM) MOPSIKOM

PaCIIOJIOKCHUA KOJIOCKOB Ha KOJIOCOBOM CTCPIKHE.

3. BBIIBUTh WM M3Y4YUTh T€HETHYECKHE (haKTOPHI, YIpaBIsronme mMopdoreHezom
COIIBETHS IIICHUIIBI, Ha OCHOBE aHajn3a T'€HOMHOT'O COCTaBa T'€HETHYECKUX
MOJIENICH, BBIICICHHBIX CPEAU CO3/aHHOM KOJUIEKIMUA JIMHUM TIICHUIBI C
HapylmieHUsIMH MoOp(dOoreHe3a COLBETHSA, JIOKAJIU3allMd MYTAHTHBIX T'€HOB Ha
MOJIEKYJISIPHO-TEHETUYECKHUX KapTax XPOMOCOM, BBIIIOJTHEHUS
KOMIUIEMEHTAI[MOHHOTO aHAJIN3a, YCTAHOBJICHUS B3aWMMOJICUCTBUS TE€HOB U

onpeeneHus: GyHKIUN BbISIBIIEHHBIX T€HOB.

4. YCTaHOBUTh  CTPYKTYpPHO-(PYHKIIMOHAJIIBHYIO  OpraHU3alldi0  TI'EHOB,
peryiupyromux MopdoreHes3 CoIBeTUs MIIIECHUIIbI, HA OCHOBE CUHTEHUU I'€HOMOB

3JIaKOB C IPUMECHCHHEM ITIOAXO0Ja ITO3UITMOHHOTO KIOHHUPOBAHMA.
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Hayuynass HoBuM3Ha paGorbl. B Hacrosmelr pa0oTe mMoiydeH psiAg  HOBBIX
IPUOPUTETHBIX  PE3YJIbTATOB  HMCCIEAOBAHMM  T€HETUYECKUX  MEXAHH3MOB,
pPEryJIupYIOIUX  pa3BUTHE COLIBETHE 1111(S612001 58 Bnepsoie ObLIH
UACHTU(DUIMPOBAHBI  T€HBI W JIOKYChl  KOJHMYECTBEHHBIX  IMPHU3HAKOB,
onpezenstonme GopMupoBaHe MHOTOKOJIOCKOBBIX (PEHOTHUIIOB MSTKOM IMIIIEHUIIBI,
OTpejiesieHa UX JIOKaIM3alusl Ha MOJIEKYJPHO-TEHETUYECKUX KapTaX XpPOMOCOM,
YCTaHOBJICHBI UX (PYHKIIMU B PA3BUTHH COLIBETHUS.

BnepBbie B reHOME MSTKOM MIIEHUIBI C UCIOJIB30BAHUEM MO3UIIMOHHOIO
KJIOHHpOBaHMs BbIeieHbl Tomeosiorn reHa Wheat FRIZZY PANICE (WFZP),
SBJIAIOIINECS KIIOYEBBIMU PETyJIATOPAaMHU PAa3BUTHS COLBETUS 3JIaKOB Ha CTaJIUU
(bopMHUpPOBaHUS KOJIOCKA — CTPYKTYpPBI, XapaKTEPHOM TOJIBKO JJIs MPEACTaBUTENEH
cemelicTBa 3naku. BriepBble u3yueHa CTPYKTYpHO-(DYHKIIMOHAJIbHAS OpraHu3aius
3TUX T€HOB Y AUIUIOMJIHBIX, TETPAIUIOUAHBIX U T€KCAIUIOMIHBIX BUJOB MILIEHUIIBI,
NoKa3aHa MX poJib B pa3BUTUHU. Brepsble mokazaHo, uro myTanuu reHos WFZP
BBI3BIBAIOT (POPMHUPOBAHUE JOMOJHUTENBHBIX KOJOCKOB Ha YCTyHax KOJIOCOBOTO
crepxHs nieHuisl. Ha npumepe renoB WFZP BriepBbie nmoka3aH HEOAMHAKOBBIN
BKJIaJl TOMEOJIOTHYHBIX KOIMUWA T€HOB CJIOXKHOTO aJUIOMOJIMILUIOUAHOTO I€HOMa B
KOHTPOJIb MOp(OoreHes3a conBeTusl.

BrnepBble moka3aHO, 4YTO B YCTAaHOBJIIEHWM HACHTUYHOCTU I[BETKOBBIX
MEPHCTEM MHOTOI[BETKOBOTO KOJIOCKa MieHUIIb! yuyacTBYIOT reasl WFZP u SHAM
RAMIFICATION 2 (SHR2), xoTopbie IEHCTBYIOT HE3aBUCHMMO Ha Pa3HbIX dTarax
pa3BUTHsS KOJOCKAa M BO3MOXHO NPHUHAIJIEKAT pPa3HbIM T€HETUYECKUM ITyTSIM
peryisiuuu pa3BUTHs. BriepBble SKCHIEPUMEHTANIbHO [OKa3aHO HAJIWYUE TE€HOB
Ramified Spike (RS), yuacTByrommx B KOHTPOJIE Pa3BUTHS KOJOCKA IIICHHIIBI,
MMOKa3aHO UX B3auMoaeucTBHE ¢ reHoM SHR2.

Teopernyeckasi u NpakTHYeCKasi 3HAYMMOCTb padoThl. Pa3paborana crparerus
UCCJIEI0BAHHUS Mop¢orenesa COLIBETHS pacTeHui co CJIOHBIM
AJUTOTIONUIUIONIHBIM ~ TeHOMOM. CrTparerusi BKIIOYaeT B ce0sl  KOMIUIEKC
HKCIEPUMEHTAIbHBIX HCCIIEOBAHHUM, BBIOJHEHHBIX Ha MOJENSAX — KOJUICKIIHMSIX

MYTAaHTOB Pa3JIM4YHOroO IPOHUCXOXKACHUA CO CXOAHBIMHU HAPYHICHHUsIMHU B
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IporpaMMme pa3BUTHS COLBETHSA, MNPHUHAIIEKAIIMUX KaK OJHOMY BHUIY, TaK H
pa3IMYHBIM BUJAaM B Tpejeiiax OJHOTO IMOJMIUIOWIHOTO psga poma Triticum L.
KomnuekcHbli 10AX0/1, TPUMEHEHHBIN B JaHHOW paboTe, U MOJyYEHHbIE 3HAHUS
SBJIAFOTCS. OCHOBOM JJIA JAJIbHEHIIMX HAYYHBIX HCCIEAOBaHUI, HAPABIECHHBIX Ha
NIOHUMaHUE MEXaHU3MOB N'€HETUYECKOM PEryJIALUHN ITPOLIECCOB PA3BUTHS COLIBETHS
pacTeHuid, UIEHTU(UKALUN T€HOB U TE€HHBIX CETEH, ONPEIECIICHHUI0 BO3MOKHBIX
T€HOB-MHUILIEHEN HANPABICHHOTO BO3JECUCTBUS HA IPOTrPaMMBbl Pa3BUTHS PACTCHUN
C LEJbI0 IIOJYyYEHUS HOBBIX IEPCIEKTHBHBIX JUHUH M (OpPM 3JIAKOB C
YIIyYIIEHHBIMUA Ka4€CTBAMH, B YaCTHOCTH, BBICOKON YpOXKaiTHOCTHIO.

ChopmupoBaHa u J€TaJbHO OXapaKTEpU30BaHA KOJUICKIUS JIMHUK
NIICHULB C HapyLIeHUsMH MOp(OreHe3a COLBETUS, KOTOpas MOCIYXHUT MIJis
UJACHTU(QUKALIMK  HOBBIX  TI€HOB,  YIPABJISIOMIUX  pPa3BUTUEM  COLIBETHS,
YCTAaHOBJICHWSI MX JIOKAIM3allMd B TIE€HOME, HW3y4Y€HUs HX CTPYKTypHO-
(YHKIIMOHAJIBHON OpraHU3aI1K, YTO JOMOJHUT U PACUIMPUT HAIIK MIPEICTAaBICHUS
O Mpolieccax pa3BUTHsI PACTEHUI B LIEJIOM.

Pa3paboTaHHble B X0/1€ BBIIIOJHEHUS UCCIEAOBAHUN HOBBIE MOJIEKYJISIPHbBIE
JIHK mapxkepst (COS, SSR) OynyT UCnosib30BaHbl B MPOEKTaX MO MOJEKYISPHO-
IF€HETUYECKOMY KapTHPOBAaHUIO T€HOB M JIOKYCOB KOJWYECTBEHHBIX IPU3HAKOB
NUIEHULBI U €€ COPOANYEH, a TAK)KE IO ONPEIEIECHUI0 TEHOMHOIO COCTaBa HOBBIX
NEPCHEKTUBHBIX JIMHUWA U (DOPM MILEHUIIBI.

PazpabGortannsiii B  gaHHOM  paboTe  MOAXOJ K  OMNPEACIICHUIO
(YyHKUMOHAJIBHOM pOJIM T€HOB HAa OCHOBE MCIOJIb30BAaHUSI MYTAaHTOB Pa3HOrO
MPOUCXOXKIEHU OyneT BOCTpeOOBaH ISl M3y4YeHUs] (PYHKIUH pa3NMYHBIX F€HOB
NIIEHULBl U IPYTUX BUAOB pacTeHHil. MeTos BbIIEIEHUS F€HOB, OCHOBAHHBIN Ha
CUHTEHUU T'€HOMOB, UMEIOIINX OOLIEe MPOUCXOKACHUE, MOKET ObITh TPUMEHEH B
VICCJIEIOBAHMSIX PA3JIMYHBIX BUJIOB PACTEHUM, B IEPBYIO OYEPEb TEX, YbH T€HOMBI
€I1le HE CEKBEHUPOBAHBI.

AKTYyaJbHOCTh MCCJIEIOBAHUN U 3HAYMMOCTh PE3YJIbTATOB MOJTBEPKIAACTCS
noaaepkkoit rpantamu PODU (NeNe 10-04-01458-a, 12-04-00897-a, 13-04-90932,
15-04-05371-a, 18-04-00483-a).
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[Tonmy4yeHHble pe3yabTaThl MCIOJB3YIOTCS NPHU YTEHUU Kypca JIEKUUH B

HoBocubupckoM rocyapcTBEHHOM arpapHoM yHHUBepcuteTe «l eHeTHKa pa3BUTHs
pacTeHMil», a TaKKe Ha IMIKoJax MoJoAblx yueHbIX (T. ExatepunOypr, 2015;
r. HoBocubupck, 2016).
MeTtogos10rusi 1 MEeTOABI JMCCEPTAMOHHOIO McciaenoBanusi. [Ipy BeinoaHeHUN
JUCCEPTAllMOHHOTO MCCIEN0BaHUs pPa3pabOTaH M HCIOJIb30BAH KOMILIEKCHBIN
MIOAXOJ, COYETAIOIIMM METOJbI CBETOBOU M AJIEKTPOHHOM MHMKPOCKOIIMH, METOMBI
KJIACCUYECKOM T€HETHMKU M COBPEMEHHBIE IMOJXOJbl MOJEKYJISAPHOM T'€HETUKH U
F€HOMHUKHU. DTO MO3BOJIMJIO MOJYYHUTh MOJHYI0 HHPOPMALMIO O JIOKAIW3ALUUU U
CTPYKTYPHOW OpraHu3aldyd T[EHOB, YIPAaBJSIOIUX MOP(OreHe30M COLBETHS
NIICHULBI Ha CTaguud (HOPMUPOBAHUS KOJIOCKA, TOYHO HMHTEPHPETUPOBATH
NOJIYYEHHBIE PE3YyJbTaThl UCCIAEAOBAHUN W H3y4UTh (PEHOTHUIUYECKUE 3PPEKTHI
I'€HOB HA Pa3HbIX 3Tallax Pa3BUTHS COLBETHUS MILEHULIBI.

HccenenoBanus BBINOJIHEHBI HA MaTEpHAJIe YHUKAJIbHOW KOJUIEKLWU JIMHHM
NIIEHUIBI C HAPYIIEHUSIMU MOp(OreHe3a couBeTHs], CHOOPMHUPOBAHHON U AETAIBHO
OXapaKTEpU30BaHHOM B X0J1€ BBINOJHEHUs paOOThl. /{11 pereHns nocTaBlIeHHBIX
B pabore 3amay ObUIM TMPUBJICYEHBI Te€HETUYECKHE (MOYTH U3OTCHHBIE,
3aMeIleHHbIe, JIeJICIMOHHbIe JMHUKM) U reHoMHble (BAC-0ubnuorexkn) pecypcsl
MSITKOU MIIIEHULIBI.

MonekyIapHO-TeHETUYECKOE KapTUPOBAHUE C UCIIOJIb30BAHUEM PA3THYHBIX
JJHK wmapkepoB (SSR, COS-SSCP) Obuio mnpuMEHEHO HJsi YCTaHOBJIICHUS
MOJIOKEHUS JIOKYCOB HM3yYaE€MbIX I'€HOB Ha MOJIEKYJSIPHO-TEHETUYECKUX KapTax
XpoMocoM. MeToabl CpaBHUTEIBHOM TE€HETUKH TIO3BOJMIN OINPEACIUTh T'EHbI-
KaHIWJAThl Ha pOJb TIEHOB, YIPABISAIOIIMUX MPOLUECCAMU PAa3BUTHSA COLIBETHUS
nmeHuipl. J1g  BbIIENEHUS TEHOB B  AJUIONOJMUIUIOMIHOM TE€HOME MSTKON
NIICHULBI OBLI KCIOJI30BAH METO] MO3UWLMOHHOTO KJIOHMpoBaHuA. [lepBuunas
CTPYKTypa JOKYCOB H3y4aeMbIX T€HOB Obljla yCTaHOBJEHA C HPHUMEHEHUEM
BBICOKOIIPOM3BOAUTENBHOTO  cexkBeHupoBanus JHK. Jlng  yrouHeHus wu
UHTEPHPETAlMd  PE3YJIbTaTOB  MOJIEKYJSIPHO-TEHETUYECKMX UM  T€HOMHBIX

UCCIIeIOBaHUM  (HanuM4ue Jeseluid JIOKYCOB TEHOB) ObUIM HCIOJIb30BaHbI
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COBPEMEHHBIE METOJbl AaHAIM3a KapUOTHUIIOB pACTEHUM B COYETAHUH C
MUKpPOCATEJNIUTHBIM aHATU30M.

YHUKaTbHOCTh HCHOJIB3YEMBIX JKCIIEPUMEHTAIBHBIX MOJEIEH, KOTOpbIE
BKJIFOYAIOT KOJUIEKIIMH JIMHUM MIISHUIIBI ¢ HAPYIIEHUSIMU MOp(dorenesa couBeTus,
Hapsily ¢ MIPUMEHEHUEM COBPEMEHHBIX METOJOB F€HOMHOI'O aHAJIN3a PACTCHUUN U
METO/I0B MUKPOCKOIIUH JIeNat0T paboTy MOTHOCThIO OPUTHHAIBHOM.

OcCHOBHBIE 110JI0KEHNSI, BBIHOCUMbIE HA 3ALLUTY.

1. VI3MeHeHMs] paHHUX 3TaloOB Pa3BUTHS COLBETHS MIIECHUIIBI, CBSI3aHHBIE C
HapyLIEHUEM YCTAaHOBJICHHS HJCHTUYHOCTH (JIOpPANbHBIX MEPHUCTEM,
OpUBOASAT K (OPMUPOBAHMIO  COUBETUA  C  HECTAHIAPTHBIMU
MOpP(}OJIOTUYECKUMU  THUIaMH, KOTOpPbIE XapaKTEpU3YIOTCS HaJIMYUEM
JOTIOJTHUTENbHBIX KOJIOCKOB W/MJIM «BETOYEK» Ha YCTYMax KOJIOCOBOIO
CTEPXKHS.

2. I'en Wheat FRIZZY PANICLE, xoxupyromiuii TpaHCKPUIIIIHOHHBINA (HaKkTop
cemerictBa AP2/ERF, siBnsieTcs OHUM U3 KIIFOUEBBIX PETYJIATOPOB Pa3BUTHUSA
COLIBETHs TMIUEHUII Ha CTaauu (QOpMHpPOBAHUS KOJIOCKa — Oa30BOMU
CTPYKTYpPHI COLIBETHS CEMENCTBA 31aKku. Bkiiag roMeoornuHbIX KONUid reHa
WFZP B xontposie ¢popmupoBanus PEHOTUMHMUYESCKUX MPU3HAKOB COLIBETHIA
AJUTONOJIMIIJIONIHBIX BHUJOB MIIEHHIBI ABOJIIONUOHHOW JMHMM Emmer He
OJIMHAKOB M 3aBHCHUT OT IPUHAJIE)KHOCTH K TeHOMY A, B mim D.

3. I'eHeTHYeCKUl KOHTPOJIb YCTAaHOBJIEHUS WICHTUYHOCTU (IIOPATBHBIX
MEpPHUCTEM MHOTOLBETKOBOI'O KOJIOCKA IMIIEHHIBI HA PAa3HBIX CTAaIUAX €ro
pa3BUTHs oOecrieunBaeTcsl He3aBUCUMO neicTByromuMu renamu WFZP u
SHAM RAMIFICATION 2 (SHR2).

CreneHb J0CTOBEPHOCTH Pe3yJbTATOB. BbhICOKas TOCTOBEPHOCTH MOJYyYEHHBIX
pE3yNbTATOB ONPENEISAETCS MOATBEPKIAECHUEM MX C MCIOJb30BAHUEM Pa3JIMYHBIX
MOJXO/0B (MOJEKYJISIPHO-TEHETUUYECKUE HCCIEAOBaHMs, aHAJIU3 KapUOTUIIOB) U
pa3IMYHBIX TEHETUYECKUX Mojened (MyTaHTbl pPa3HOTO MPOMCXOXKICHHUS,
W30T€HHbIE JIMHUM, AEJCUOHHbIE JTUHUH, CEepUs JMHUNA, HECYIIMX T€Hbl OOIIETo

MIPOUCXOXKJICHUS B Pa3HOW T€HOTUIIMYECKOHN cpene). JlocTOBEpHOCTh JTOKAIU3auu
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TE€HOB/JIOKYCOB KOJIMYECTBEHHBIX TMPU3HAKOB HAa MOJEKYJISIPHO-TEHETHIECKUX
KapTax XpOMOCOM MOJATBEPKIAEHA HCIOJb30BAHUEM HECKOJIBKHX KAPTUPYIOIIHX
NOMyJSUA. Y cTaHOBIEHUE QYHKIMOHAIBHOU POJIM N3YYaEMbIX T€HOB BBITIOJHEHO
C WCIOJb30BAHWEM CEPHUM  MYTAHTOB  HE3aBUCUMOIO  MPOUCXOXKIACHUS.
JIOCTOBEpPHOCTH BBISIBIICHHBIX PA3JIM4Mil MOJTBEPKICHA CTaHIaAPTHBIMUA METOAAMU
CTAaTUCTHUYECKOM 00pabOTKM pe3ynbTaToB. MeToAbl YCTAaHOBJIEHUS T€HOMHOTO
coctaBa JMHMA W (GOPM TMIICHUIIBI, TMOAXOABI MOJEKYISIPHO-TEHETHUYECKOTO
KapTUPOBaHUS TE€HOB M CPABHUTEJIBHOIO KAapPTUPOBAHUA TE€HOMOB OBLIU
anpoOUpOBaHbl U aJaTUPOBAaHbI JJIsl PEIICHUS 3a7a4 JIUCCEPTAMOHHOW padOTHI.
HayuHnbie pe3ynbTaThl MpU3HAHBI B MUPE, YTO MOATBEPXKIACHO MyOJUKAIUSIMHU B
BBICOKOPEUTUHTOBBIX MEXKIYyHApOAHBIX (B KBapTtuie Ql) U OTE4eCTBEHHBIX
Hay4HBIX XypHanax, pekoMeHnoBaHHbIX [lepeunem BAK. Ilomydyennbie B pamkax
JUCCEPTAIIMOHHON paboThl W ONMyOJUMKOBAHHBIE pE3YJIbTaThl HCCIEIOBAHUN
NPOIMTHPOBAHBI B BEIYIIMX MEXIyHApoaHbIX m3maHusx — Nature Plants, Plant
Cell, Plant Physiology u ap.

AnpoGauuss  padorbl. Pesymbrarel  paboThl  ObUIM  TPEJICTaBIICHBI  HA
MEXIYHAPOJHBIX M BCEPOCCHUUCKHX ChE3[laX, CHMIIO3UyMaX, KOHIpPeccax,
KoH(pepeHuax, B ToMm yucie: Bropom MexnyHnapoanom cummnosuyme «I eHomuka
reHeTHYEeCKuX pecypcoB pacteHui» (r. bomonws, Wramusa, 2010r.), Ilepsoii
MexnaynaponHoii koHdepeHiuu «l'eHeTMKa, TE€HOMHKA U OWOTEXHOJIOTHUS
pactenui» (r. HoBocubupck, Poccusi, 2010 r.), [larHannaroit MexayHapomaHOU
koHpepeHnun EBponeiickoro o0beauHeHns 1o reHetuke 3iakoB (EWAC)
(r. HoBu-Can, Cep6usi, 2011 r.), mexayHapoaHoit koHpepeHuu «I eHeTnueckue
pecypchl u reHomuka mmeHunb»  (r. HoBocubupck, Poccms, 2011r.),
EBpomnetlickom 3aceganuu no reHomuke pactenuit (r. CramOyn, Typrwus, 2011 r.),
Bropoiit Mexaynaponnoit koHpepeniuu «I eHeTnka, TeHOMHKA U OMOTEXHOJIOTHS
pactenuit»  (r. Upkyrck, Poccms, 2012r1.), Tperbeii  MeXTyHApOTHOU
Basunosckoit kondepenumnn «Wnem H.M. BaBunoBa B COBpeMEHHOM MHpE»
(r. Cankr-IletepOypr, Poccus, 2012 1.), Beepoccuiickoit HaydHOM KOH(PEPEHITHH C

MCXKAYHAPOJIHBIM YUYaCTHCM ((I/IHHOBaI_II/IOHHBIC HaIrpaBJICHUA COBpeMCHHOI\/’I
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dbusunonorun pacrennit» (r. Mocksa, Poccus, 2013 1.), JleBsToit MexayHapoaHoi
KOH(epeHIun o ononHpopmaTuke TCHOMHOU perymnsiuu u
CTPYKTypHOI/cucteMHou ouosnoruu (r. HoBocubupck, Poccus, 2014 r.), VI cbesne
BOI'uC (r. PoctoB-na-Zlony, Poccus, 2014 r.), Tperbeld MeXIyHApPOTHOU
kKoH(pepenuuu  «l'eHeTMKa, TEHOMHKAa UM  OWOTEXHOJOTUS  PACTCHUIN»
(r. HoBocubupck, Poccus, 2015 r.), [epsToit MexayHapoHOH KOH(MEPEHIMHU T10
OouonHpopMaTHKEe TEHOMHOW PETrYJSIIUH U CTPYKTYPHOW/CHCTEMHOW OHMONIOTHH
(r. HoBocubupck, Poccus, 2016 r.), MexnaynapoaHoi koHdepennuu «benseBckue
yreHus», mnocBameHHon 100-nmeturo akagemmka AH CCCP  JI.K. bensera
(r. HoBocubupck, Poccus, 2017 r.), Bropoii Bcepoccuiickoit koH(pepeHIUH C
MEXIYHAPOJHBIM ydacTueM «BBICOKONPOU3BOIUTENBHOE CEKBEHUPOBAHUE B
renomuke» (T. HoBocubupck, Poccus, 2017 r.), UerBeproit MexmyHapoaHOM
KoH(pepenuuu «I eHeTnka, TeHOMUKA U OMOTEXHOJIOTUS pacTeHui» (T. AMa-AThl,
Kasaxcran, 2017 r.).

Iyomukamuu. OOmee yucio padoT Mo TeMe AUCCEPTalMH, BKIIOYasi COOPHUKU
TpYyJ0B KOHEpeHIuH, cocTaBisieT 37, B TOM uucie 21 craTtbs B MEXITyHAPOIHBIX
U OTEYCCTBEHHBIX JXypHaax (M3 HuUX 17 craTeél B M3MaHUAX, PEKOMEHIOBAHHBIX
[lepeunem BAK PO).

CTpykTypa m 00beM auccepramum. {uccepramms uznnoxeHa Ha 293 cTrpaHuIax
MEYaTHOTO TEKCTa, comepkutT 16 Tabmui u 68 pucynkoB. COCTOUT U3 BBEACHUA,
o030pa JUTEpaTyphl, OINUCAHUS MaTEPHAIIOB M METOJIOB, pE3YyJIbTaTOB
UCCIICIOBAHMS M X OOCYKIEHUS, 3aKIIOYCHHS], BBIBOJOB, MPHJIOKEHUS U CITUCKA
UTHPOBAHHOW JUTEPATyphl, coaepxkaiiero 280 UCTOYHHUKOB.

JInuHbIi BKJIAJ aBTOpA.

ABTOpY TpPHUHAUIC)KUT TIOCTAHOBKA IENM W 3aJad HCCICAOBaHWsS, BBITIOJHCHHE
OCHOBHBIX JKCIIEPUMEHTOB, 00pabOTKa MaHHBIX, MHTEPIPETAIus U 0000IIcHHE
MOJIYYCHHBIX PE3YJIhTATOB. AHAIN3 PA3BUBAIOIINXCS COIBETHI C MCIIOJIH30BAHUEM
METOJIOB CBETOBOW U DJIEKTPOHHOW MHKPOCKOTHH, MOJEKYJISIpPHO-TeHETHYECKast
YacTh OKCIEPUMEHTAIbHONM paboThl W aHamu3 TIOJMYyYCHHBIX PE3yJIbTaTOB

BBIINIOJIHCHBI aBTOPOM CaMOCTOSATCIIBHO. KapTprIoume IMOMmyJIsIUK  TIIICHUIIBI
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OBLTM TOJyYeHbl B COTPYIHHMYECTBE ¢ Kojuteramu JlabopaTopuu XpOMOCOMHOMN
uxeHepun 3nakoB Ululm CO PAH x.6.n. JL.U. JlaiikoBoit u O.M. IlonoBoi.
Kaprupyromas nomymsiust pxxu noinydeHa 1.0.H. A.B. BoiinokoBeim (CaHKT-
[TerepOyprckuit  pumman HMOI'eH PAH, 1. Cankr-Ilerepoypr, Poccus).
buoundomaruueckas o0OpaboTka pPE3yIbTaTOB CEKBEHHUPOBAHMS
nocienopatenbHocTed [IHK B coctaBe BAC-kioHoB BhInoaHeHa j1-pom O. [1Iocon
(Dr. Au. Chosson, Institut National de la Recherche Agronomique (INRA)-
Université Blaise Pascal Unit¢ Mixte de Recherche-1095, Knepmon-®deppan,
Opannus). duddepennmanpraoe C-oKpalimBaHue XPOMOCOM OBLIO BBITOJHEHO
n.0.1. E. JI. bagaeoii, (MucTuTyT 0OmEeH reHernkn um. H.M. BaBmimoBa PAH
r. MockBa), FISH-ananu3 Bemmonnen k.0.H. WU.I'. Amonmnoii (MLuI' CO PAH
r. HoBocubupck).

baarogapuocTu. Beipaxkato riyookyro npusHaTenbHOCTh 1.0.H. JILA. Tlepmmnoi
(Uul" CO PAH) 3a 11eHHBIC COBETHI U PEKOMEHAAIIMN MPH TOATOTOBKE PYKOIIHUCH
JIVCCEPTALIMOHHON paboTHI. biaronapro Hay4YHOT'O KOHCYJIbTAHTa
n.0.H. ELA. Canuny 3a mnomollb B HalMCaHWUU JAUCCEPTAMOHHON palOOTHI.
Beipaxaro 6arogaprocts a-py I1. Maptuneky (Dr. P. Martinek), npo¢. Batana6s
(Prof. N. Watanabe) u 1.0.H. A.B. BoiiiiokoBy 3a npeaoCTaBICHUE YHUKATBLHOTO
pPacTUTENILHOTO MaTepuiia UCCIEA0OBAHUN U 3a MIJI0I0TBOPHOE COTPYAHUUYECTBO MPHU
W3YYEHUM MHOTOKOJIOCKOBBIX JIMHUM MIICHUIBI M PXXU. BbIpaxkaio TIIyOOKYIO
npusHarebHOCTh 1-py K. Canbcy (Dr. J. Salse) 3a momoiis U COTpYIHUYECTBO
MpU MPOBEJACHUHU MO3UIIMOHHOTO KJIOHUpPOBaHUs. Beipaxaro OiarogapHocTh 1.0.H.
E.Jl. banaeBoit u k.0.H N.I'. AqoHnuHO# 32 MOMOIIb B UCCIETOBAHUM KapUOTHUIIOB
M3y4aeMbIX JIMHUA TIICHUIBI. Bbpaxkaro TyOoKyr OjarogapHocTh 1.0.H.
JIL.. JlanikoBoii u O. M. ITonoBoii 3a NOMOIIb U COTPYAHUYECTBO HPH MOJIYYEHUN
THOPUIOB U KapTUPYIOMMX Nomyssiui mmenuibl. biaromapro A.A. Kpacuukosa,
corpynnauka llenTpansHoro cubupckoro 6oranmdeckoro cama (r. HoBocubupck),
3a TIOMOIbL W COTPYAHUYECTBO B H3YUYCHHHM Pa3BUTHUS COLBETUN 3JaKOB C
WCIIOJIb30BAaHUEM METOJI0OB MUKpockonuu. bmaromapro k.6.H. B.C. Kopams 3a

MOMOIIL B TMOJTOTOBKE WJUTIOCTPATUBHOTO MaTtepualia aucceprainuu. Beipaxkaro
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omaronapuocts K.W. Tlomosoit (HI'AY, r. HoBocubupck), O.A. Pomunoit u M. B.

baknanooii (Mul" CO PAH) 3a nomomp B NPOBEACHHH SKCIEPUMEHTOB.
brnarogapro 3a nomours u noanepxkky kosuier u3z Ulul' CO PAH — unen-kopp.
A.B. Kouerosa, n.6.1H. IO.JI. OpnoBa u k.6.H. O.I'. CunkoBy. bmaromapro 3a
MOMOIIb U MOJACPKKY BCEX COTPYAHUKOB JTA0OPATOPUU MOJIEKYJISIPHONW T€HETUKHU
U IIUTOTEHETUKH paCTEHUH U 1a00paTOpuu XPOMOCOMHOMN MH)KEHEPUH 3J1aKOB.

HccnenoBanusi BBIMONHSAINCH MPH (PUHAHCOBOM MOAJIEPKKE TpaHTa IO
MoOmIIbHOCTH yueHbIX oT [lemapramenta Hayku, Texnonorum u Kocmoca
[ToconnsctBa @paniuu B Poccun (2012) u rpantoB POOU (NeNe 10-04-01458-a,
12-04-00897-a, 13-04-90932, 15-04-05371-a; 18-04-00483-3).
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I'masa 1. OB30OP JIUTEPATYPBI

Otmen TOKPHITOCEMEHHBIX HWJIM I[BETKOBBIX PACTCHHMH BKJIIOYAIOT JIBa
OCHOBHBIX Kjacca: AByaoJbHble (0k0yio 275 000 BUI0OB) U OJHOAOJIbHBIE (OKOJIO
65 000 BuIOB) pacTeHMs, a Takxke HeOousbmue Takconel — Magnoliids (2500
Bu0B), Chloranthaceae (50 sugos) u Ceratophyllum (5 sugos) (Soltis et al., 2008).
I[To pesynbraTam (HUIOTCHETHUECKUX MCCIICAOBAHUI MOKPHITOCEMEHHBIC PACTCHHUS
BO3HUKJIM O0K0JO0 120 — 170 MUIUIMOHOB JIET Ha3a/l BO BPEMEHHOM MTPOMEKYTKE OT
MenoBoro nepuojaa o no3aHero tpuaca (Bell et al., 2005). ITepsbie nckomnaembie
pacTeHusi C TpHU3HAKAMH IOKPBITOCEMECHHBIX OBUTM OOHApPYXKEHBI B IUIACTAX
mesoBoro nepuoaa (Magallon, 2010).

Cpenu OMHOMOJBHBIX PACTEHHH CaMbIM MHOTOYHMCICHHBIM CEMEHCTBOM
sBasieTcs cemeiictBo opxumnbie Orchidaceae (Soltis et al.,, 2008), BropsiM Mo
YKCIY BHIOB CTOUT BaKHOE B XO3SHCTBCHHOM OTHOIICHHH CEMEHCTBO 3J1aKOB
Poaceae Barnh. (Gramineae Juss.), kotopoe Bkio4aeT 759 pomos, 11554 BumgoB
(Magallon, 2010). 3maku mpou3pacTaloT Ha BCEX KOHTHMHEHTAX 3€MHOTO Iapa u
COCTABJIAIOT 3HAYMTEIBHYI0 YaCcTh MHOTMX OHOIeH030B. K 3TOMYy ceMeHCTBY
NPUHAIICKAT TaKHe Ba)KHbIE CEIIbCKOXO3SAHMCTBEHHBIE KYIBTYphI, KakK IIICHHIIA
(Triticum L.), puc (Oriza L.), kykypy3a (Zea L.), sumenn (Hordeum L.), poxb
(Secale L.) (Ilpenes, 1976). Puc u xkykypy3a otHocsTcs k Tpubam Orizea Dum. u
Andropogoneae Dum., cootsetcBenno. Poasr Triticum L., Aegilops L., Secale L. u
Hordeum L. otHocsTcst k Tpube Triticeae, Bkiatouaromieit B 1enom Gosee 150
BUIOB PpAa3HOTO0 YPOBHS IUIOMIHOCTH, CpPEOH KOTOPBIX MSrKas IIIIECHHUIIA
T.aestivum L., tBepnas mmenumna T. turgidum L., ogHo3epusHka T. monococcum L.,
poxs Secale cereale L., sumens Hordeum vulgare L. — 3KOHOMHUYECKH BasKHBIE
xJieOHbIe 3epHOBBIE KyIbTyphI (L[Benes, 1976; Ortiz et al., 2008).

Pox Triticum emie B Hayaje MPOILIOrO CTOJIETUS OBLI pa3lieieH Ha TPU
OCHOBHBIC TPYIIBI: OJHO3EPHSIHKH, SMMEPHI W CIEIbTHI, Pa3IHYaAIONIMEcs II0
yrcay xpomocom (Schulz, 1913; Sakamura, 1918). beuio oOHapykeHO, 4TO

OJHO3CPHAHKHW — 3TO JUILIOHWABI C YHCJIOM XpOMOCOM Ha I[HHJIOHI[HBIﬁ resom 14
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(2n=14), ommepsl — Terpamionasl (2N =14), a CHEIBTHI  SIBISFOTCS
rexcarongamu (2n = 42) (Sakamura, 1918). LluToreHeTHYecKre HCCIEIOBaHUE
MOKAa3ajI, YTO MIICHUIBI UMEIOT YUCJIO0 XPOMOCOM Ha TaruIOWIHbI T€HOM paBHOE
Wi kparHoe cemu (y monumrowanbix mmenun) (Feldman et al., 1995). B
HACTOSIEEe BpEeMs MIICHUIIBI Pa3leNsai0T Ha JAWIUIOUJIHBbIC, TETPAIUIOUIHBIC U
rekcaruiouiabie (dopodees u ap., 1979; 'onuapos, 2012).

Msrkas win XxjaeOHas mmeHuna I1.aestivum L. (2n=6x =42) — onHa u3
HanOoJiee BaXXHBIX CEIbLCKOXO3SIMCTBEHHBIX KYJBTYp, BO3JelbiBaeTcs Ha 220
MUJUTMOHAX TEKTapoB, SBISAETCS OCHOBHBIM TMpoaykToMmM mnuTanus miaa 30%

HaceJIeHUs1 3eMHOro 1mapa, ooecrieunas 20% noTpediisieMbIX YeT0BEKOM KaJlopuid

(Shewry, 2009).

1.1. DBOJIIOIIUOHHAS UCTOPHS 3J1AKOB

PesynpTaThl  QUIOTEHETHYECKUX HCCIEOBAaHWUN W aHAIW3  JIaHHBIX
CEKBCHUPOBAHMS I'€HOMOB BBICITUX PACTCHUH, MOTyYeHHBIC 3a TTocnenaue 20 e,
MO3BOJIMJIA BBIJIBUHYTh THUIIOTE3Y O MPOUCXOXKICHUS OIHOJMOJBHBIX PACTCHUM,
COTJIaCHO KOTOpOM OHHM mpowu3ouuiu oT obmiero npenka (Most Recent Common
Ancestors, MRCA) (o0630op Pont, Salse, 2017). Kapuotun mpeamnoiaracMoro
npenka 31akoB (Ancestral Grass Karyotype, AGK) Obl1 mpencTaBiacH CEMBIO
JPEBHUMHU  XpOMOcOMaMH  (IIPOTOXpOMOCOMaMH),  cojaepkamumu 8 581
npotorenoB (Murat et al., 2014b).

OBOJIIONMST  OJHOJOJIBHBIX ~ PACTeHHM  CONMPOBOXJANIACh HECKOJIbLKUMH
payHIaMH JIYIUTMKAIUA WU TOJUIIOWIHU3AIlMd TeHOMOB. [lommrmmonau3anus
BO3HHMKAET B pE3yJibTaTe YyMHOXEHMUsI TMOJHOro Habopa xpomocom. Ilpu
YMHOXXEHUH OIHOTO M TOTO € TeHOMa OOpasyloTCs aBTOMOJMILIOWIBI, a TpU
oOBEMHEHNH B OJHOM SIApPE pa3HBIX TEHOMOB B PE3yJIbTaTe OTAAJICHHON
rudpuau3anuu GOPMUPYIOTCS ATUTOTIOIUTIIIONUIBI.

[TonmararoT, 4To B pe3ylbTaTe MAPEBHEr0 COOBITHS TETPAILIONIN3AINN

(masieoTeTpamIONAN3auK) MPeaKoBoro renoma (N = 7), mpousomeamniero 90 mix
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JIET Ha3a/d, ¥ MOCIEIYIONUX IBYX PEIHUMPOKHBIX TPAHCIOKAHUA cHOPMHUPOBAIICS
MPOMEKYTOUYHBIA KAPUOTHUIl MPEJIOIaraéMoro Mnpejika 3J1aKoB, COCTOAMUN u3 12
npotoxpoMocoM ¢ 16 464 mpororenamu (Murat et al., 2014b). CoBpemeHHbIC
TE€HOMBI 3JIaKOB UMEIOT 00ITee IPOUCXOXKIECHNE U MOTYT OBITh PEKOHCTPYHUPOBAHBI
Ha OCHOBEe cemMu (Ipe-TeTpalyionau3anusi) WM JBeHaauatu  (1ocT-
TETPaIUIONIU3alKsl) XPOMOCOM MPEIKOBOI0O KapUOTHUIIA.

3a mMKIaMU TOJUILIOWIU3AIUN ClieloBajia CTPYKTYPHO-(DYHKITMOHAIbHAS
JTUTUIOUIM3AlMsl TEHOMOB, B IMPOIIECCE KOTOPOM 1ieJible OJIOKU AYTUTMIUPOBAHHBIX
T€HOB OBUIM JCJETUPOBAHBI, MPOUCXOJWJI CANICHCHHT TEHOB, HaOJIOmaIach
aKTUBAIMST MOOMIIBHBIX T€HETUYECKUX DJIEMEHTOB, PEOpraHU3alus XPOMOCOM W,
Tak Ha3pIBaeMoe, cyoreHoMHoe gomunupoBanue (Levy, Feldman, 2002; Chen, Ni,
2006; Wang et al., 2005; Pont, Salse, 2017). CybOreHoMHOE JOMHUHUPOBaHHE
BBIPAKAJIOCh B COXPAHEHUU KOIUU F€HOB OJTHOTO U3 MPEIKOBBIX T€HOMOB (OJUH U3
TYTUTMIUPOBAHHBIX OJIOKOB T'€HOB), JIaJie€ 3T YYaCTKHU T'€HOMa OCTABAJIUCh MEHEe
¢dpakunonupoanubiMu (less fractionated, LF) win KoHCEpBaTUBHBIMH, B TO K€
BpeMsl MPOUCXOJWIa MaCCOBas MOTEpsl TEHHBIX KOMHM APYyroro mpeaKoBOIoO
reHoMa, YTO TPHUBOJIUIIO K TOSIBIEHUIO OoJsiee (pakIMOHUPOBAHHBIX (IMore
fractionated, MF) nim mnactuunbix yuyacTkoB renoma (Salse, 2016).

deHoMeH CyOreHOMHOTr0 JIOMUHUPOBAHUS ObLIT OOHAPYKEH U Y JBYAOJIbHBIX,
A. thaliana (Thomas et al., 2006), xtormuatauka (Renny-Byfield et al., 2015), u y
0JIHOTOJIbHBIX pacTenuii — 31akoB (Woodhouse et al., 2010; Schnable et al., 2012a,
Schnable et al., 2012b). Pasmuums wmexay tuiactuuabiMa (MF) u
koHcepBaTuBHbIMU (LF) paiioHaMu reHOMOB pacTeHUH 3aKII0YalOTCS HE TOJBKO B
pPa3IMYHOM YpPOBHE JCNEIUN WM COXPAaHHOCTH MPEAKOBBIX TeHOB, HO U (1) B
CMENICHNH  (PYHKIMOHAIBHOTO  penepryapa  IYIUIMIIMPOBAHHBIX  T'EHOB,
COXpaHMBIIMXCS B  Mapax  (majeoTeTpaiviouau3alius)  WIM  TpoMKax
(maneorekcaronau3anus), (2) B mpeoOJaaroIiel  SKCIPECCUM  I'€HOB,
npuHaaiexanmx LF-paitony mo cpaBuenuto ¢ MF-paiionom, (3) B Oosbmieit
4acToTe OJTHOHYKJICOTHIHBIX (SNP) u MHCEPIMOHHO-IEJICIIMOHHBIX

noyMophu3MoB TIacTUIHbIX MF-paiioHOB, (4) B HEOAMHAKOBOM pacIpeiesieHun
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MOOUJIBHBIX 3JIEMEHTOB, Hekoaupyoomux Manbix PHK u snurenernyeckux mMeTok
(Edger, Pires, 2009; Cheng et al., 2012, 2013; 2014; 2016a, 20166; Fang et al.,
2012). BcneactBue STUX CTPYKTYPHO-(PYHKIIMOHAIBHBIX HW3MEHEHUM TI'€HOMOB
MPOUCXO/WIA JUBEPTEHIIMS Ha HE3aBUCHUMBIC (IIIOTCHETHYECKUE BETBU, U
dbopmupoBanucs HoBbIe TakcoHbl (Wang et al., 2005; Salse, 2012). I'nObpuau3zarius
MEXTy TIPEICTABUTEIIIMUA TUBEPTUPOBABIINX TAKCOHOB PACTCHHIA C MOCIETYIOIIeH
DyTUTAKAITUEH TeHOMOB TIPUBO/IMIIA K MOSBJICHUIO HOBBIX MOJUIUIOUIOB.

VY npeacraBuTelnel mojaceMerictsa prcoBbie Oryzoideae coxXpaHuiIoCh YMCIIO
XPOMOCOM TIPEAIOJIaraeMoro MPOMEKYTOYHOTO mpenka 31akoB (N = 12). B xone
9BOJIIOI[MM TCHOM pHca MpeTepIies XpoMocoMHblie nepectpoiiku (Pont, Salse, 2012).
AHanm3 XpoMoCOMHOM jokanu3anuu 6osee 2000 qyrMIMpOBaHHBIX T€HOB pHrca
O. Sativa L. mokasain, 94To OCHOBHAsI 4acTh AYIUTUIIUPOBAHHBIX OJIOKOB XPOMOCOM
puca MMeeT OTHOCHUTEIHHO HEOOJBIIONW pa3Mep, YTO MpeArnoiaracT OobIIoe
YHCIIO0 TPAHCIOKAIUN, KOTOPBhIE TMPOM3ONLIH Toche Ayrnkaiuu reaoma (Goff et
al., 2002).

dopMHUpOBaHUE TMPEAKOBOIO TEHOMAa MPEACTaBUTENCH MoJceMencTBa
npocoBeie Panicoideae (n = 10) compoBOXAAIOCH CIUSHHEM ABYX XPOMOCOM
IpeanojiaraeMoro  IpoMexyrounoro mpeaka 3iaakoB (Pont, Salse, 2017).
CtpykTypa coBpeMeHHOro renoma copro Sorghum bicolor (L.) Moench cxonna ¢
npeaKoBbeIM TeHOMOM Panicoidea, a rerom kykypy3sl, Z. mays L. (n = 10) mpomren
yepe3 UK mojuruonan3anuu. Kykypysa SBISE€TCS IPEBHUM CETMEHTHBIM
amotetparioniom (Gaut, Doebley, 1997; Gaut, 2001), ee reHoM BO3HHUK B
pe3ynbTrare IyIUTMKanud 0a30BOro Habopa XpOMOCOM U TOCIETYIOITHX

TPaHCIOKAIMi 1 CusHUE XxpomocoM (Salse, 2012).

1.2. IlpoucxoxkaeHne u IBOJIONHMS MITKOMH mimeHubI T. aestivum L.

dopMupoBaHUE  MPEAKOBOrO  KapuoTuna mnoxacemeiictBa  Pooideae
(xpomocombr T1-T7) H3 HPOMEKYTOYHOTO TIPEIKOBOTO KAPHUOTHIIA 3JTAKOB
(xpomocombr  Al-Al2)  CONpOBOXAAIOCH  HECKOJBKMMH  XPOMOCOMHBIMH

CIIMSTHUSIMH ¥ TIPEIKOBBIN KapHOTHIT TPUOBI TritiCeae cocTost U3 ceMu XpOMOCOM:
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T1=A10+ A5 T2=A7+ A4, T3=A1 T4=A11+ A3, T5 = A9 + Al2, T6 =
A2, T7 = A8 + A6 (Salse, 2012; Pont, Salse, 2017). CoBpeMeHHBII T€HOM SYMECHS
H. vulgare coxpanui nepBoHaYaIbHOE YHCIO XpOMOCOM (N = 7) U KapUOTHII 3TOTO
BUJa B HACTOAINIEE BPEMS CUYUTAIOT PEPEPCHCHBIM B UCCIICOBAHHSIX TI0
cpaBHHTEIbHOUW TeHomuke Triticeae (Murat et al., 2014a). [uBeprenipus
NPEJKOBOrO TeHoMa Triticeae BciencTBUE JYIUIMKAIMKA — IIEJIOT0  TEHOMa
(UUTOTIONUTUIONIN3AIIMM) WM €r0  OTJACIBHBIX ~ CETMEHTOB,  KPYITHBIX
XPOMOCOMHBIX IIEPeCTpOEK MPHUBEIa K 00pa30BaHMIO HOBBIX TakcoHOB (Salse et al.,
2009; Abrouk et al., 2010; Pont et al., 2011).

Msirkas minenunia T. aestivum L. uMeeT CI0KHYIO 3BOTIOIMOHHYIO0 HCTOPHIO
¥ BO3HHUKJIA B pE3yJIbTATe JABYX IHUKIIOB aJUTONOHILIOnAn3anuu. 0.5 MITH JieT Ha3an
MPOM30IILTa THOPUIU3AIMS MEX/Ty TUIUTOMIHBIM BuaoM T. urartu Thum. ex Gandil.
(2n = 2x = 14; renom AA), TUKO OJHO3EPHSAHKOM, ¥ BUIOM (BHUIaMH) HanOoJjee
omuskum(u) coBpeMennomy Buay Aegilops speltoides Tausch (2n = 2x = 14; reHoM
SS), B pe3ynbTaTe 4ero BO3HHMK MPUPOAHBIA ayutoTeTparuion — Bu 1. dicoccoides
(Korn. ex Aschers. et Graebn.) Schweinf. (2n = 2x = 28; renom BBAA) (Feldman
et al., 1995; Huang et al., 2002; Salamini et al., 2002; Petersen et al., 2006).
Bropoit nukn ammononurmmionaunsauuu  npousomen 10000 ner Hazam u B
pe3yibTaTe CIIOHTAHHOW THOPHIN3AINKA MEKIY TETPAIUIOMIHBIM BUIOM IIICHHUIIBI
T. dicoccum (Schrank) Schuebl. (2n = 4x = 28; renom BBAA) u mumiongHeIM
BuzgoM Ae. tauschii Coss. (2n = 2x = 14; rerom DD) Bo3HUK ayutOTeKCAIIONTHBIH
BUJ — MsrKas mirenuia 1. aestivum L. (2n = 6x = 42; renom BBAADD) (Feldman
et al., 1995; Huang et al., 2002) (PucyHoxk 1.1).

PesynbraThl MHOTMX HCCIIEIOBAaHUM TOKa3zanu, 4ro cyOreHom A
9BOJIIOIMOHHO HauOosiee OM30K reHoMy Buaa T. urartu (o63op Rasheed et al.,
2018). M3yueHne HBOFOIMOHHONW AMHAMUKH MOOWIIBHBIX 3JICMEHTOB M MYTAIlHH
CYOr€HOMOB TIIICHHUIBI M OJM3KOPOACTBCHHBIX JUIUIOWIHBIX BHIOB OOHAPYIKHUIIO,
yto 71% wmyraumii npenkoBoro reHoma A (ancestor A, AncA) mepeuui B

coBpemenHbiii cyorenom A (EI Baidouri et al., 2017).
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[Ipenok reroma B ocTaercs HEM3BECTHBIM, TaK KaK JTUKOPACTYIIUE BUIBI C
BBICOKOM CTENEHbIO TOMOJIOTHH K cyOoreHoMmy B mienunsl Haiiiens! He Obutu. Ha
HACTOSIIIMM MOMEHT OCTaeTcsi He SICHBIM MOHO- WA MNOJU(PUIMTHYECKOE
npoucxoxxaenue umeer renom B. TlpemioskeHo aBe rumoressl: 1) cyiiecTBoBal
€MHCTBEHHBIN MpeoK reHoMa B, KOTOphIM SIBIISUICS BUJI T€HETUYECKU OJIM3KUN K
Ae. speltoides, 2) remom B mpoumsomen B pe3ynbrare THOpHIU3ALNN C
HECKOJbKIUMU HEU3BECTHBIMH IPEICTaBUTEIISIMH CEeKIIUU Sitopsis
(monmudueTnueckoe npoucxoxacHue) (003op Rasheed et al., 2018). ITo nanHBIM
El Baidouri ¢ coaBt. (2017) coBpemenHbIii cyorenom B ynacienosan Tonbpko 42%
MyTalii 0T TPEAKOoBOro TreHoMa AncB  OIM3KOpOJCTBEHHOTO TE€HOMY
Ae. speltoides. ABTOpBI MPEAMOIOKHUINA, YTO MPHUMHA HAWICHHBIX pa3TUUAN
MOXET OBITh CBSI3aHa HE CTOJBKO C TPOUCXOXKICHUEM, HO M C OOJIBIIUM
HAKOIUIEHUEM MYTAalUH.

Cyb6renomer A, B u D mnmeHunsl uMerT o0liee ITPOUCXOKICHUE.
CpaBHUTENBHBIN aHATU3 aCCEMOJIMPOBAHHBIX TEHOMOB MIICHUIIBl M JUTUIOWTHBIX
OJIM3KOPOACTBEHBIX BUOB TMOKa3aj, YTO JUBEpreHius reHoMmoB A u B ot o6iero
mpeaKa Tpou3onuia 7 MIIH. JIET Hazal, TO €CTh 3aJl0JIr0 JO BO3HHUKHOBEHUS
TeTparionHoro reHoma mmreHuisl (Marcussen et al., 2014). IpoucxoxacHue
redomMa D B HacTosmee BpeMs SBISCTCS MPEAMETOM IMHPOKOW JTUCKYCCHHU.
Marcussen c coaBt. (2014) Ha OCHOBE aHajaM3a acCeMOJMPOBAHHBIX TEHOMOB
MSATKOW TIICHHIIBI U IISITH TUTIOMIHBIX OJM3KOPOJCTBEHHBIX BHJIOB IMPEIIOKIIT
CIIEHApH TOMOIUIOMHOTO TPOUCXOXKIEHUsI reHoma D, KOTOphIil mpenmosaraer,
YTO 3TOT TEHOM TPOM3OIIET B pPE3yJlbTaTe TOMOIUIOUTHON THOpHUIU3AIUU C
npeakoBeiMiu A- U B-reHomamu ¢ coxpaHeHHEM Yy THOpHAA YHCIIa XPOMOCOM,
XapaKTepHOTO IS POAMTEabCKHX BHIOB. Li ¢ coaBt. (2015a, 2015b) mposenu
OIICHKY acCeMOJIMPOBAHHBIX SICPHBIX W XJIOPOILJIACTHBIX TCHOMOB TIICHHIIBI U
OJIM3KOPOJCTBEHHBIX TUILJIOMIHBIX BHJIOB, B PE3Y/IbTaTe YErO MPUILIH K BHIBOIY,
YTO TOMOIUIOMIHOE MPOUCXOXKJeHUE reHoma D Obuio Ooisiee CIIOXKHBIM, YeM
npeanoaranochk panee (Marcussen et al., 2014), u BkII04aa0 HECKOJIbKO PayHI0B

rUOpUIN3AIMH B Pa3HbIC TPOMEKYTKH BPEMEHH.
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Pucynok 1.1 — Cxemarndeckas auarpamma, u3oOpakaromias MPOUCXOXKICHUE T'eéHOMa MSTKou mineHunsl 1. aestivum (Mayer et al.,
2014)
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B ruGpuan3aiuy yaacTBOBaJIA HE TOJIBKO BUBI C TPEAKOBLIMU TeHOMaMu A
u B, HO 1 He3aBHCUMBIN TIpeok D-reHoma.

Takum oOpa3om, Msrkas mmeHura 1. aestivum sBiseTcss eCTeCTBEHHBIM
aiorekcariougioM, cyorenomet A, B u D kortoporo wumeror obiee
MPOUCXOXKJIEHUE U KO-dBOJIOLMOHUPOBAIA B COCTaBE €JAMHOIO TE€HOMa Ha
MPOTSHKEHUU JUTMTEIILHOTO TIEproJia BpeMeHu. Hapsimy ¢ KpyImHBIMU COOBITHUSIMU
AIIOTIONUIUIONIN3AallMM, B  MPOILIECCE  SBOJIOLMM  MIIEHUIIBI  [TPOU3OILIU
crienruUHbBIE IS 3TOr0 BHAA TPAHCIOKAIMU MEXIy XpomocoMamu 4A-5A u
4A-7B (El Baidouri et al., 2017).

®opMUpOBaHUE AJIOMOJUIUIOUTHOTO T'€HOMA MIIEHUIIBI COMPOBOXKIAJIOCH
cyoreroMubiM nomuHupoBanueM (Pont et al., 2013; El Baidouri et al., 2017).
CpaBHuTenbHbI aHanu3 nociegosatenbHocTeld JJHK puca, copro, Kykypyssl u
Brachypodium distachyon (L.) P.Beauv. mokasai, 4To reHOMHOE JOMHHHPOBAHHE
HaOIIOAAIOCH TIPU (POPMUPOBAHUH JPEBHETO 12-XPOMOCOMHOTO MPOMEKYTOUHOTO
KapuoTHIa, B pe3yJibTaTe Yero COBPEMEHHBIE 3JIaKH, BKIIIOYAsl MpeAcTaBUTENEH
Triticeae, ynacnenoBanu apesuue LF- u MF-610ku xpomocom (Pont, Salse, 2017).
[Tponecc popmupoBanus TerparuiongHoro (0.5 MIH JeT Ha3ad) U TeKCArUIOUTHOTO
(10000 ner Ha3zaa) TEeHOMOB IIICHUIIBI TAKXKE COMPOBOXKAAICS CYyOr€eHOMHBIM
JIOMUHUPOBAHKUEM, TPU KOTOPOM CyOTreHOM A CTall JOMUHUPYIOMUM (CTaOMIHHBIM,
KOHCEpPBAaTUBHBIM), a CyOreHoM B — BocnpuuMuuBBIM (CKJIIOHHBIM K HAKOIJIEHUIO
MyTaluii). BTopo#t ukI moJMIUIOUIU3aliy TIPUBEI K CBEXIOMUHUPOBAHUIO, MPU
KOTOPOM TEeTparuiouaHbIi reHoMm (cyoreHomsl A u B) ctanm BocnmpuuMuuBBIM, a
cyorenom D momunupyrommm (Pont et al., 2013; Pont, Salse, 2017; EI Baidouri et
al., 2017). B pe3ynbTaTe HECKOIBKUX MUKIOB aJTIONOJUILIONIU3AINH, KK 13
KOTOPBIX COMPOBOXAAICS CYOT€HOMHBIM JIOMUHHPOBAaHUEM, B COBPEMEHHOM
reHOME TIIEHUIIbI CPOPMHUPOBATUCH HAaNOOJIee CTAOMIbHBIE PAOHBI: XPOMOCOMBI
2DS, 2DL, 3D, 4D, 5DL, 6DS, 6DL u mamboinee miuactuuHble paiioHsl: 1B, 2B
(uentpomepa), SBS, 6B (uentpomepa), 7B (Pont, Salse, 2017).

Takum 00pa3oM, aUIONOJUIIONAM3AlMS UTpajla BaKHOE 3HAUYCHHUE B

3BOJ'IIOLIHOHHOI>1 HCTOPHUH 3JIaKOB. Hanuune HECKOJIbKUX 6J'II/13KOpOI[CTBeHHBIX
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CyOreHOMOB y aJUTOMOJIUILIONIOB CIIOCOOCTBYET COXPaHEHUIO (PYHKIIMOHAIBHOTO
COCTOSIHMSI T€HOMa B CIy4asX BO3HUKHOBEHMS KpPYIIHBIX XPOMOCOMHBIX

NEPECTPOCK, BILUIOTH A0 IIOTCPHU LCIIBIX XPOMOCOM.

1.3. OcoOeHHOCTH OPraHU3aIMU T€HOMOB 3JIAKOB

JIHK  sapepHoro reHoma pacTeHMl COCTOMT W3 YHHUKAJIbHBIX U
HU3KOKOIIMMHBIX  Kojgupyronux  nociaeposarensHocred  JIHK, a  takke
noptopsitomieiicas  JIHK, Bkimodas yMepeHO- H  BBICOKOIOBTOPSIOIIUECS
nocinenoBarenpbHoctT  (Heslop-Harrison,  Schmidt,  1998).  YmepenHo-
MOBTOPAIOIINECS MMOCIEA0BATEILHOCTH MOTYT BBIIOJHATH KOAUPYIOUIUE QYyHKIUN
(reubr pubocomansHoil PHK). Bricokonosropsitomasica JIHK, xak npaBuio, He
KOAMPYET OCJIKHM U Mpe/icTaBiIeHa B OCHOBHOM MOOUJIbHBIMU 3JIEMEHTaMHU.

OTnMYUTENHEHON OCOOEHHOCTBIO SAJIEPHOTO TE€HOMAa 3J1aKOB  SIBIIAETCS
BBICOKOE CoJIepKaHue (mo 90-95%) BBICOKO MOBTOPSOIINXCS
nocienoarensHocTert JIHK (Li et al.,, 2004; Paux et al.,, 2006). HauGomee
KPYIHBIM KJIAaCCOM TOBTOPSIIOUIMXCSI 3JIEMEHTOB y pacTteHuid sBisitotcss LTR-
pPETPOTPAHCIIO30HBI, OHH COCTABIIAIOT 0OJiee MOJIOBUHBI pa3Mepa UX TFeHOMOB. Y
MIIEHUIBI TPAaHCIIO30HaMu mpeacTasieHo ot 5 no 11% JIHK, Ha nono octanbHbIX
noBTopstomuxcs nocienopatrenbHocTedt JJHK npuxoaures oxono 30% (Paux et al.,
2006). IIpuuuHbI BHICOKOTO COAEPKAHUS MOBTOPSIONIMXCS MOCIEA0BATEILHOCTEN
JIHK pacTenmii 10 KOHIIA HE SICHBI, MOJIAral0T, YTO OHU WUTPAIOT BAXHYIO POJib B
NOJJIEP)KAHUHU CTPYKTYPbl XPOMOCOM, PACIIO3HABAHUM U PACXOXKIECHUU XPOMOCOM
BO BpEMs MHUTO3a M MEHO03a, BBIMOJHAIOT (DYHKIIMIO 3alIUThl TEIOMEPHBIX
yuacTkoB xpomocoM (Vershinin et al., 1995; Kubis et al., 1998, Sykorova et al.,
2003). OOnapyx)eHO, YTO BHJO00pa30BaHUE Yy PACTCHHUH COMPOBOXKIACTCS
OBICTPBIMU M3MEHEHUSIMU (DpakLMK MOBTOpsitoLMXCcs nocienosarensuocteit JJHK
(Flavell et al., 1979; Cuadrado, Jouve, 2002; Dvorak, 1998).

PazMep saepHOro reHoMa BBICIHIUX PACTEHUNW BapbUPYET B MIMPOKHUX

npeaenax: oT 119 maH (MwumoH map HykjiaeoTuaoB) g0 17 000 m.m.H (Salse,
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2012), mpu >TOM cpelHU pa3Mep reHOMa BBICIIMX PACTEHUN Yy OJHOJOJBHBIX
coctapimsier 10200 m.mH, a y AByAodabHbIX — 2 800 M.m.H. YHCIO TEHOB Yy
pacTeHMid BapbHpyeT B IMHPOKUX mpenenax: oT 19 000 mo 58 984 (Salse, 2012).
PazHuiia B pazmepe reHOMOB MPEKIE BCETO CBSI3aHA C PA3JIMYHBIM COJIEpKAHUEM
MOOWJIBHBIX 3JieMeHTOB. Tak, Hampumep, reHom A. thaliana, pasmep koroporo
coctaBimsger 119 M.mH. comepkuT 19% MOOUIBHBIX AJIEMEHTOB, a B TI'E€HOME
KyKypy3bl (2 365 m.i.H.) — 84% MoOunbpHbBIX 1emenToB (Salse, 2012). Pazmuuns B
pa3Mepe TE€HOMOB OJM3KOPOJICTBEHHBIX TAKCOHOB SIBJISIIOTCA — CJIEJICTBUEM
HBOJIIOIIMOHHBIX ~ COOBITUH, HAMpUMEp, TMOJUIUIOWIU3AINNA, TPU  KOTOPOH
MIPOUCXOIUT MYJIbTUIUIMKAIUS TIEJIBIX TEHOMOB WM aMIUTU(GUKAINKU OTASIbHBIX
nocienoatenbHocTet  JIHK.  Kpome Toro, wmexBumoBas rubpuauzaius
conpoBoxaanacek aenenusivu JTHK (Ma, Gustafson, 2008).

bonpiiol pazmep M CIOXHBIM COCTaB T€HOMOB 3JIaKOB IPEIACTABUTEICU
TpuObI Triticeae, CyIIECTBEHHO 3aTPYAHSUIM UX CEKBEHUPOBHHE. Tak, €Clu T€HOM
puca O. sativa, pasmep kotoporo coctaBisieT 450 M.I.H., ObLT «IpounTan» B 2005
rogy (International Rice Genome Sequencing Project, 2005), To mnepBbie
pe3yabTaThl YEPHOBOTO CEKBEHHPOBAHMS T€HOMa MIIEHUII MosiBUWIKMCH B 2012
rony (Brenchley et al., 2012). Pe3ynbTaThl MOJTHOTE€HOMHOTO CEKBEHHPOBAHUS
MSATKOM TIIEHUIIBI, ONpeiesieHre pedepPEeHCHBIX MOCIEI0BaTEILHOCTENH XPOMOCOM
NIIeHUITBI ObH TTosTy4eHbl ToTbKO B 2017 romy (IWGSC Reference Sequence v1.0,
http://www.wheatgenome.org/).

OtcytcTBHEe pedepeHCHOTO Te€HOMAa TIIEHUIIBI CYIECTBEHHO 3aTPYIHSIIO
BBIJICJICHHE T€HOB M W3YYCHUE T€HETUYECKUX MEXaHU3MOB, JICXKAIIUX B OCHOBE
dbopmupoBaHus (HEHOTUITHMYECKUX MPU3HAKOB MATKOHN mimeHuIbl. K gucmy Takmx
MPU3HAKOB OTHOCSTCS KA4YECTBEHHbIE U KOJUYECTBEHHBIC XapaKTEPUCTUKHU
COI[BETUsSI  TIIEHHUIIbI, KOJIOCA, KOTOpbI€ HEMOCPEJACTBEHHO CBSI3aHBI C

MPOJYKTUBHOCTBIO 3TOW IKOHOMUYECKU 3HAYMMOU 3€pHOBOU KYJIbTYPBI.
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1.4. CTpoeHue nBEeTKA 1 COLBETHS 3J1aKOB

IBeTok ABJIACTCS BAKHEMIIIEN pENpOLyKTUBHBIM OpraHoM
MOKPBITOCEMEHHBIX PACTEHHM, HEMOCPEICTBEHHO CBSI3aHHBIM C MpPOLECcCaMU
OTIBIJICHUS, OTUJIOJIOTBOPECHUSI W PA3BUTHS 3apobiiia, (OPpMUpPOBAHUEM CEMSIH U
w100B. M3yueHne MexaHU3MOB, JIEKAIIUX B OCHOBE Pa3BUTHUSA U POCTA LIBETKA U
COIBETHS — BakHas (yHIaMEHTaJlbHas MpoOsieMa COBPEMEHHOW OWOJIOTMH U
TCHETUKU Pa3BUTHS PACTCHUM, UMEIOIIAsi OYCBUIHYIO IPAKTUICCKYIO BaXKHOCTD.

['maBHasi 0COOEHHOCTH LIBETKA 3JIAKOB — €r0 MPUCIOCOOJIEHUE K OMBUICHUIO
BETPOM, BBIpaXKArOIIeeCcs B PEAYKIIMU OKOJOIBETHUKA, (DOPMHPOBAHUU KPYITHBIX
NBUIBHUKOB,  BBIPA0OTKE  OOJBIIOTO  KOJWYECTBA  MbUIBIBL. Y  MHOIHX
NpeACTaBUTENICH 371aKOB MMEIOTCS 000EMNoJIble LIBETKH, HO BCTPEUYAETCS HEMAso
BUJIOB U POJIOB C Pa3/EIbHOMOJBIMU IIBETKAMU, KOTOPHIE MOTYT HaXOJIUTHCS B
npenaesnax OJHOTO KOJIOCKA, COLBETHS WM PAaCTE€HHUS, a TaKKe COLBETUN Pa3HBIX
pacTeHuil (IBYJOMHOCTE), Hanmpumep, y BuaoB Festuca sect. Leucopoa (IIgernes,
1976).

['mHenieil  (COBOKYNMHOCTh  IJIOJIOJIMCTHKOB/TIECTUKOB — I[BETKA)  3JIaKOB
OJTHOTUIOJIOJIUCTUKOBBIA € JIBYMSA-TPEMSI TEPUCTHIMH PBUIBIIEBEIMU  BETBSIMH,
WHOT/Ia CPACTAIOIIMMHUCS 10 BCe JTMHE, ¢ oJHUM ceMszadaTkoM (LIBenes, 1976).

Y OONBIIMHCTBA COBPEMCHHBIX 3J1aKOB HMEETCS TpPU THIYMHKH, HO
BCTPEYAIOTCS HEKOTOphbie pojabl ¢ 1-2 ThrumHkamu, Hanpumep, Cinna L. (oaHa
teiunHKa), Diandrochloa de Winter (nBe Thriumukm). OOmmiA MpeIoK 3JIaKOBBIX
UMeJ, MO-BUAUMOMY, 6 TBIYMHOK, PACIOJIOKEHHBIX B JBa Kpyra. Takoe YHCIIO
THIYMHOK COXPAaHWJIOCh B HACTOSIIEE BpeMs y OOJBITMHCTBA 0aMOYKOB, MHOTHX
npencraButenieid TpuObl Orizeae. B pesysnbrate BTOPUYHOTO BETBJICHUS IECTH
TBIYMHOYHBIX HUTEH y mpezacraButened pomxa Ochlandra Thwait. (Tponuueckux
0amMOykoB) MoxeT gopmupoBaThes 10 120 ThiunHOK. CpacTasch MeXIy COOOM,
THIYMHOYHBIC HUTU MOTYT 00pa3oBbIBaTh TPYyOKy, kak y O0amOykoB Gigantochloa

Kurz. (Llseses, 1976).
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[lBeTkn  37aKOB  comepkaT  HeOoybIIMe  OECIIBETHBIE  YENIYHKH,
pPacroJIOKCHHBIC MEXIy NbUIbHUKAMH W IBETKOBBIMH YEIIYSIMU, — I[BETKOBBIC
TIeHKW wid Joaukyisl (o1at. lodicula). Yucno u Mmopdomornyeckue ocoOCHHOCTH
dogukyn  (hopma, HamuuMe M CTPOCHHE TPUXOM U Jp.) SBISAIOTCA
CHUCTEMAaTUYECKUM MPU3HAKOM M XapaKTEPU3YIOT HE TOJILKO OTIEIbHBIE POJIbI, HO
U 1enble TpuObl. [[BeTkM 371aKk0B 0OBIYHO COAEpXkAT MO ABE, PEXKE TPU JOIUKYIIBL.
Brmmonnasiembie  nogukynamMu  QyHKIIMH pa3HOOOpPa3HBl M OMPEACISIIOTCS HX
CTPOCHUEM: 3alllMTa IIBETKa OT MEXAHMYECKUX TMOBPEKICHUN, HAKOIICHHUE
MUTATEIHHBIX BEIIECTB JJII PA3BUTHS 36PHOBKH, pa3JABUTAHUE I[BETKOBBIX YEIIyi
Bo Bpems usereHus (L[BeneB, 1976). V mnmeHunbsl uMeercs mnapa JIOAHUKYI,
OCHOBHasi (DYHKIIMS KOTOPBIX 3aKJIIOYACTCS B Pa3JBUTAaHUU IIBETKOBBIX YEIIyH
(Hdopodees u mp., 1979).

XapaktepHasi 0COOCHHOCTb LIBETKA 3JIaKOB — HAJIMYUE Mapbl YEHTYEBUIHBIX
MPUIIBETHBIX JUCTHEB (OpaKTeii), KOTOPhIC 3aKPBIBAIOT PENPOAYKTUBHBIC OPTaHbI
[[BETKa M Ha3bIBaroTCs BepxHsst (palea) m ks (lemma) nperkoBbie yernyu. B
TO BpE€M Kak MpPUpOJIa BEPHEH IBETKOBOW YEIIyH HE BIIOJHE $ICHA, HMKHIOIO
YENIyl0 CYUTAIOT BUJIOM3MEHEHHBIM KPOIOIIUM JINCTOM, MPU ATOM CaMa HUKHSS
[BETKOBAs Yellysl TOMOJIOTUYHA JJUCTOBOMY BJIarajuily, a OCThb, OTXOASIIAs OT ee
BEPXYILLUKH, — JINCTOBOM IUIACTUHKE. Ha BEepXHEN LBETKOBOW Yeunlye OTCYTCTBYIOT
KaKue-J100 MPHUIATKH B BUJIE OCTEH. Y MHOTHX POJIOB 3J1aKOB BEPXHUE I[BETKOBBIC
Yellyd HMMEIT BHJ OY€Hb MEJKUX 4YellyeK O0e€3 KWIOK WIH TOJHOCTBIO
penyLnupOBaHbl, KaK, HanpuMep, y psaaa Buaos Agrostis (L{semnes, 1976).

VY npencraButenelr cemelictBa 3makoB (Poaceae) mBeTku coOpaHBI B
couBetus. CouBeTusi BCeX 37AKOBBIX, 3a HCKIIYEHUEM OJIHOW pPaHo
JMBEprUpoOBaBIcii BeTBH, mojacemeiictBa Anomochlooideae, xapakrtepusyroTcs
oO1ell 4epTol — LBETKM Pa3BUBAIOTCS B COCTaBE OIPEACIIEHHON CTPYKTYphI —
kojocka. H.H. IlgeneB (1976) onpenensin KOJIOCOK, KaK 3JIEMEHTAPHOE COILIBETHE
3]IaKOBBIX, 4 B COBPEMEHHOM aHTJIOSI3BIYHON JIUTEpaType KOJIOCOK OOBIYHO
paccMaTpuBalOT Kak YKOPOUYEHHYIO/PeAyLMPOBAaHHYIO BETOUKY, IPU 3TOM TEPMHH

“spikelet” obo3navaeT MunuaTiOpHbINA Kostoc (Malcomber et al., 2006).
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Konocok nmeeT cxoaHoe cTpoeHre U 00IIKe YepThl pa3BUTHS Y BCEX 3JIaKOB.
B cocraB konocka OOJNBIIMHCTBA 371aKOB BXOST I[BETKH, COCTOSINUE W3 3aBsi3H,
IBUIBHUKOB, JIOJUKYJ, I[BETKOBBIX YEIIyH, KOTOPHIC 3aKJIIOYEHBI B KOJOCKOBBIC
gerryr. MHOTOIIBETKOBBIM KOJOCOK COCTOMT H3 ocu Kkonocka (rachilla), na
KOTOPOI IMOOYepesHO IBYMS DSIaMHU PACIOJIOKEHBI I[BETKH, 3aKJIIOYCHHbBIE B
[[BETKOBBIC UEIIYyH, a Y OCHOBaHHUsS KOJIOCKAa pacrojaraerca mnapa OpaxTei
(4enryeBUIHBIX PUIBETHBIX JIUCTHEB), HE UMCIOIINX IIBETKOB, BEPXHSSA U HUKHSS
KosockoBble verryn (glumae). Pazmep KOIOCKOBBIX Uellyid 371aKOB BapbHPYET OT
OUYEeHb KPYITHBIX, OXBATHIBAIOIINX BECh KOJOCOK, 10 MEJIKHX WM JIAXKe IMOJIHOCTHIO
peIylUpOBaHHBIX. B MHOTOIIBETKOBBIX KOJIOCKAaX OHH YacTO CXOJHBI IO CTPOCHHIO
C HIWKHUMHM 1BeTKoBbIMH demysiMu (LIBenes, 1976). O6oOmieHHass cxema

CTPOEHHUS KOJIOCKA 3JIaKOB IpecTaBiaeHa Ha Pucynke 1.2.

HKY

HK

Pucynok 1.2 — CxemaTudyeckoe H300paKEHHE MHOTOI[BETKOBOTO KOJIOCKA 3JIaKOB.
BKY - BepxHsaa konockoBas yemys; Jlo — momukynsl; BIIBY — BepxHsAs LBeTKOBas
yenrysi; 3aB — 3aBsi3b ¢ pbuiblieBbIMU BeTBIMHU; HK — HOXka konocka; HKY — HuxHss
kojockoBas uemrysi; HIIBY — HmwkHss niBeTkoBas uentys; OBIT — ock GokoBoro moobera,
Hecymiero 11BeTok; OK — ock konocka; Ty — TerunHku (L{Benes, 1976)

VY npencraButenei noacemeiictea Anomochlooideae konocka, kak TakoBoro,
HET, HO €CTh €ro «IKBUBAJICHT», JHIICHHBIA KOJOCKOBBIX M IBETKOBBIX YEIIyil

(Clark, Judziewicz, 1996) (Pucynox 1.3). IlomcemeiictBo Pharoideae — camas
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paHHssI HBOJIIOLIMOHHAs BETBb, Yy KOTOpoll HabmogaeTcss (GopMUpOBaHUE

tunnyHoro konocka (Malcomber et al., 2006).

Triticum

aestivum  Brachypodium Sorghum

distachyon ~ Oryza ~ Setariasp.  bicolor Anomochlooideae

Hordeum vulgare Zea mays
sativa

Bristl
risties Paired

Distichous phylotaxy

Spikelet

Suppressed Bract

Pucynox 1.3 — QunoreHus 37makoB ¢ 00O3HAYECHHEM OCHOBHBIX MOP(OIOTHYECKHX
npeoOpa3oBanuii (0003HAYCHBI KPaCHBIMU TOYKAaMH): Cylpeccuu Opakrteit (suppressed
bract), dbopmupoBanus konocka (spikelet), oOpasoBanus mapHBIX KOJIOCKOB (paired
spikelets), merunok (bristles), dopmupoBaHus ABYPSAAHOIO PACIOIOKCHHS KOJOCKOB B
couseruu (distichous phylotaxy) (Bommert, Whipple, 2017)

Uucno 1BETKOB B KOJOCKE 371akoB BapbupyeT oT 1 no 10 (uHorma nmo 30).
H.H. IIBeneB (1976) paccmarpuBan OJHOIIBETKOBBIE W JIBYLIBETKOBbIE KOJOCKU B
KaueCTBE PEAYKIIMH TEPBUYHBIX MHOTOIIBETKOBBIX KOJIOCKOB, TIOjiarasi, 4YTO
HBOJIIOIMS KOJIOCKOB 1UIA MO IMyTH YMEHBIIECHUS YUCIa [IBETKOB, HO CAMU KOJIOCKU
o0pa30oBBIBAIIN CIIOKHBIE conBetns. Malcomber ¢ coart. (2006) coobrmraer, 4To
MOSIBJIECHUE MHOT'OLIBETKOBOTO KOJIOCKA Y 3JIAKOB IPOUCXOJUT IOCJE OTAEICHUs
IBOJTIONIMOHHOM BeTBH Pharoideae.

Takum 00pazoM, KOJIOCOK MPEJCTaBIsAET COOOM IIEeMEHTapHOE COILBETHE B
COCTAaBE CJIOKHOT'O COLBETHSI 3JIAKOB.

CornBeTrsi HEMHOTOUYHUCIICHHBIX TPEICTABUTENIEH 371aKOB (HAampuMep, pojaa
Lygeum) mpeAcTaBIe€HO €IUHCTBEHHBIM TEPMHUHAJIBHBIM  (BEPXYIICYHBIM)

KOJIOCKOM, Y OOJIBIIMHCTBA JKE Hpe,Z[CTaBHTeJIefI 3JIaKOBBIX COLBETUEC NMECT Oounece
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CIOXHOE cTpoeHHue. [[nmMHa U OCOOEHHOCTH CTPOEHHS TJIaBHOW OCH COLBETHS,
CTENEHb  BETBJICHUS, PpACIOJIOKEHHE U pa3BUTHE  OOKOBBIX  BETOYEK,
00ycnaBIUBalOT 00JIBIIIOE pa3HOOOpa3re B CTPOCHUHU COIBETHH 371aKOB.

B kmaccuueckoil TaKCOHOMHYECKOW JIMTEPAType KOJOCOK OBLIO MPHUHSITO
paccMaTpuBaTh B KAaueCTBE aHAJora IBETKAa, KaK TEPMUHAIBHOW CTPYKTYpHI
0okoBoit ocu couerus (Malcomber et al., 2006), Ha ocHOBeE 4ero colBeTHs 371aKOB
ObUIM pa3ziesieHbl Ha CIIETYIOIINE THIIBL:

1. Komoc — comBerMe, y KOTOPOrO  KOJIOCKM  pacrojiararoTcs

HEIOCPEICTBEHHO Ha OCH KOJIOCOBOI'O CTEP’KHA (CHASYME KOJOCKH), KaK y

MIICHULBI, PKU U STUMEHS, TIPH 3TOM, €CJIH KOJIOCKH OJHOLIBETKOBBIE, KOJIOC

SBJISIETCS] MPOCTBIM, €CJTU 7K€ KOJIOCKH MHOTOLIBETKOBBIE — CIOKHBIM;

2. Merenka mnpeacTaBiser co0OM pa3BETBIEHHOE COIBETHE, KOJOCKH

KOTOPOTO Pa3BUBAIOTCA Ha OOKOBBIX OCSX (BETOYKAX) pa3HOro MOpsaKa.

Merenka BcTpeyaeTcsi y OOJIBIIMHCTBA MPEICTABUTENEH 3J1aKOB, BKIIIOYAS

pHC, OBCBI, COPro, Npoco. Yucno, MIMHA U PACIOJI0KEHHE BETOUYEK MOXKET

BapbUpOBaTh, U METEIKA MOXET OBITh T'YCTON WM PEIKOW, CKAaTOW WM

packuaucTtol. Ecnu BeTOUKM METENKM MHOTOYMUCICHHBI W KOPOTKH, TO

(dbopmMHpyeTCsl KOTOCOBUIHAS METENKA;

3. Kucte (Mam KUCTEBUIHAS METENKA) — COLBETHE, KOJIOCKH KOTOPOTO

pacrojyioKeHbl Ha TJAaBHOM OCHM Ha HOXKax (cTebenpkax), MpUMEpOM

KUCTEBUJHOW METEJIKM MOKET CIY)KUTh COLIBETHE Mpe/ICTaBUTENIed pona

Brachypodium P. Beauv. (kopOoTKOHOXKKa).

Kpome Toro, y 3makoB (Hampumep, MpeACcTaBUTENCH POIOB COPrOBBIX, MPOCOBBIX)
BCTPEYAIOTCS CMEIIAHHBIE THUIBl COLBETHH, Y KOTOPBIX CIIOXHBIE KOJOCHS
coOpansI B myuku unu metenku (L{senes, 1976).

CouBerne 371aKOB MOXKET ObITb, KAK TEPMUHAJIBHBIM (UM BEPXYIICYHBIM),
TaK ¥ aKCHAJIbHBIM, (POPMHUPOBATHCS B Mazyxax JMCTA. Y OOJIBIIMHCTBA 3JaKOB
MOp(}OJIOTHsT TEPMUHAIBHOTO U aKCHUAIbHBIX COIBETHI OJMHAKOBA, UCKIIOUYECHUE
COCTABJIAIOT IpeacTaBuTen TpuObl Andropogoneae (Kykypysa, COpro, caxapHbIi

TPOCTHHK), aKCHAJIbHBIC COIBETHS KOTOPBHIX MeHee paserBicHbl (Malcomber et
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al., 2006). HawmbGonee 53TO BBIpAXEHO HA COMBETHSIX KyKypy3bl Z.mays,
TEPMUHAIBHOE COLIBETUE KOTOPOM, METEJIKa, pa3BETBICHO, a aKCHAJIbHOE COILIBETHUE,
MOYaTOK (KOJIOCOBUJIHOE COLIBETHE C YTOJIIEHHOM OChIO), HE Pa3BETBIICHO.

Comnperrne npencraButeneii TpuObl Triticeae, k KOTOPOMY OTHOCSITCS TaKHe
Ba)KHbIE 3€pPHOBBIE KYJIbTYPhI KaK IMILIEHUIIA, SYMEHb U POXKb, MPEACTABISIET COOOM
KOJIOC M1 B HOPME HE Pa3BETBJICHO; KOJOCKH PAaCIOJI0KEHbl HEMOCPEACTBEHHO Ha
IJIAaBHOM OCH KO0JIOCA, HA YCTYIIaX KOJIOCOBOI'O CTEPKHS. Y TE€KCAIUIOUTHOW MSATKOU
mmreHunbl T. aestivum (BBAADD) poct riaaBHOM ocH K0jI0ca JETEPMUHHPOBAH U
3aKaHYUBaeTCA (POPMUPOBAHUEM BEPXYIICUHOTO (TEPMHUHAIBHOTO KOJIOCKA), Y
JUTUIOWTHON TIISHHWIBI . MONOcoccum (AA) TepMHUHAIBHBIA KOJOCOK JHOO
pyauMeHTapeH, ubo orcyrcTByet (Bonnet, 1936). B otiuure oT NIeHUIbI, poCcT
ocu kosioca ssiumens H. vulgare He neTepMHUHHPOBAH M KOJIOC SYMEHS HE MMECT
BEPXYIIIEYHOr0/TepMUHAIBHOTO Kosiocka (Bonnet, 1936).

Uucno natepalibHbIX CHASYMX KOJOCKOB Ha YCTYIE€ KOJOCOBOTO CTEPIKHS
MOKET pa3IuyaTbCs U SABJISACTCS BAXKHOM TAaKCOHOMHYECKOW XapaKTEPUCTUKOU
(Muramatsu, 2009; Sakuma et al., 2011). OHo MOXeET ObITh (PUKCHPOBAHHBIM, HJIH
BapeupoBaTh (Muramatsu, 2009). Tak, y mieHUIIbI U P>KA Ha yCTyIaxX KOJIOCOBOTO
CTEp>KHSI pacrojiaraeTcs Mo OJHOMY CHUJISTUEMY KOJIOCKY, a y SUMEHs MO0 OJ1H
KOJIOCOK (ABYpAIHBINA KoJioC), JHOO TpU KOJIOCKA (IIECTUPSAIHBIN KOJOC).
HedukcupoBanHoe 4nCIIO KOJOCKOB Ha ycTyne (GopMupyercs y mpeacTaBuTeNen

pona Elymus L. (Muramatsu, 2009).

1.4.1. Mopdosornueckas XapaKTepUCTHKAa COLBETHS MNIHEHUUbI (Pox

Triticum L.)

ComBeTrst BUIOB MIICHUIIBI poja Triticum L. SBISOTCS TePMUHAIBHBIMU H
dbopmupyroTcs B BepxHel yactu ctebis. KonocoBoi crepkeHn aiauHou 3—15 cm
COCTOUT W3 YJICHUKOB, B BEPXHEH YACTH Ka)JOT0 M3 KOTOPHIX PACIOJIOKEHO IO
OJIHOMY CHJISYEMY KOJIOCKY, KOJIOCKM PacCIOJIOKE€Hbl JBYMS TPaBUILHBIMU

MPOJOJIBHBIMUA ~ psiiaMu, (GOPMUPYS JBYPSIAHBIA KoJIOC. KOJTOCOK TIIEHUITHI
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MHOTOIIBETKOBBII U colepxkuT 2—4 (A0 7) 1BeTKa, pacHoJIOKEHHbIE Ha OCHU
KoJiocka. [[BeTkn B BepxHEH (IMCTATIBHOW) YAacCTH KOJIOCKA HE pPa3BUBAIOTCS
MOJTHOCTBIO /WA CTEPUIbHBI, U3 2—4 (110 7) IIBETKOB IUIOAYIIUMU SIBJISIFOTCS 1-3
(o 4). Konmocok nMeeT JBe KOJIOCKOBBIX UellyH (MCKIIFoUeHre — B 1. jJakubzineri
Udacz. et Schachm., y xoToporo dbopmMupyercst 4 KOJOCKOBBIX YELIyH) IIUHONW 9—
17 MM, peako (y T. polonicum) mmuuHON 25-32 MM, BBIIOJHSIONIUE 3alUTHBIC
byHkun. Mexay KOJOCKOBBIMM YEHIYySMH Ha OCH KOJIOCKA pPaclOJIOXKEHBI
oOoenoJibie 1BeTKHU. Kaxaplii IBETOK MPUKPHIT U 3aIUIIEH IBETKOBBIMU YELTYSIMHU
— Hapy)KHOU (HM)KHEW) M BHYTpeHHEH (BepxHell). HapykHble IBETKOBbIE YElIyH
amuHoi 7-17 MM (pexe 15-20 mm y T. polonicum L.) HecyT ocTh y OCTHUCTBIX
dbopM WM OCTEBUIHBIN MPUAATOK Y 0e30CThiX (opM. BHyTpeHHUE yenryn 0ObIYHO
HECKOJIBKO KOpOdY€ HapyKHbIX. Mexay Hapy)KHOW M BHYTPEHHEH 4YeEllysMU
pacoyIoKEHbl TEHEPATHBHBIE OpPraHbl LIBETKA — 3aBsi3b U TPU THIYMHKU. Y
OCHOBAHMSI 3aBS3U HAXOIATCS JBE OECLBETHBIC IMJICHOUYKH (JIOIUKYJIIbI), KOTOPbHIE
npu LBETeHUWU HaOyXawT, crnocoOcTBYs OTKpbiBaHuio 1BeTka (L[Benes, 1976;
Hopodees u ap., 1979).

[Tmennnia — caMOOMBUISIONIEECS] PACTEHUE, OJHAKO OHA HE SBIAETCA
OOJIMTaTHBIM CaMOOIBUIMTENIEM M Yy HEEe MOXKET HaOMIoAaTbhCcs MEepeKpECTHOE
ONmbUIEHWE TMpu TMomolu Berpa. Ilnoxg — 3epHOBKa, He cpacraromasics ¢
[[BETKOBBIMHU YCIIySIMH y TOJ03epHBIX (hopM (Hampumep, T. turgidum L.) wmm
cpacraroliascs — y mieH4arbix hopm (Hanpumep, T. dicoccoides). Bupl mieHHUIIbI
pa3HOro ypOBHS IUIOMIHOCTU Pa3IMYarOTCsl YUCIOM 3€pHOBOK B KoJIoCKe. Tak,
JTUIUIOUAHBIE BUABl TMIICHWUIBI COJAEp’KaT IO OAHOW 3EpHOBKE B KOJIOCKE,
TeTparionaHble mo 2 (peako 3), a rekcaroannsie — 4 (peako 5—6) (I{senes, 1976;

Hopodees u ap., 1979; Shitsukawa et al., 2009).

1.4.2. MHOT0OK0/710cKOBbI€¢ (POPMBI MILICHULBI

[IpakTrueckn BCe BHUABI MIIEHULIBI UMEIOT MPOCTOUM Kojoc. MckitoueHnem

SBISICTCS ~ TeTpaluloWgHas  mmieHuna TydHas 1. turgidum  (BBAA).
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BerBucrokonoceie gopmer T. turgidum wuseectabl okosio 2000 ser, ITnwawmid
Crapmmii ymoMuHaII UX TI0JT Ha3BaHWEM ramosum u centigranum (23-79 rr. H.3.)
(dopodeer u ap., 1979). 3a 10aryr0 HCTOPUIO CYIIIECTBOBAHUS BETBUCTHIE (POPMBI
NIICHUIBl TYYHOH TIOJYYWJIM MHOXECTBO pa3NMYHBIX Ha3BaHwii: ‘“‘Miracle”,
“Mummy”’, “Egyptian”, “Seven-headed” u np. (Dahlgren, 1922; Topodees u ap.,
1979). B 18-m Beke K. JluHHeH BBIAEIHMI BETBHCTOKOJIOCYIO IIIICHHIY B
oTAenpHBIA Bua T. compositum (Hdopodee u np., 1979). B nanpHelimem
CHCTEMAaTHKH pacCMaTpUBAJIM ¢ Kak ocoOyro rpymmy Buaa 1. turgidum wiam ero
BETBHCTOKOJIOCHIE Pa3HOBUIHOCTH. B HacTosiIiee BpeMs BETBUCTOKOJIOCHIE (POPMBI
BBIJICNICHBI B rpymmy 1. turgidum convar. comositum (L.f) A. Filat., xoropas
BKJIFOUYAET B ce0s 0KOJI0 JABajanatu pasHoBuaHocTel (Jlopodees u ap., 1979). Bee
3TH BETBUCTOKOJIOChIE (opmbr T. turgidum wmmeror oOmmii deHoTun Kooca:
JIOTIOJITHUTENIbHBIE KOJIOCKM pa3BUBAIOTCSI HAa OOKOBBIX OCSIX («BETOYKAX))
KOJIOCKOBOTO CTEpXHS W HEMOCPEACTBEHHO Ha YCTYMaxX KOJIOCOBOTO CTEPIKHI.
Komoc takoro tuma nomxy4un Ha3BaHUE TyPTUHOTO.

Percival (1921) maer nerajbpHOE OINMCAHUE KOJOCA TYPTHIHOTO THIIA B
monorpaduu ‘“The wheat plant”: BepxHss 9acTh KoJOCa HOPMAaIbHOIO THIIA C
CIMHUYHBIMA KOJIOCKAMH Ha YCTYyNax KOJOCOBOTO CTEPXKHS, Ha HECKOJIbKHX
HIDKHUX yCTylaxX pa3BUBAETCS IO JIBa KOJIOCKA, PACIJIOKEHHBIX PSIOM IO
IPSIMBIM YTJIIOM JPYT K ApyTy. « BeTOUKm» Wi «BTOPUYHBIC KOJIOCHS» BapPbUPYIOT
10 JJIMHE, HanboJjee JTMHHBIC TOCTUTal0T 3—4 CM, KaXaast U3 KOTOPBIX COJIEPIKUT
mo 10-14 ko0JIOCKOB, 3epHOBKH OOBIYHO BHUIAHBI W3-TIOJ] KOPOTKHX KOJOCKOBBIX
yerryid. bazanbHble BTOPUYHBIE KOJIOChS OOBIYHO PYJUMEHTApHBI W HECYT
MUHHUATIOPHBIE  KOJOCKH. HecMoTpss Ha  IIMPOKOE  paclpoCTpaHEHHE,
BETBUCTOKOJIOCHIC (hOpMBI MIIeHHIIBI T. tUrgidum He KyJbTHBHPYIOTCS B OOJIBIINX
Mmacmrabax. XOpOmIO pPa3BUTHI KOJOC TYPrHIHOTO THMA Pa3sHOBHIHOCTU
T. turgidum var. mirabile Kérn, nau6osee Bo3iepIBaeMO MIIEHUIIBI ¢ BETBUCTHIM
KojocoM, coctoutr u3 115-120 komockoB, kotopwie coaepxkat g0 140-150
3epHOBOK, ISl CPEOHEPa3BUTOrO KOJOCa ATH TMOKa3aTenu cocTaBisaioT 85-90

K0JI0CKOB 1 J10 80—100 3epHOBOK.
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Apeansl TpoW3pacTaHUS U  OKOJOTHYECKHE XAPAKTEPUCTUKH TPYII
T. turgidum convar. compositum wu T. turgidum convar. turgidum B meiaoM
COBNAJAIOT, OJHAKO Cpead THOETCKOro 3KOTHUIA BETBUCTOKOJOCHIE (hOPMBI
orcyTcTBYIOT ([lopodees u ap., 1979).

Cpenu mnpeacraBuTelell TBepAoW mmmeHuIpl Buaa 1. durum (BBAA)
BETBUCTOKOJIOCKIE (hOpMBI MeHee pacnpocTpaneHsl ([Jopodees, 1968; Hopodeer u
ap., 1979). Coffman (1924) cooOmmi O TOSBICHUU  CIIOHTaHHBIX
MHOT'OKOJIOCKOBBIX MYTaHTOB B TOCEBaX TBEpAOW mmieHWIbl 1. durum coprta
Mindum. ®enotrum Kojioca OOHAPYKCHHBIX MYTAHTOB OTIUYAJICS OT TYPTHUIHOTO
TEM, 4YTO J[Ba, PEXKE TPH JOMOJHUTEIBHBIX CHASYMX KOJOCKA, pPa3BUBAINCH
HEMIOCPEICTBEHHO  HA  yCTymax  KOJIOCOBOIO  CTEpkHi. B 1952 r.
M.M. SkyOuuHepoM OblTM  HaWJEHBI BETBUCTOKOJIOCHIE (OpPMBI  TBEpAOH
nieHunbl B coptax AxkmonuHka 5 u [opaendopme 10 u BbICICHBI B HOBBIC
pasHoBuaHocTH ramosohodeiforme wu ramosoapulicum (dopodees, 1968).
B.®. /lopodeeB Bo Bpems OIKCIeIWIMH IO 3akaBka3pio B 1961-1964 rr.
OOHapYy>XHUJI OPUTHHAIIbHBIE (POPMBI TBEPJIOH IMIIEHUIIBI ¢ BETBUCTHIM KOJIOCOM —
var. ramosohodeiforme wu var. ramosoapulicum B eCTECTBEHHBIX YCIIOBHSIX
MIPOM3PACTAHMS TIICHUIIBI, TJE BCTPEYAINCHh MHOTHE PA3HOBHJIHOCTH TBEPIOH,
Ty4HOU 1 mMsirkoi nenur (Jlopodees, 1968).

BetBucrokonoceie ¢opmbl u hopmMbl ¢ JABOWHBIMU KOJOCKAMHU OBLIH
OoOHapyXeHbl Yy TETPAIUIOWAHONW TIIEeHUIBI Buaa 1. dicOCCUM, oTMedaaoch
rUOpUTHOE TMPOUCXOKIACHIUE HEKOTOPBIX BETBUCTOKOJOCHIX 00Pa3I[OB 3TOrO BHJIA.
W3penka  BeTBUCTOKOJIOCHIE  (OPMBI  BCTpEHAIUMCh  cpend  oOpasiioB
teTparuionHoro Buaa T. polonicum (Percival, 1921).

Hunnonaneie  BuAbl  meHunbl  (AA) HUMET MOPOCTOM  KOJOC,
BETBHCTOKOJIOCHIX (POPM JHUILIOMIHBIX BHJIOB TIICHUIBI OMKMCAHO HE OBLIO
(Hopodeer u np., 1979; T'onuapon, 2012). HMaayuupoBaHHbIE MYTaHTHI C
BETBUCTBIM KOJIOCOM OBLIM IMOJy4YeHBI J-poM Yamashita Bo BTOpoO# MoOBUHE

nporwioro Beka (Amagai et al., 2014b).
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dopMUpOBaHNE BETBUCTOTO KOJIOCA HE XaPaKTEPHO IS MSTKOHW MIICHUIIBI
T. aestivum L. (BBAADD), kak u Ui TEKCAIUIOMJIHBIX TIICHHIl B IejoM. [lo
cooomenuio Coffman (1924) ¢dhopMbl MATKOM MIICHHUIBI C JOMOJHUTEIHHBIMU
KOJIOCKAMH Ha YCTYIaX KOJIOCOBOTO CTepikHs ObuTH ormmcansl Meunssier B 1918 .
[To denotuny kosoca 3T (GOpPMbI HAOMHHAIM CIIOHTAHHBIX MYTaHTOB COpTa
Mindum TBepmo#t mmenunbl. Percival (1921) omnmchiBaeT (opMHpOBaHHE
JOTIOJTHATEIBHBIX (CBEPXYHMCICHHBIX) KOJOCKOB y MSTKOW IMIIEHUITBI T. aestivum,
oOpalasi BHUMaHUE Ha TO, YTO OHU MOTYT pa3BuUBaThcs (1) Moa MpsiMbIM YIJIOM K
OCHOBHOMY KOJIOCKY Ha OJHOM YCTYIl€ WJM € (2) B mapajulelbHbIX IUIOCKOCTSIX
ONMUH Haja ApyruM. YacTto TakuWe JOMOJTHUTEIbHBIC KOJIOCKH (BTOPOTO THIIA)
PYIUMEHTAPHBI, COCTOST U3 BUIOM3MEHEHHBIX KOJIOCKOBBIX YElIyH, HO U3pEeJIKa B
HUX pa3BUBAIOTCS MO OJHOMY-IBa 3epHa. Hamboiee yacTto MOMOIHUTEIHHBIC
KOJIOCKHM MOJIOOHOTO THIa BCTPEUAIOTCS Y KUTAHCKUX COPTOB MSITKOM MILIEHUIIBI Ha
Oonee mMoO3AHMX MMOOerax, B TO BpeMsi KaK TMEPBBbIA KOJOC BBIMISIAUT BIIOJHE
HOpMaJIbHBIM. [IpU3HAK TPOSIBISETCS HE KaXIbIA CE30H, HO MOXXET BO3HHKATH
nosTopHo (Percival, 1921).

BerBucrtokonoceie (GopMbI MSITKOW MINEHUIIBI MOTYT TOSBISATHCS B
pesyabrare oTaaneHHor rudbpuanzanuu (I{unun, 1954; AnueBa, Amunos, 2013) u
Bo3aciicTBus MytareHamu (Menbuuk, Ilactyxos, 1984; Sharman, 1944;
Swaminathan et al., 1966). Tak, Swaminathan u coaBtopsl (1966) coobmuIu 0
nosydeHur Mytanta N.P. 797 Msrkoi HiieHUIbl ¢ TYpruHbIM THIIOM KOJoca B
pesyiIbTaTe BO3NEICTBHS M30TOIOM S°° Ha CeMeHa MSTKOH IIICHHUIEL. JIMHHH
MSATKOW TMINEHUIIBI C JOTOJHHUTEIbHBIMU/CBEPXYUCICHHBIMU KOJIOCKAMH  Ha
yctynax Owutn BbifenaeHbl B.B. MensHukom (MenwHuk, IlactyxoB, 1984) mpu
oOpaboTke cemsiH muieHHIbI copta CapaTtoBckas 29 XMMHUYECKUM MYTareHOM
HUTPO30METHIMOYEBUHOM=

CHOHTaHHO BETBUCTOKOJOCHIE (OPMbI MSTKOM TIICHUIIbI TOSBISIOTCS
penko. Koric (1973, 1980) cooOmmna 0 MOJy4YeHHH BETBUCTOKOJIOCOH (HOpMEI
MSATKOW TMIIEHUIbI Ha OCHOBE CIIOHTAHHOTO MyTaHTa — BETBHUCTOKOJOCOIO

TEpPaTOJIOTUYECKOTO PACTEHHUs, OOHAPYXKEHHOTO Cpeau TOTOMKOB Fg ot
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CKPCIMBAHMS COPTOB MSTKOHM MIIEHHUIBI ¢ HOPMAIBHBIM KOJOCOM. DeHOTHIT
KoJIoca ATOH (opMBI OBUI aHAJIIOTUYEH TYPTUAHOMY THITy Kojioca T.turgidum.
[Ipu3Hak cTaOWIIBHO HACJICAOBAJICS M ObUI IEPEHECCH B pa3IMYHbIC COPTa MATKOW
MIIIEHUIIBI, KOTOPBIE OBUIO MPENJIOKEHO BBIACIUTHh B OTJACIBHYO Ipymimy Triticum
aestivum ramifera S.K. Eme ogHuM mnpuMepoM CIIOHTAHHOIO OOpa30BaHUs
MHOT'OKOJIOCKOBBIX ()OPM MSTKOH TIIECHUIIBI ABJsICTCS THOETCKAs TPEXKOJIOCKOBAs
nrennna Triticum aestivum L. concv. tripletum (Li et al., 2011).

Co BTOpOI1 IMOJIOBHHBI MPOILIOTO BeKA JUIsI OMIMCAHUS BETBUCTBIX KOJIOCHEB U
KOJIOCHEB C JIOTIOJHUTENBHBIMA CHISYMMH KOJIOCKAMH Ha yCTymax ObLIo
IPEe/I0KEHO UCIOB30BaTh OJMH 0000MIaromui TepMuUH “supernumerary spikelets,
SS” — konoc co cBepxuncienabiMu Kosockamu (Pennel, Halloran, 1983). Tepmun
MOJYYHJI IMPOKOE PACIPOCTPAHEHHE M HCIOIB3YEeTCS B HACTOAIIEE BpeMs LIS
OIMCAHMsI BCEX MHOTOKOJIOCKOBBIX ()OpM MIEHHIBI. ['pyIma MHOTOKOJIOCKOBBIX
dopMm (SS-popm) mieHUIBI TeTeporeHHa. Yike B panHux padorax Koric (1973,
1980), Pennel u Halloran (1983) Beigensuin aa tuma. [lepBbIii THI MOMYYHIT
Ha3BaHHUE «KOJOC ¢ UCTHHHOM BeTBUCTOCThIO» (Ramified Spike, RS; cunonnm —
Genuine Branching, GB), y kotoporo HaOmromaercsi (opMHUpOBaHHE OOKOBBIX
OCei/«BETOUCK» M JIOMOJHUTEIBHBIC KOJIOCKH Pa3BUBAIOTCS, KaK HA YCTYIMax, Tak U
Ha «BeToukax». K 3ToMy Ty OTHOCUTCS TyprHIHBINA THIT BeTBIeHHs 1. turgidum.
VY BTOpOTrO THIMA MHOTOKOJIOCKOBBIX (JOPM JIOTIOTHUTENLHBIE KOJOCKU CHASYUE U
(bOpMHUPYIOTCS HEMOCPEACTBEHHO Ha YCTYMax KOJOCOBOTO CTEPKHS, Yallle BCEro
10 J1BA KOJIOCKA Ha yCTyne. Takou TUIl OJIyYUJI Ha3BaHUE YETBIPEXPSAIHBIN KOJIOC
(Four Rowed Spike, FRS; cunonum tetrastichon), on BcTpewaercss Kak y
TeTpamtonaHbeix BuaoB T. durum u T. turgidum (Coffman, 1924; Klindworth et al.,
1990a), Tak U y rexcaruionHo# mireHuIs! T. aestivum (Martinek, 1998).

Martinek u Bednar (Martinek, 1998; Martinek, Bednar, 2001) B
3aBUCUMOCTH OT B3aMMHOT'O PACIOJIOKCHHUS JONOJHUTEIBHBIX CHISYMX KOJOCKOB
Ha YCTYIaX KOJOCOBOTO CTEP)KHS MIICHUIBI MPEIJIOKIIN BBIICISATh HECKOJIBKO

HECTaHIAPTHHIX MOPPOTUIIOB KOJIOCA!
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1) Mmuoropsmaeiii  kooc  (multi-row  spike, MRS) - kmacTepsl
CBEPXYMCIEHHBIX KOJOCKOB (0 10 KOJIOCKOB) pacroyioK€Hbl Ha OJHOM
YCTYII€ KOJIOCOBOTO CTEPIKHS;
2) Topuzonrameubie kosocku (horizontal spikelets, HS), cuHOHUM
«tetrastichon sessile spikelets» — nBa maM Tpu KOJIOCKa PacloOKEHBI Ha
YCTyIE KOJIOCOBOTO CTEPXHSI B TOPU3OHTAIBHOW IUIOCKOCTH, K 3TOMY
MOpP(}OTHUITY OTHOCUTCS onucaHHbIN Bhile FRS;
3) Beprukaneubie wiu napubie konocku (VSS, vertical sessile spikelets) —
rapa KoJIOCKOB PacrojIOKEHBI HA YCTYTIC OJUH HAJl APYTUM B MapauIeIbHBIX
IUTOCKOCTSAX, 3TOT (DEHOTHUIT Takke HasbiBau “Danana spikelets” wau “tween
spikelets” (Sears, 1954).
4) Beigenennsii Martinek u Bednar (2001) mopdoTull  «HCTHHHOE
BeTBJIcHHE Kosioca» (Genuine Branching, GB) moiHOCTBIO COOTBETCTBYET

onvcaHHOMY paHee ¢peHoTuny RS/Typrumasiii Tvn BeTBieHus kosoca (Koric,

1973, 1980; Pennel, Halloran, 1983).

Hapsiny ¢ HWCTMHOW BETBHCTOKOJIOCOCTBIO MSITKOW MIIEHHIIBI, KOJOC
nmennnbl BaBumoa T. vavilovii (Thum.) Jakubz. (BBAADD) uacto Taxke
Ha3bIBAIOT BETBUCTHIM. OMHAKO ()EHOTHIT KOJIOCAa CYIIECTBEHHO OTJIMYAETCS OT
KOJIOCA C TYPTHJIHBIM THIIOM BETBJICHHS, TaK KaK JIOTIOJHHUTEIbHBIC KOJIOCKH Ha
yCcTynax KOJOCOBOTO CTEpKHSI 3TOH MIIEHUIIBI HE Pa3BUBAIOTCS, a HAOIIOJaeTCs
YIJMHEHHE OCH KOJOCKa, Ha KOTOpOH (OpMHPYeTCs MHOXXECTBO IIBETKOB
(Hdopodeer u ap., 1979). Takoii TN BETBICHHS KOJIOCA HA3bIBAIOT BaBUJIOHIHBIM,
a MOP(OTHUII TOIYYHI Ha3BaHHE JIOXKHAsI BETBHUCTOCTh KoJioca (Sham ramification,
SHR) (Martinek, 1998). Terpamiongnas mmenura Axyoumnepa T. jakubzineri
(BBAA) ummeer cxomHblli (EHOTHII, JIOKHOBETBHUCTHIM Kojoc (Amagai et al.,
2014a). AnueBa u AmusoB (2013) moka3zanu, 4to (GOPMBI C BAaBHJIOUIHBIM THUIIOM
BETBJICHHS KOJIOCA MOTYT BO3SHHKATh B PE3yJIbTaTe OTJIAJICHHON THOPHIU3aIINH.

Hapsiny ¢ MCTUHHOW M JIOHOW BETBUCTOCTHIO KOJIOCA BBIACISIOT JIOMXKHO-

uctunHoe BetnieHue (false-true ramification uau false-true ramified spike, f-tRS)
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(Amagai et al., 2017). V sroro mopdotuma (GopMUpyeTcs YIMHEHHAs OCh

KOJIOCKA, Ha KOTOPOM Pa3BUBAIOTCS, KAK CBEPXUYHUCIIEHHBIE KOJIOCKU B JUCTaIbHOU
YacTH, TaK U Mapa HOPMaJIbHBIX 36PHOBOK B 0a3anbHOM YyacTu. [JaHHbIil MopdoTumn

oIHcaH y 00pasnoB TeTparuionHon mreHuisl T. turgidum (Amagai et al., 2017).

1.4.3. U3yuyeHne reHeTHYECKOM PeryJsiiii NMPU3HAKA «BETBUCTOKOJIO0COCTH/

MHOT'0KOJIOCKOBOCTb>» INIICHUIIbI

['eHeTHKY BETBHUCTOKOJOCOCTH/MHOTOKOJIOCKOBOCTH — TIIIICHUITBI  HaYald
u3y4atb Oonee 100 ner Hazan. B 1910 r. E. von Tschermak coo6uwt, uto mpusHak
BETBHUCTOKOJIOCOCTH T. turgidum reHeTHuYecKH JETEPMHUHHPOBAH, HAXOAUTCS O]
MOHOT'CHHBIM PELIECCHBHBIM KOHTpOJsieM. ['eH Obu1 0003HaueH bh ot mar. brachitus
(I'onuapoB, 2012). PeneccuBHbIi XapakTep HacjleJAOBaHUS IMpU3HAKA Y
TETPAIJIOUWIHBIX M TIEKCAIIOWIHBIX MIIEHUI] OBUT MMO3JHEE IMOATBEPXKIAEH
pesyibpTatamu MHorux ucciaemoBanuid (Pennell, Halloran, 1983; Klindworth et al.,
1990a; Peng et al., 1998; Martinek, Bednar, 2001).

beimo  oOHapyxkeHo, YTO Ha CTa0WIBHOCTh OJKCIPECCHUU MPHU3HAKa
BETBHCTOKOJIOCOCTH OKAa3bIBAIOT BO3JACHCTBUE (PAKTOPHI OKpYXKalomeld Cpe/bl, B
TOM 4HClIe Temreparypa, ¢poronepuosa (Sharman, 1944; Pennell, Halloran, 1983).
Bmecre ¢ TeM OOHapyX i CTaOMIBHYIO SKCIPECCHIO NMPU3HAKA Y OTACIBHBIX
JVHWA, YTO CBHJETCIILCTBYET O BIUSHUU TeHoTunuueckod cpeasl (Pennell,
Halloran, 1983).

Sharman (1967) cooOuui 0 MOHOTEHHOM THIIE  HACJCIOBaHUS
BETBUCTOKOJIOCOCTH Y TETPAIIOUIHOM MeHulbl. [1o pe3ynpraTtaMm ncciae1oBaHun
Klindworth ¢ coasr. (1990a) RS-denotun muuuu PI11349056 TterpamionaHoit
nieHunbl T. turgidum gerepMUHUPOBAH OJHUM TJIABHBIM F€HOM, Ha 3KCIPECCHIO
KOTOPOrO0  OKa3bIBAIOT BJMSHHUE TEeHbI C MUHOpHBIMH 3pdektamu. C
UCIIOJIb30BaHUEM CEpUM JMCOMHBIX 3aMENICHHBIX JIMHUH 10 Xpomocomam D-
reHOMa TeTpaIuIonAHON mieHuIbl ‘Langdon’, raBueli reH, bh, ObuT ToKanu30BaH

B xpomocome 2A (Klindworth et al., 1990b), 3arem ¢ momormpio ‘Langdon’ 2A-
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TEJIOIEHTPUYECKON JIMHUK ObllIa YTOYHEHA €T0 JIOKAJTW3AIKs B KOPOTKOM IIeue
2AS (Klindworth et. al., 1997).

ITo pesynbratam wuccienoBanmii Koric (1973, 1980), BBINOJHCHHBIX Ha
IIOTOMKAaxX CIIOHTAaHHOT'O BeTBHCTOKoJIocoro MytaHta (T. aestivum ramifera),
TeKCAIUIOIMHbBIC TIIIEHUIIBI HECYT JIBa KOMIUIEMEHTApHO B3aWMOJCHCTBYIOIINX
rera Rm (ramifera) u Ts (tetrastichon), a taxxe goMuHaHTHBIM UHrHOUTOP, NI
(Normalizator).

Pennell u Halloran (1983) cooOmmian 0 HAIUYUKA Y MSTKOW IIIIICHHUIIBI
(muaus  AUS  15910) n1Byx  peIECCHMBHBIX  TEHOB,  OIMPEACIISIONINX
MHOTOKOJIOCKOBOCTh H, B JIOTIOJIHEHUE K HUM, HAJIMYUE CYIIPECCOpPa BETBUCTOCTH.
BbeI10 TIOKa3aHO, YTO KOMMEPYECKHE COpTa MIICHMIIBI CO CTaHIAPTHBIM KOJOCOM
HECYT T'€HBI BETBHUCTOCTH KOJIOCA, KOTOPHIE HE TMPOSIBISIOTCA W3-3a MPUCYTCTBUS
rena-cynpeccopa (Pennell, Halloran, 1983). Klindworth ¢ coast. (1990Db)
MOATBEPININ HAJIMYME TeHa-CYIIPEeccopa BETBHUCTOCTH KOJIOCAa B TEHOME MSTKOU
MIIEHULIBI U JIOKAM30BaIM €ro B xpomocome 2D.

Peng ¢ coaBr. (1998) c¢ wucnoiab30BaHMEM MOHOCOMHOIO —aHalIM3a
oOHapyxuiu, uto xpoMocombl 2D, 4A, 5A u 4B (MmuHOpHBIN 3P EKT) BKIIOUCHBI
B I'CHETUYECKHH KOHTPOJb TYPTHUIHOTO THIIA KOJIOCA y JMHUU MSATKOW TIIICHHIIBI
“Yupi Branching”, mnoxka3biBas, TakuM 00pa3oM, TOJUICHHBIA XapakTep
HacJIeI0OBaHMs MpU3HaKa. BiusHue reHernueckoro (axropa(oB) xpomocombl 2D
Ha (opMHUpOBaHWE CBEPXUYMCICHHBIX KOJIOCKOB Y HWHIYIIMPOBAHHOTO MYyTaHTa
msrkoi mmeHuttbl MC1611 6su10 Takke obHapyskeHo JlaiikoBoi ¢ coast. (2005) ¢
MpUMEHEHNEM MOHOCOMHOTO aHaJIN3a.

Sun ¢ coart. (2009) mokazanu, yrto SS-perorumn muann 51885, momydeHHOU
B pe3yJbTaTe CKPENIMBAHUS OKTOIUIOJHOTO TPUTHKAJIE M MSITKOW TMIICHUIIBI,
HaXOJIUTCS TOJ KOHTPOJIEM IBYX IOMHHAHTHBIX T€HOB W HECKOJIBKHUX TEHOB C
MUHOPHBIMU 3 PexTamMu.

B cepemune 50-x rtomoB mpomnwuioro cronetus Sears (1954) omumcan
MOSIBJICHHE KOJIOCHEB C «PEAyIUTUKAIMEH KOJIOCKOBY» y PaCTCHHM-HYJIIMCOMUKOB

no xpomocomam 2A wu 2D wmsrkoit mmenurnpl. I[Tozgnee Muramatsu (2009)
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oOHapyxwi, 4T0 3(PPEeKT HYIITUCOMUU MOXKET TOJHOCTHIO KOMITEHCUPOBATHCS
YBEIMYCHUEM YHCIIAa TOMEOJOTUYHBIX XPOMOCOM, U KOJIOChSl HYJIU-TETPACOMHOMU
muann Tetra-2A Nulli-2D (2n = 42, 19"+1"") umeror Aukuii (GeHOTHII, a Ha
ycTynax KOJIOCOBOTO CTEP)KHsI Pa3BUBAETCS MO OJHOMY KOJIOCKY. XPOMOCOMHbBIE
NEPEeCTPONKH, BKIIOYAs JENeNUA W OTCYTCTBHE IIeJIO XPOMOCOMBI, ObUIH
oOHapyXeHbl M y JpYruxX JIMHMA MSITKOW TMIICHHWIBl C  CHASYUMU
JOTIOTHUTEIPHBIMA ~ KOJIOCKAMH W Pa3BETBIICHUEM  KOJOCOBOTO  CTEPIKHS
(Swaminathan et al., 1966; Ko3ner, Foltyn, 1989).

HecMoTpst Ha HEKOTOPYIO MPOTHBOPEYUBOCTh JAHHBIX B OTHOIICHUU YUCIIA
U XapakTepa HAacJEeIOBaHUS T€HOB, OMNPEACNAIOMUX SS-(GEHOTUIBI MIIESHUIIB,
KOTOPYIO MOYKHO OTYaCTH OOBSCHUTH TEHETUYECKOW TeTEPOTCHHOCTHIO N3Y9IaeMbIX
JUHUN Pa3HOTO MPOUCXOXKACHUS, PE3yIbTaThl UCCIEAOBAHUI C UCIOJIb30BAHUEM
TCHETUYECKOTO U IUTOTCHETHYECKOTO aHaln3a TMOKa3ajid y4acTHe TeHETHYECKHX
(hakTOpOB XPOMOCOM TOMEOJIOTMYHOM TPYIIbl 2 TIIEHUIBI B KOHTpoJie SS-
denoruma (Sears, 1954; Klindworth et al., 1990b, 1997; Peng et al., 1998;
Muramatsu, 2009; JlaiikoBa u np., 2005). IlozgHee ¢ MpPUMEHEHHUEM METOJIOB
MOJICKYJIIPHO-TEHETUYECKOTO  KapTHUPOBAaHWUS  3TH  Pe3yJlbTaThl  ObUIH
noATBepkAeHbI. Tak, reHeTHYeCKui JOKyC, onpenenstonui geHorun TudeTckon
TPEXKOJIOCOKOBOW (POPMBI MATKOM MILIEHUIIBI ObLIT KapTUPOBaH B XpoMocome 2AS
(Li et al., 2011); remsr bh u bh™ nerepmunupyromme BeTBHCTOCTH KONOCA
TETPAIJIOUTHOW W JUTIJIOWTHOW TMIIEHUI], COOTBETCTBEHHO, OBLIM KapTUPOBAHBI B
xpomocomax 2AS u 2A"S, coorsercteenno (Haque et al., 2012; Amagai et al.,
2014b).

Aliyeva 1 Aminov (2011) oOHapy>kuJi, 4TO MPHU3HAK JIO)KHAS BETBUCTOTH
WIM BaBWIOWIHBIA THUII BETBICHUS Kojioca auHHUK mmeHunsl 166-Schakheli
HaXOAMTCS T0J] PEIICCCHBHBIM MOHOTEHHBIM KOHTpoJieM. Amagai ¢ coast. (2014a)
jgokanu3zoBaan ren sham ramification 1 (shrl), nerepmunupyrommii jg0xHOE
BeTBIIeHUE Koyoca T. jakubzineri, B momaHOM mmiede xpomocoMbl SA. Takum
0o0pa3om, ObUIO TOKa3aHO 4To MopdoTun kKoioca SHR — 5oxHas BETBHUCTOCTH

KOJIOCa HaXOAUTCs 1o KoHTpoJieM rena shrl (Amagai et al., 2014a).
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Hccnenyst TeHeTMYECKUH  KOHTPOJb  MOPQOTUINA  HUCTUHHO-JIOXKHOE
BETBJICHUE KOJOCAa y JIMHHWHA TeTparuiongHod mmeHunsl 1. turgidum, Amagai c
coaBT. (2014a) ycTaHOBWJIM, YTO TMPU3HAK HAXOIUTCS TI0J MOHOTEHHBIM
pelecCUBHBIM KOHTposieM. ['eH, NeTepMUHUPYIOIIUNA MYTaHTHBIM (EHOTHUI, ObLI
ob6o3nauen sham ramification 2 (shr2), mockoyibKy Ha 3TOM 3Tale HCCICAOBAHUM
aBTOPbl HE OOHAPYXWIM PA3NUUUNA MEXAYy (EHOTUIIAMU H3yYaeMbIX JHHUN U
JIMHWA ¢ BaBWJIOMIHBIM THIIOM BeTBJICHHs Koyioca (Mopdortun sham ramification,
SHR). [To3anee neranbHbIM aHamu3 (eHOTHUNA KOJIOCA JIMHUHN MO3BOJIUI BBIICTUTh
OTIICNBHBIH MopdoTull JoxHO-ucTHHHOe BeTBieHHe (false-true ramification)
(Amagai et al., 2017), omHako cam reH mo-mipekHeMy HasbiBaetcs Shr2, C
UCTIOJIb30BAHUEM MHUKPOCATEIUIMTHBIX MapKepoB, T'eH Shr2 0wl kapTupoBaH B

JUTMHHOM Tutede xpomocoMbl 2A (Amagai et al., 2014a).

1.4.4. MHOTOKO0JI0CKOBBIE€ (DOPMBI P:KH M ITYMEHS

MHOroK0JI0CKOBBIE/BETBUCTOKOJIOCHIE (POPMBI BCTPEUAIOTCSI HE TOJIBKO Y
NIICHUIIB, HO U Yy JIPYTHUX MpelacTaButesei TpuObl Triticeae: pxxu (Secale L.) u
ssamens (Hordeum L.).

Komoc pxwu Secale L. aBypsaHbIii, Ha yCTymax pacrojIOXKEHO MO OIHOMY
IBYX- (peKe Tpex-) IBETKOBOMY KOJIOCKY. Y piku moceBHOH S. cereale L. komoc
IPOCTOM; MHOTOKOJIOCKOBBIE ()OPMBI BCTPEYAIOTCS PENKO Yy Pa3sHOBHIHOCTEU
var. vulgare Koérn., var. tuberkulanum V. et V. Antr., var. clausopaleatum Vav.
(AHTpomoB u ap., 1986). borannkaMm 1aBHO W3BECTHBI 1BE OCHOBHBIE (POPMBI P3KU
C pa3HbIM XapaKTepOM BETBJICHHSI — JIOMACTHBIM M THUIIA «EXKEBKU», OHH OBLIU
OTHECEHbl K JIByM Pa3HOBHIHOCTSIM Var. compositum Lam. u var. monstrosum
Kcke. (OKeranos, 1930). Takue BETBHUCTOKOJOCHIC (OPMBI OBUIM BBIIACICHBI U3
pa3nnyHbIX nonyisiuil pxxku (Baswiios, 1926; Iunwmnu, 1954; Sybenga, Prakken,
1962).

Jliis xooca COMPOSItUM XapakTepHO HEOOJNBIIOE YMCIIO pa3BETBICHUIN Ha

OCHOBHOM CTCPZKHC, IIPpH JOTOM KaXaasd «BCTOYKa» IIPCACTABIISACT coOo
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MaJICHBKHI KOJIOC C PaCcIOJIOKEHHBIMH Ha YCTyHax KoJlockamu. BeTBUCTOKOIOCHIE
dbopmbl THUma MONSIroSUM XapakTepHU3yIOTCS HATUYUEM Ha KaXKJIOM YCTYTe
HECKOJIbKMX KOJIOCKOB, BETBJICHHEM CTEP)KHSI KOJIOCKA — Ha OCU KOJIOCKA MEPBOTO
MOpsI/IKa  PACTOJOKEHBI  yYKOPOYEHHBIE  OCH  BTOPOTO  TOpSAKa, U
MHOTOIBETKOBOCTbIO. boJiblllasi 4YacTh KOJOCKOB MOHCTPO3HOTO KOJIOca HE
pa3BUBaeTCAd TMOJHOCTbIO, a ObIBaeT MpPEJACTaBICHA MEIKUMH YellyHKaMmH,
JUIICHHBIMUA C(HOPMUPOBABIITNXCS IECTUKOB M THIYMHOK.

[TposiBieHue pu3HaKa COMPOSItUM MOXKET BapbHpPOBATh B MPE/IEIIaX OJHOTO
pacTeHus, a KOJOChs THIa MONSIrosUm pas3BUBAIOTCs, KaK MPaBUIO, HA BCEX
crebmsax pactenus (CmupHoB, CocHuxuna 1984). BeTBuctocTh KoJioca MO THITY
MONStrosum JeTepMHUHUPOBAHA TOMO3UTOTHOCTBHIO IO PEIECCHBHOMY a0
omnoro rena (Heuac, 1961; Sybenga, Prakken, 1962). Sybenga u Prakken (1962)
0003HAUMIIM PEUECCUBHBIM allielb ¢ M3-32 CXOJCTBAa OINHMCAHHOIO HWMH
MOHCTPO3HOTO (PEHOTHNa KOJIOCA, KOTOPHIH OHM O0003HAYWIM «Canary», c
COIIBETHEM KaHapeewyHuKka. J[pyrue o003HaUeHUS ISl T€HA, NETCPMUHUPYIOIIETO
MOHCTPO3HBIH Koyioc, — monstrosum ear 1 (mol) (De Vries, Sybenga, 1984);
monstrosum (m) (Schlegel, 2014). C ucnons30BaHHEM CEPUH IIUTOTCHETHUECKHUX
TECTEPHBIX JIMHMIA, HecynuX Tpanciokanuu (De Vries, Sybenga, 1984), u no3anee
MOpP(OJIOTHUECKUX U M303MMHBIX MapkepoB (Benito et al., 1991), res mol Obut
KapTHUPOBaH B KOPOTKOM ILieue XxpoMocoMel 2R.

Konoc mnpencraButeneii poma Hordeum L., B 3aBUCMMOCTH OT 4YHCIIa
KOJIOCKOB Ha YCTYIax KOJOCOBOTO CTEpKHS, ObIBACT NBYPSIAHBIM (HAa Ka)IOM
YCTYII€ KOJIOCOBOTO CTEPKHS (POPMUPYETCS TIO OJTHOMY KOJIOCKY) U IIECTUPSTHBIM
(3 xosiocka Ha yctyne). Konocku ogHonBeTkoBbie. KosiocoBol cTepkeHb NpOoCTOH,
pa3BETBIICHUE BCTpEYaeTcs oO4YeHb penako (AHTporoB u Jp., 1986). Onnako
TIOJIYYCHBI MHOTOYHCJICHHBIC WHAYIUPOBAHHBIE MYTAHTBI KYJIBTYPHOTO SUMEHS
H. vulgare, cpeau KoTopwIx ecTh W BeTBHCTOKOJockie (Sholz, Lemman, 1958;
Castiglioni et al., 1998; Rossini et al., 2006). Pa3BeTBieHHBIH KOJIOC SYMECHS
OTHOCST K THITy COMPOSItUM, OH XapaKTepu3yeTcs Pa3BUTHEM JIOMOJHUTCIBHBIX

KOJIOCKOB Ha BTOPHYHBIX OCAX KoJioca/ «BCTOYKAX», KOTOPBLIC PAa3BHBAIOTCA Ha
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ycTymnax kojoca. OOHapyXeHO HECKOJIBKO TeHOB, JIOKAJTM30BaHHBIX B XpOMOCOMAaxX
2H (composutum 2 (com2), cun. branched 1 (brcl)), 3H (six-rowed spike4 (Vrs4))
u SH (compositum 1), koTopble OTBEUalOT 3a BETBHUCTOCTH KOJOCA SYMEHSI.
®denotun kosioca myrtanta brcl (branched 1) cxomen ¢ RS (GB)-mopdoTumnom
MIICHULIBI — JOTIOJIHUTEbHBIE KOJIOCKU Pa3BUBAIOTCS Ha BTOPUYHBIX OCSAX KOJIOCKA.
KonTtpomupyroomuii 3TOT (EHOTUNl TeH ObUT JIOKaJTU30BaH B KOPOTKOM IIJIcHde
xpomocombr 2H (Castiglioni et al., 1998; Rossini et al., 2006; Poursarebani et al.,
2015).

Takum oOpazom, ObUIM OOHAPYKEHBI T€HETHUECKHUE JOKYChI, OTBEUAIOIINE
3a dbopmupoBaHue CBEPXUMCIECHHBIX KOJIOCKOB/BETBHCTOTO KoJoca
npeacTaBuTeNield TpUOBI Triticeae, pacmojioKeHHbIE B CHHTCHHBIX paloHax
roMeoJoruYHbIX xpoMocoM (2AS, 2DS, 2R, 2H). 1o MoxkeT 03Ha4aTh HAIH4YUE
OPTOJIOTMYHBIX CEPHil TEHOB, 1O MEHBIICH Mepe, B mpejaenax TpuObl Triticeae.
Hapsay ¢ atuMm, uaeHTH(HUKAINS TeHETHYECKHUX JIOKYCOB M B IPYTUX XPOMOCOMax
CBUJIETEIHCTBYET O CJIOKHOM TEHETUYECKOM KOHTPOJE U HAJIMYUU PA3HBIX

IFCHCTHYCCKUX MCXAHN3MOB, JIC)KAIIUX B OCHOBEC PCryJIsIIUU IIPHU3HAKA.

1.5. DTansl oprasHoreHe3a BbICIINX PACTEHUH

Hecmotpst Ha mopdonorudeckoe pazHooOpasue, CYIIECTBYIOT OOIIHE st
MOKPBITOCEMEHHBIX PACTEHNH 3aKOHOMEPHOCTH U TTOCJIEI0BATEILHOCTh IIPOIIECCOB
opraHoreHe3a mobOeroB u coupeTtwil. H3ydenume Mophopu3noIorHIecKux
OCOOEHHOCTEW TMPOXOKJACHMUSI OITAllOB OpraHOreHe3a pAcTEHUW TO3BOJIHIIO
pasenuTh OpraHOreHe3 Ha OTMACIbHBIC 3Tallbl, W Jajee MPUBOIUTCS OIHMCAHHEC
OCHOBHBIX 12-1 3TanoB opraHoreHesa pactreHuil, BeiaeneHHbix Kynepman (1968).

IlepBblii 3TAN HAYMHACTCS C MPOPACTAHUS CEMsIH U 00pa30BaHMSA BCXOJOB.
Ha »tom oatame wuaer mnporecc auddepeHIMPOBKA KOHYca HapacTaHWs,
MPEICTABICHHOTO KJIETKAaMH MEPHUCTEMbBI, B pe3yibTaTe dYero (QpOpMUPYIOTCS

Pa3JIMYHbIC TKaHW H OpPIaHBbI. Yy MNIIICHUIbI HGpBBIfI 9TaIl IMPOTCKACT B TCUCHHC
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HECKOJIbKMX JIHE M 3aBElIaeTCs pPa3BEPThIBAHUEM BTOPOrO U TPETHErO JIMCTA
(Kynepman, 1968; bateiruna, 1987).

Ha  nmporsokeHun ~ BTOPOro  3Tama  OPOUCXOAWUT  JaibHeHIas
muddepeHIIMpOBKa KOHYCa HapacTaHHUs Ha Y3Jbl, MEXKIOY3JIUS U MPUMOPAUU
JUCThEB, B Ia3yxax JIMCTHEB 3aKJIaAbIBAIOTCA OYropku oceil 2-ro mnopsjika,
HAYMHAETCSl MPOLECC KYUIEHUsI — BETBJIEHUE MOJ3EMHOr0 CTeOJEBOrO y3ja, Win
y3Ja KylieHus. B 3aBUCHMOCTH OT YCIOBUIM MTPOXO0KIECHUS 2-TO 3TaIa 0JHOJETHUX
3]IaKOB B TIpeJiesiaX OJHOTO M TOTO K€ COPTa MOXET CUIIbHO BapbUPOBATh rabUTYC
KyCTa — OT OJHOCTEOENbHBIX JI0 MHOTOCTeOENbHBIX. B 1e10M, y BceX BBICHIMX
pacTeHuid TaOUTyC pacTeHUl 3aBUCUT OT NPOAODKUTEIBHOCTH 2-TO JTana,
WHTEHCUBHOCTH METAaMEPHOTO pOCTa BereTaTuBHBIX opraHoB (Kymnepman, 1968).

Ha Ttperbem »3Tame B pe3yibTaTe CIOXKHBIX MOP(HOreHeTHYECKIX
npeoOpa3oBaHUll MPOUCXOJUT TMEPEX0J] BEreTaTMBHOrO amekca mobera B
PENpolyKTUBHOE cocTosiHMe. Ha 3TOM »Tame y 3/1aKkoB KOHYC HapacTaHUs
HAaUMHAET 3HAYMUTEIBHO YBEJIUYMBATHCS, BBITSATUBAETCA B JUIMHY, MPUOOpETaeT
OyaBOBUIHYIO (OpPMY C BBITSHYTOW KOHYCOBUJHOW BEpPXYUIKOH, 00pa3yroTcs
CErMEHTBl (YIEHUKH) OCH COLBETHS. YHCIO 3aKiIaJbIBAIOIIMXCS METaMEpPHBIX
CTPYKTYpP COILIBETHS 3aBUCUT OT TEMIIOB MPOXOXKIEHUSI 3TOTO dTana U HaXOIAUTCS
MO/ BIUSIHUEM OKpyXkaroiei cpenpl. Tak, HeOiarompusiTHble ycloBUs (3acyxa,
JUINTENIbHAsI OTTENENb) Ha 3TOM 3Talle MPUBOAIT K COKPALLEHUIO YUCia YJICHUKOB
KOJIoca, K MOJHOW rubenu moOera. [Ipu 3amepikke pa3BUTHS Ha TPEThEM dTarie
OpraHoreHe3a M TMpH OJaronmpuATHBIX Ui pOCTa YCIOBHUSIX  3aMETHO
YBEJIIMYUBACTCS YMCIO WIEHMKOB 3a4aTOYHOIO KOJOca M, TakuM oOpa3om,
YBEIMYMBAETCS YMCIIO KOJOCKOB B KOJIOCE, JTUOO YHUCIO BETOYEK B METENKE Y
Metenbuathix 371aKkoB (Kynepman, 1968; barsiruna, 1987).

Ha 4erBepTOM »3Tame mnpojoipKaeTcs AanbHedmas auddepeHIpoBKa
AJIEMEHTOB COLIBETHS, Y MILIEHULIBI HAOIIOAAeTCs 3aKiaJIka KOJIOCKOBBIX Yellyd U
(dbopMUpOBaHNE KOHYCOB HapacTaHUs CJIEIYIOIIEro MopsaKa. Y BHIOB pACTEHHI €
MPOCTHIMU COLIBETUSIMU B OOKOBBIX KOHYCaX HapacTaHusi OPMHUPYETCSI O OTHOMY

3a9aTOYHOMY LBCTKY. vy BHMA0B, HMCIOIIIHUX CJIOZKHOC COLIBCTHC, OOKOBBIE KOHYCBI
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HapacTaHUsl HAUMHAIOT BETBUTHCSA. TakuM oOpa3oM, UYETBEpPTHIA  ATarl
XapaKTepU3yeTcs BETBICHUEM OCEW COLBETHs. Y MIIEHHUIBI U PXKH U3 OOKOBBIX
KOHYCOB HapacTaHus oOpasyeTcs 1o OJHOMY KoJiocky. Jluddepennupopka
JUCTHEB Ha TJaBHOW ocu molera MIIEHWIBI K 3TOMY J3Tally MpeKpaliaercs
(Kynepman, 1968; bateiruna, 1987).

Iareiid  3Tam  xapakTepuzyercs  HadajioM  (QopMHpoOBaHHS U
G depeHIIMPOBKY [[BETKA. 3aKJIabIBAIOTCS OPTaHbl IIBETKA: THIYMHKH, MECTUK U
MOKPOBHBIE OpraHbl. B KoHIlE 3TOro sTana B ThIUMHKAaX M MECTUKaX 00pa3yroTcs
CIIOPOTreHHbIE TKaHU IBeTKa. CouBeTre MueHusl qocturaer aauHel 0,5-0,7 cm u
K OKOHYAHHIO MATOTO 3Tama B KOJIOCKE MMeeTcs 4—6 XOpouio cpopMUPOBAHHBIX
IBETKOB. Y MSTKOM MIIEHUIIBI MOXKET 3aKJIabIBaThCsi 8—10 IBETKOB, HO 3€pHOBKHU
dopmupyercs Toabko B 2—6 (Kynepman, 1968; batsiruna, 1987).

IlecToii 3Tan opraHoreHe3a — BaKHbBIN dTall 1 GopMupoBaHus rameT. B
NBUIBHUKAX M CEMANOYKaX MPOUCXOAIT TPOLECChl MHUKPOCHOpOreHe3a u
MeracIioporesnesa. ¥ IIIeHHITbI KOJI0C JocTuraer pasmepa 1,5-2 cm. HaGmrogaercs
3HAUUTENIbHOE YBEJIMYEHHE B  pa3Mepe IBETKOBBIX  YElIyH, THIYMHOK,
bopMupyIOTCA OCTH Ha LBETOYHBIX dYemrysx. Kpome ycuiaeHHOro pocra Bcex
IEeHEPATUBHBIX OPraHoOB YCUJIMBAETCA POCT CTEOJs, JMCTOBBIX IJIACTUHOK
(Kynepman, 1968; barbiruna, 1987).

Ha cenbMomMm 3Tamne 3aBepiiaercs ramerorenes. Habmonaercs 3HaunTensHoe
YBEJIMYEHHE B pa3Mepe KOJIOCa M €ro HJIEMEHTOB. YCJIOBHUS MNPOU3pPACTaHUs
(mUTaHue, OCBEUIEHHOCTh, BJIAro00ECIeYeHHOCTh U Jp.) ONpPENEsSOT MIOTHOCTh
congetus (Kynepman, 1968).

BocbMoii 3Tan opraHoreHe3a CoBIAJAET y MIIEHUIIbI C BBIKOJAUTUBAHUEM U
XapakTepu3yercs aanbHenmend auddepeHInpoBKON 3apOABIIIEBOTO MEIIKa U
neuiblbl (Kynepman, 1968; bateiruna, 1987).

Ha neBsiTOM 3Tame orpaHoreHe3a MNPOUCXOAST MPOLECCHl OINBUICHUS U
OIUIOJIOTBOPEHUS W B pe3yJbTaTe JBOWHOIO OIUIOJOTBOPEHHUS oOpasyercs
3apozsil U 3Ha0cnepM. K KoHIly 9-T0 3Tamna couBeTHe J0CTUTaeT MaKCUMaJIbHOTO

pa3mepa (Kynepman, 1968; bateiruna, 1987).
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Ha pgecsitToM ¥ OOMHHAAIATOM JTanax OrPaHOTE€He3a MPOUCXOJUT
dbopmupoBaHre W POCT MJIOAA, 3€pHOBKU. Ha onMHHAAIIATOM STare 3aBepiiacTcs
dbopmupoBanue 3apojpimia. B kineTkax sHAocrnepMa oOpasyercs Kpaxmal,
dopmupyeTcsi  anedpoHOBbI  cioil.  [lpm  HEOMAarompuATHBIX — YCIOBUSX
OKpY>Karollel Cpeabl 36pHOBKU OKa3bIBAIOTCS IIyIUIbiMU. Ha nBeHagmarom srare
MPOUCXOINUT TPEBPALICHUE IIATATENIBHBIX BEIIECTB 3€PHOBKM B 3aIlacHbIC
(Kynepman, 1968; bareiruna, 1987).

Takum 00pa3oMm, OCHOBHBIE MpoLECChl MOpP(GOreHe3a COIBETUS 3JIAKOB U
KOJIOCA TMIIEHUIIbI, B YAaCTHOCTH, MPOTEKAIOT Ha 2—5-M 3Tamax OrpaHOTreHe3a
pacTeHus, KOTJa MPOUCXOJMUT TMEpexoJ K TEHEpPaTUBHOW CTaJUM pPa3BUTHS,

3aKJIa/IbIBAIOTCS U TU(PPEPEHITMPYIOTCS OPTaHbl COLIBETHS.

1.6. OcoOeHHOCTH Pa3BUTHUS COLBETHH 3J1aKOB

Mepuctembl — 00pa3oBaTelbHbIE TKaHW pPACTEHUH, COJEpXKallue Iy
cTBOJIOBbIX KieTOK (bateirnna, 2014). OcoOEHHOCTH apXUTEKTYphl pacTeHUU B
OO0JBILION CTENEHU ONMPENESIOTCS aKTUBHOCTHIO MEPBUYHBIX MEPUCTEM, KOTOpPbHIE
3aKJIa/IbIBAIOTCS B XO0/iI€ 3MOPHOHAIBHOIO PAa3BUTHUS: AMMKAJIbHOM MEPHUCTEMbI
nobdera (ITAM) u xopus (KAM). [IAM u KAM oOecneunBaioT pocT OCEBBIX
OpraHoB — no0era u rjiaBHOro KOpHs, U (OPMUPOBAHUE HAJI3EMHON U MOJ3EMHOMN
yacteil pacteHus. Bo Bpemss BereraruBHoM  (a3el  pazButus 1AM
NOCJIEOBATEIBHO HHULIMMPYET JINCTOBBIE TPUMOPAUH (3a4aTKu). B mazyxax nucra
(bopMHUPYIOTCA BTOPUUHBIE aKCHAIbHBIE MEPUCTEMBI, KOTOPBIE 3aT€M Pa3BUBAIOTCS
BO BTOpHUYHBIE 1T0OeTU. Pe3ynpTaTom nepexoia pacTeHusl OT BEreTaTUBHOW CTaIuu
pa3BUTUSL K TE€HEPATUBHOM SBIsETCS NMpeoOpa3oBaHHE AaNUKaIbHON MepUCTEMbI
nobera B MepucteMmy HOBOro tumna — mepucremy cousetusi (MC). ¥V HexkoTopbIX
BUJOB pacteHuii, Hampumep, A. thaliana ITAM HanpsMyo HWHHIUUPYET

MCPHUCTCMY LBCTKA, Y 3JIAKOB JKC PA3BUBAIOTCA IMPOMCKYTOUYHBIC THUIIBI MCPUCTCM

(Bommert et al., 2005).
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[Tepexon oT GyHKIMOHUPOBAHUS OJHOW MEPUCTEMBI K JAPYTrON — CIIOKHBIN
MHOTOCTYTICHYAThI TPOIIECC, B PETYJSAIUI0 KOTOPOTO BOBJIEYECHO MHOXKECTBO
reHoB. ColIBETHE METENbYAThIX 3JIAKOB, TAKUX KaK pHUC, KyKypy3a (MYKCKoe
COIIBETHE), COPTO COCTOMT M3 TJIABHOW OCH, JIJIMHHBIX BETOYEK M KOJOCKOB, a
KOJIOC TIICHUIIbI, KU, SYMEHS — U3 TJIABHOM OCU M KoJockoB. Kaxnas u3 3tux
YHUKaJIbHBIX CTPYKTYD pa3BUBaeTCs u3 OTIPEIEIIEHHOTO TUIA
CTHEIUATTM3UPOBAHHBIX MEPUCTEM, KOTOPHIE OOBIYHO HA3BIBAIOT B 3aBUCUMOCTH OT
OpraHoB, KOTOpPbIM OHM JalOT HA4yallo, — MEPUCTEMbl BETOYEK, MEPHUCTEMbI
KOJIOCKOB H Jp. Takum 00pa3om, CIOKHOE COIBETHE 37aKOB (OPMHPYETCS W3
MEPHUCTEM HECKOIBKUX THUIIOB.

Kaxnyio  MepucreMy  xapakTepuU3ylOT JiIBA OCHOBHBIX  CBOWCTBA:
UJCHTUYHOCT W JIETEPMUHUPOBAHHOCTh.  MJAECHTUYHOCTH  MEPHUCTEMBI
OmpeneNsieTcss IO TUIy 3a4aTKOB OpPraHoB, KOTOpbIE JaHHAs MepUcCTeMa
unuiuupyer (Bartlett, Thompson, 2014). [leTepMUHHUPOBAHHBIC MEPHUCTEMBI
MPEACTABIICHBI TPYIIAMH KJIETOK, KOTOPBIE€ IOCTETIIEHHO PACXOAYIOTCS TIOCIIe
WHULMALUKA ONpENIeICHHOr0 (Kak MpaBuiio, (PUKCHPOBAHHOTO) YUCIA OPraHoB, a
HEJICTEpPMUHUPOBAHHbBIE, HAMPOTUB, COCTOAT W3 CamMO-BO30OHOBISIEMOTO ITyJia
KJIETOK M MPOJOJDKAIOT WHUIMMPOBATH CTPYKTYPhI COLIBETHS (CTEOEb, JUCTHS,
BETOUKM, I[BETKHM) Ha TMPOTSHKCHHWM JKM3HEHHOro IMKina pacrenuii (Bartlett,
Thompson, 2014). Jlos OOJIBIIIMHCTBA IIBETKOBBIX pacTeHun
JNETEPMUHUPOBAHHOCTh ~MEPUCTEMBbl  O3HAYAET IMEpPEeXOJl K YCTAHOBJIEHUIO
UJICHTUYHOCTH I[BETKOBOU ((hIOpanbHOM) MEPUCTEMBI, OJIHAKO 3JIaKH SIBIISIIOTCS
UCKIIFOUCHUEM, WX MEPHUCTEMBbl COLBETHS MOTYT OBITh JE€TEPMUHUPOBAHBI
crnoco0aMy, KOTOpbI€ MPEAIIECTBYIOT WM HE CBfA3aHbl C MPUOOpETEHHUEM
UJCHTUYHOCTH  (priopasibHbIX MepucteM. [l  (eHomornyeckoro omnucaHus
pPa3BUTHSL COLBETHUS 37aKOB OblIa MpeAJIoKeHa «TOMEOTHYECKas» MOJENb
NEPEKIIOYEHUST HJICHTUYHOCTH MEPHUCTEM, B paMKaX KOTOPOH MEPHUCTEMBI
IPOXOMST Yepe3 psJ TOCICIOBATEIbHBIX MPEOOpa3oBaHU OT MEPHUCTEMBI
comBeTHs K 1BeTKOoBbIM Mepuctemam (McSteen et al.,, 2000; Laudencia-
Chingcuanco, Hake, 2002).
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OO1mast cxema pa3BUTHsI COIBETHS 3J1aKOB BBITJISAUT CIEIYIOIIMM 00pa3oMm:
nepexoJl K TreHepaTuBHOM (a3e, Korja amnMKalbHas MepUCTeMa mobera
npeoOpa3yeTcsi B MEPUCTEMY COLIBETHSI, COITPOBOXKAACTCS OBICTPBIM YBEIIMYEHUEM
ee pa3Mepa U He peaKo CMeHOM (uiuioTakcuca (Mopsiika pacloIoKEHUsI OPraHoOB
oTHOCHUTENIbHO TaBHOM ocu) (Taguchi-Shiobara et al., 2011; Bartlett, Thompson,
2014). Jlanee mepucteMa couBeTdus (GOpPMHUPYET TJIaBHYIO OCh COILIBETHS M JaeT
HAYaJo JlaTepajbHbIM MepUCTeMaM OOKOBBIX OCEW COIBETHS (Ipyroe Ha3BaHHUE —
NEPBUYHBIE AaKCHUAJIbHBIE MEPUCTEMBI COLBETHS WM MEPUCTEMBI BETOYEK Y
METeNbYAThIX 3JIaKOB). JlaTepanbHble MEPUCTEMBI, B CBOKO OYEpEb, MOTYT JaBaTh
HAYaJio JaTepajbHbBIM MepHUCTEMaM CIEAYIOLIEro MopsaKa U jajnee, JM00 MOTYT
npeKpamnarh pa3BUTUeE, JM00 NepexoauTh K popMupoBaHuto kojocka. KomockoBas
MepHUCcTeMa MOXKET OBbITh JETEPMHUHHPOBAHHOW M €€ pa3BUTHE 3aKaHUYMWBAETCS
3aKJIaIKOM TEPMUHAIBHOTO I[BETKA Mociie (OPMUPOBAHUS OIPEACICHHOIO, Kak
npaBuio, (PUKCUPOBAHHOTO 4YHMCIAa UBETKOB (PUC, KYKypy3a, S4YMEHb).
HenerepMuHupoBaHHas KOJIOCOBas MEpUCTEMa HMHUIMUPYET HEKOTOpoe (He
ONpEJEICHHOE TOYHO) 4YHCJIO UBETKOB TMepell TeM, Kak JereHepupoBaTh
(B. distachyon, mienuria) (Kellog et al., 2013; Bartlett, Thompson, 2014).

Kellog ¢ coasr. (2000) mpu wusydeHur MOP(HOJIOTHU COIBETHS 3JIAKOB
NpEeMJIOKUIIad paccMaTpUBaTh OTNEJbHbIE KOMIIOHEHTHl (DEHOTUIIAa B BHJE
MOJyJIeH, KOTOPhIE MOTYT KOMOWHHUPOBATHCS PA3IMYHBIMHU CIIOCO0AMU, C YIETOM
oco0eHHOCTel ux pa3Butus. Pazputre MepucTeM COIBETHUS 3JIaKOB MOYKET UATH 110
TPEM pa3IMYHbIM MyTsAM: (1) TEpMUHHUPOBATHCS Pa3BUTHEM KOJIOCKA, (2) maBaTh
Hayajao MEpUCTEMaM CIIeYIOIIero nopsiaka uinu (3) npekpamars passutue. Ecnu
MepHUCTEMA JTaeT HAyajo JaTepajbHON MepUCTEME CIEAYIOIIero MopsijakKa, TO 3Ta
MEpPUCTEMA, B CBOK OYEPEdb, TAKKE MOXET Pa3BUBATHCS MO OJHOMY M3 TpeX
OMMCAHHBIX BBIIIE MYTEW U, YTO BAXKHO, KAXKBIM 3Tal Pa3BUTHUS OCU CIIEIYIOLIETO
NopsiJIka HE 3aBUCUT OT MPEABIAYILIEro, TAKUM 00pa3oM B MPOLECCE SBOJIOLUU
MOTYT peaju30BaThCsl JIt0ObIe KOMOMHAIMHU. Tak, eciii MepucTeMa COLBETHS J1aeT
HAYyaJl0 €JUHCTBEHHOW KOJIOCKOBOM MEPUCTEME, TO COLIBETHE IMPEACTABICHO

CAWHCTBCHHBIM TCPMHUHAJIbHBIM KOJIOCKOM, YTO Yy 3JIaKOB BCTPCYACTCA PCAKO
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(Lygeum). Y OoJIbIIMHCTBA K€ 3JaKOB MEPUCTEMa COLBETHS JaeT Hadallo
JaTepagbHBIM MEPUCTEMaM, KOTOPBIE JINOO Cpa3y e TEPMHHUPYIOTCS pa3BUTHEM
konocka (Brachyelytrum), nu6o naroT Hadaao MepUCTEeMaM OCCH CIIEAYIONIErO
Hopsijika, B PE3yJIbTaTe 4Yero MPOUCXOAWT BETBJACHHE COLBETHS (METeIbYaThie
3naku). [lyTw pa3BUTHS anNMKaJIbHOWM MEPHUCTEMbI COLBETHS M JaTepalibHBIX
MepHCTeM, Kak mpaBuiio, paznmuyaiorcs (Malcomber et al., 2006). Takum o6paszom,
MOTU(HUKAIIME OCHOBHOM CXEMbI Pa3BHTHS COLBETHS MPHUBOIAT K Pa3HOOOpa3Uio

dbopm coretnii 31akoB (Pucynok 1.4).
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KOJIOCOK

Pucynok 1.4 — Cxembl pa3BUTHS U CTPOCHUS COIBETHH prica (a), MeTeNnku (0) U movyaTka
(B) KyKypy3bl U Kojoca mmeHuns! (r) MB — mepucremsl Berouek; MC — Mepucrema
cousernsd; NTMB — nepBuYHbIE MEpUCTEMBI BeTOYeK; BMB — BTOpHYHBIE MEpUCTEMBI
Berouek; KM — konockoBas mepucrema; 1IKM — nmapnas xonockoBas mepucrema; TKM —
TEepMUHaJIbHAsl KOJOCKOBask MepHucTeMa (MepucTeMa TEPMUHAIBHOTO Kojocka) (Bommert,
Whipple, 2017)
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VY puca anukanbHas MEPUCTEMA COI[BETUSI CHAaYajla UHUIMUPYET MEPBUYHbIC
aKCHaJIbHbIE MEPUCTEMBI (MEPUCTEMBI BETOYEK), KOTOPbIE AT Hayayio
BTOPUYHBIM aKCHAJILHBIM MEpHCTeMaM M Ha 0oJiee MO3JHUX 3Tarax pa3BUTUS —
KoJIocKOBbIM ~ Mepuctemam (Pucynok 1.4). Takum oOpa3oMm, KOJOCKOBBIE
MEPUCTEMbl UHUIIMUPYIOTCS U3 MEPBUYHBIX U BTOPUYHBIX aKCHUAJIBHBIX MEPUCTEM
COIIBETUSI W [alOT Hayajo OJAHOMY (EpTHIBHOMY ILBETKY, JIBYM CTEPHJIbHBIM
IBETKOBBIM YELIyMKaM WM Mape KOJOCKOBBIX uelryeK. KoJIOCKOBBIE 4YelIyHKH B
OOJIBIIION CTEMEHH PeAYIMPOBAHBI U HA3BIBAIOTCSA pyauMeHTapHbIME (Thompson,
Hake, 2009).

JIns couBeTud KyKypy3bl M MYMXCKOTO, U KEHCKOTO THUIOB XapaKTEPHO
pa3BUTHE TMApPHBIX KOJOCKOBBIX MEPHUCTEM, KOTOphIE BCTPEUAIOTCS TOJBKO Y
npencraButeneii  Andropogoneae. HecMmoTpst Ha CyIIECTBEHHYIO pa3HHIy B
MOP(OJOTUH KEHCKOTO M MYKCKOTO COIBETUH KYKYpPY3bl, Pa3BUTHE HUX HJIET
CXOJIHBIM 00pa30M M OCHOBHOE pa3jIMuME€ 3aKJIIOYACTCS B TOM, UYTO y MYXKCKOTO
COIBETHS (METENKH) (POPMUPYIOTCSI MEPUCTEMBI BETOUCK, a y MovyaTKa (3KEHCKOTO
COLIBETHsI) BeTOYKH He oOpasyrorcsa. (Pucynox 1.4) (Bommert et al., 2005;
Thompson, Hake, 2009).

Kosnoc mnpencraButencii TpuObl Triticeae — mIICHWIBI, PXKH, SYMEHS,
pa3BUBAECTCS B COOTBETCTBUU C OCHOBHOM CXEMOU pa3BUTHS COILIBETUS 3J1aKOB;
IJIAaBHOW OCOOCHHOCTHIO PAa3BUTHS SBISIETCSI OTCYTCTBHE MEPUCTEM BETOYEK.
KosiockoBble ~ MEpUCTEMBl  MHUIIMHUPYIOTCS  HEMOCPEICTBEHHO  MEPUCTEMOM
cougetusi (Pucynok 1.4). Paznuuusg B pa3BUTHM COUBETHI MEXIY OTIEIbHBIMU
MPEACTABUTEISIMU TPUOBI CBSI3aHBI HE C HAIMYMEM/OTCYTCTBHEM CHEIU(UUHBIX
MEpHUCTEM, a C OCOOEHHOCTAMH UX QYHKIIMOHUPOBaHUA. Tak, MepucTeMa COLBETHUS
y MSTKOM TIIEHUIBI TEPMUHUPOBAHA, a Yy SUMEHA HE JEeTEPMHUHHPOBAHA.
KosockoBasi MepucTeMa MIIEHUIbI, HAIPOTUB, HE JETEPMUHHPOBAHA, a STYMEHS
nerepMuHupoBaHa. Ilpu 3ToM y suMeHs (OPMUPYIOTCS TPU KOJIOCKOBBIC
MEpPUCTEMBI, LIEHTPAJIbHBIA KOJOCOK BCErJa pPa3BUBAETCS IOJHOCTHIO, a

JaTepaibHbIE MOTYT OBITh JTUOO MOJHOCTHIO PA3BUTHI, TUOO CTEPUIIbHBI (U B HUX
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pa3BUBAIOTCS TOJBKO THIYMHKHK), B pe3yJbTare uero Qopmupyercs Jubo
JBYPSTHBIN, JTHOO0 mecTupsaabid kooc (Pourkheirandish, Komatsuda, 2007).

Pa3BuTHe Kojoca MIIEHUIIBI WAET MO CJEAYIOIIEMY IyTH: MeEpHcTema
COLIBETHsI IMOCJIEIOBATEIbHO JAeT Hayalo JIaTepajJbHBIM MEpHCTeMaM, KOTOpbIe
pPa3BUBAIOTCS B JIaTepajbHble KOJOCKH (KOJOCKOBBIE MEpPUCTEMbI), IOKa HE
chopMupyeTcs TepMUHAIBHBIM (BEpXyIIeUHBIN) Kosocok. Kaxmas mnatepanbHas
(KOJIOCKOBasi) MEpUCTEMa pPa3BUBACTCS B €IMHCTBEHHBIM JIaTepajbHBIA KOJOCOK,
cocTosMi U3 MHOXxecTBa IBeTKOB (Bonnet, 1936). KosockoBas mepucrtema
UHUIMUPYET OpTaHbl KOJIOCKA U (DJIopaibHON MEPUCTEMBI, KOTOPBIE MOSBIISIIOTCS B
CIeyIoed  MOCHIEAOBATEIBHOCTU:  TEPBBIMHU  CTAHOBATCS  Pa3IMYUMBIMU
NPUMOPJINY JBYX KOJIOCKOBBIX WYEIIyH, 3aTeM WHHUIUUPYIOTCS (ropaabHbIe
MEpPUCTEMBI M Ha uX mnepudepun GOpMUPYIOTCS TPUMOPANH JABYX IIBETKOBBIX
Yelryu, aajiee npoucxoauT Aud@epeHIIMpoBKa OpraHoB IBETKA (IBYX JIOJAMKYII,
MECTUKA U TPEX THIYMHOK).

Konocok mnuieHunsl HeAETEPMUHUPOBAHHBIM M COCTOMT M3 HECKOJIBKHX
I[BETKOB, KOTOpBIE Ppa3BUBAIOTCA  aKpomeTanbHO. HemerepMUHUPOBAHHBIN
XapakTep KOJOCKOBBIX MEPHUCTEM MPHUCYIIl BCEM BUaM MIICHUIIbI, HE3aBUCUMO OT
ypoBasi tutongHocTH (Shitsukawa et al., 2009). Uucno ¢epTHIBHBIX IIBETKOB B
KOJIOCKE 3aBHCHUT OT OOINEro 4Yucia IBETKOBBIX MEPHCTEM M YHCIIa IIBETKOB C
TUMOIUIA3WeH, y IBETKOB JIUCTAIBHONW YacTH KOJIOCKA OOHApyXEHO JBa THUIIA
THIIOTUTA3UM: OPTaHbl I[BETKAa WHUIIMHPYIOTCS, HO HE Pa3BUBAIOTCS TOIHOCTHIO
(IUIUTONTHBIE TIIIEHUITBI), OPTaHbl IBETKA 3aKJIaJBIBAIOTCS W PA3BUBAIOTCS, HO
[IBETKH CTEPWJIbHBI (TETPAIJIONIHbIE W TEKCAIJIOWIHbIE BUJLI TMIICHUII), B
pe3ysbTaTe 4ero y AWIJIOWTHBIX BHUIOB MIIEHUIBI (EPTUIBHBIM OKa3bIBACTCS
TOJIBKO OJIMH 0a3abHBINA I[BETOK, y TETPAIUIOJHBIX — Yallle BCETO JBa IIBETKA, a Y
reKCarIOnIHOM MSITKOW MIIeHUIIbl — 4-5 BETKOB. TakuM 00pa3oM, reTepoXpoHus
B Pa3BUTHHU IBETKOB KOJIOCKA Yy BHJIOB MIICHMIIBI PAa3HOTO YPOBHS IIOMTHOCTU

ABJISACTCS NPUYMHOM PA3JIMUUM B YHUCIE 3€PHOBOK B KOJOCKE 3PEIOro Kojoca

(Shitsukawa et al., 2009).
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[TonararoT, yTo MeTeNKa sBJsETCs Oosee MPUMUTUBHON (POPMOI COLIBETUSA U

KOJIOC TIOSIBHJICS TIO3/THEE B Xo71¢ 3Bostroruu (Sakuma et al., 2011).

1.7. I'eneTnueckas peryjasauus MopgoreHesa couBeTus 371aK0B

Kykypy3a (Z. mays) u puc (O. sativa) — npencraButen cemeiicTBa 371aK0B,
y KOTOPBIX TEHETUYECKas PEryJsalus pa3BUTHS COIBETUS HamOoJee IOTHO
uzydeHa. [Ipexae Bcero 3To CBA3aHO C JOCTYIMHOCTBIO T€HETHUECKHX PECYPCOB,
pa3pabOTKON MOJICKYISIPHBIX U OMOTEXHOJOTUYECKHX MOIX0I0B aHaM3a TCHOMOB
U TOJIyYEHUEM PE3yJIbTaTOB CEKBEHHUPOBAHMS TE€HOMOB. Tak, y KyKypy3bl
MOJIy4Ye€Hbl MHOTOYHMCJICHHBIE MYTaHTBhl C W3MEHEHHOW Mopdosiorueit conpeTus
(Bommert et al., 2005), a puc O. sativa — mepBblii BH 3]1aKOB, Y€l T€HOM OBLI
cekBeHupoBaH (International Rice Genome Sequencing Project, 2005) u «
HACTOSIIEMY BpPEMEHHU XOpOIIO AaHHOTHPOBAH, YTO OTKPHIBAJIO BO3MO>KHOCTHU
MO3UIIMOHHOTO KJIOHUpOBaHus. KpoMe Toro, y puca Xopoio pa3padoTaHbl METObI
TpaHcpopMaru, 4YTO JaeT BO3MOXKHOCTh YTOYHATH (DYHKIIMOHAJIBLHYIO POJIb
BBIJICJICHHBIX C MOMOIIBIO MMO3UIIMOHHOTO KIOHHUpOBaHus reHoB (Bommert et al.,
2005). B nmocneanee Bpemsi YMCI0 BUOB 3JIaKOB, KOTOPBIE SIBJISIFOTCS MOJICTLHBIMU
JUIS U3YUCHHS Pa3IMYHBIX OMOJIOTMYECKUX MPOIECCOB, YBEIUYUIOCh U BKJIIOUYAET
B. distachyon, sumens H. vulgare, u, coBceM HeIaBHO — CETAPHIO HUTAIBIHCKYIO
Setaria italica (L.) P. Beauvois (Bommert, Whipple, 2017). CuateHusi reHoMOB
3JIaKOB TTO3BOJIMJIA MPOBOAUTH MO3UIIMOHHOE KIIOHUPOBAHUE Y BHUJIOB 3J1aKOB, Yel
reHoM OBbUT M3yYe€H B MEHBIIECH CcTerneHu. ['€Hbl, yMpaBISIONINE pPa3BUTHEM
COIBETUsI, ObLIM HWIASCHTU(PUIIMPOBAHBI OJlarojapsi MCIOJIL30BaHUIO MYTaHTOB (B
OCHOBHOM KYKYpPY3bl U pHCa), Y KOTOPBIX HapylIieHa MOPQOJOTHS COIBETUS U
[[BETKa; OOJIbIIIAs YacTh 3TUX T'€HOB PETYIUPYET MHUIHAILIUIO U CYIb0y MEpPUCTEM
(Bommert et al., 2005; Sreenivasulu, Schnurbusch, 2012).

Ilepexox OT BEreraTMBHOM CTaJWM pPA3BUTUS K TEHEPATUBHOW WU
WHUIIMANNAS I1[BETEHUS PACTEHUH MPOUCXOIUT TIOA JCHCTBHEM BHEIIHUX U

BHYTPCHHUX CTHMYJIOB. OTOT 3Tan HE IIPOABIIACTCA MOp(I)OJIOFI/I‘-IeCKI/I, HO Ha €ro
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MPOTSHKCHUH TIPOUCXOMST BaKHBIE (DU3MOJIOTHYECKUE WM3MEHEHHS, B OCHOBE
KOTOPBIX  JIEKAT  MOJICKYJISIPHO-TEHETUYECKUE TPEoOpa30BaHUs; HW3BECTHBI
X0JIOJIOBOH, (poTornepruogndeckuii, TiOOepeIMHOBBIN U aBTOHOMHBIN CUTHAJIBHBIC

yTH UHAYKIUK 1Betenus (JIyrosa u mp., 2010).

1.7.1. Poan optogioroB LFY/FLO B pa3BuTHM CONBETHS 3/1aKOB

['eHbI OpTOJIOTH ABYAOIBHBIX MOebHBIX BHIOB A. thaliana LEAFY (LFY) u
A. majus FLORICAULA (FLO) wurparor kioueByr poib B (opMHUpOBaHUU
¢topaabHON MEPHCTEMBI, SBIISSICH MHTErpatopamMu HH(GOPMAIMH, MOCTYIAOIICH
OT pa3HbIX MyTel MHMIManuu 1BeTeHus (003o0psl Jack, 2004; Prunet, Jack, 2014).
LFY u FLO xonupytot Tpanckpunuuonusie ¢paktopsl (TD), cnenuduunbie TOABKO
s pactenuii. Y myrtantoB flo u Ify mapymen meramopdo3s mobera B I[BETKH, YTO
NPUBOJUT K POPMHUPOBAHUIO BETETATUBHBIX TOOCTOB BMECTO I[BETKOB U I[BETKOB C
anomarmusimu (Jack, 2004).

VY Kykypy3bl Z. mays ObUTM HICHTHU()UIIUPOBAHBI JBE KOIMUH TOMOJIOTOB
ZFL1 (Zea mays FLO/LFY 1) u ZFL2 (Zea mays FLO/LFY 2) (Bomblies et al.,
2003). Amnamm3 gBoiHbix MmytaHTtoB Zfl1zfl2  oOmapyxwn HapymieHus B
UJICHTUYHOCTH W JCTEPMHHUPOBAHHOCTH ()JIOPATBHBIX MEPHCTEM U MYIKCKOTO, H
kKeHckoro cornBeruit  (Bomblies et al.,, 2003). T'emmr ZFL1 wu ZFL2
OKCIPECCUPYIOTCS B MEPUCTEMaxX COIBETHS, BBICOKUH YPOBCHb DKCIPECCHH
HAOJIIOIaeTCs B MAPHBIX KOJOCKOBBIX MEPUCTEMAX M COXpaHIETCs BO (JIOPaIbHBIX
MepUCTeMaxX Ha CTaJuM WHUIMAanuu opraHoB nBetka (Bomblies et al., 2003).
IMatrepn skcnpeccun renoB FLO/LFY asymonbnbix u renoB ZFL1, ZFL2
KYKypy3bl COBIAIacT, YTO Hapsay CO CXOJACTBOM MYTAHTHBIX ()EHOTHIIOB
HpEIoaracT KOHCEPBATUBHOCTh (DYHKIIUI TEHOB OPTOJIOTOB Y JIBYIOJIBHBIX U
Z. mays.

[Marrepu oskcmpeccun rena puca RFL (rice  FLORICAULA/LEAFY),
romosiora FLO/LFY, ommmuaercs ot LFY/FLO: rem skcmpeccupyercs B

AIMMKAJIBHBIX YYA4CTKax Pa3BUBAIOMICTIOCA COIBCTUA HA PAHHUX ISTAllaX Pa3sBUTHUA,



59

HO HE OKCIPECCHPYETCs HHU B TMEPBUYHBIX W/WIM BTOPHUYHBIX AaKCHAJIbHBIX
MepUCTeMax BETOYeK, HU BO QuopanbHbix Mepuctemax (Kyozuka et al., 1998).
Kpome toro, tpanckpuntsel RFL oOHapyXeHbl B anuaepMaibHBIX KJIETKaX JIMCTA.
Rao c¢ coast. (2008) mokaszanu, 4TO CHHUYKEHHE YpOBHA 3kcnpeccun reHa RFL
BBI3bIBAET CYILIECTBEHHYIO 3a/IEPAKKY IEPEXOAA PACTEHUS K LIBETEHUIO, BIUIOThH 10
OTCYTCTBHUS IIBETEHMS], & TOBBILLIEHHBIN YPOBEHb IKCIIPECCUHU, HAIIPOTHUB, BbI3BIBAET
OBICTpBIN nepexo K nuBeTeHut0. Kpome Toro, cHrkeHue ypoBHs skcnpeccuu RFL
BJIMSET HA apXUTEKTYypy COLBETHSA, IPUBOJS K YMEHBIICHUIO YHMCIIa NEPBUYHBIX
BETOUEK, COJIEPIKALIUX HECKOJIBKO KOJIOCKOB C (PepTUIIHLHBIMU IIBETKAMHU, U TIOJTHON
peayKIuu BTOpUYHBIX BeToueK. [loyHbIil HOkaayH skcnpecccun RFL npuBoaut k
penyKIIMK BTOpUYHBIX ToOeroB pactenus (Rao et al., 2008).

B 2012 r. 661 0xapakTepu30BaH MyTaHT prca aberrant panicle organization
2 (apo2), y xoToporo HaOJIOAAIOCh YMEHBIICHHE pa3Mepa METEJIKH W YHhClia
BETOUEK B pe3ylpTaTe Oo0Jee paHHEro pa3BUTHSA KOJOCKOBBIX MEPHUCTEM U
HapyIIeHs Pa3BUTHS I[BETKa, yKopoueHue mactoxpona (lkeda-Kawakatsu et al.,
2012). B pesynbrate MO3UIIMOHHOIO KIOHUPOBaHUS ObLI BBIJIETEH TEH,
OTBEYAIOMIMM 32 MyTaHTHbIM (eHoTur, uM okazancs reH APO2, uaeHTUYHBIN
panee m3yuenHomy reny RFL (Ikeda-Kawakatsu et al., 2012).

Takum oOpasom, RFL(APO2) puca sBIsSeTcs MacTep-peryisiropom
pa3IMuYHBIX TEHETUYECKUX NyTeH, YNpaBIAIOMIMUX MpOIeccaMu pa3BUTUS. Y
myrtantoB Ify A. thaliana, skcmpeccupyrommx ren puca RFL, nHaGmromaercs
HEIoJIHOE BoccTaHOoBJIeHUe (yHkimid. CnenoBarenbHo, GyHkimu reHoB LFY/FLO
u RFL coBnaaaroT TOIBKO YaCTUYHO.

Opronor FLO/LFY 6bl1 BeIEIeH B reHOMe MsATKO# mmeHuIsl (Shitsukawa
et al., 2006). Bbeuto ycraHoBimeHo, 4to matTepH oskcmpeccun WFL (wheat
FLORICAULA/ LEAFY) B couBetnn cxojeH ¢ RFL puca: ren He skcnpeccupyercs
B UBETKOBbIX MepucrteMax. Tpanckpuntel WFL oOHapyxeHbl B TKaHAX
pa3BHUBAIOIIETOCS] COLBETHS M LBETKOBBIX demlysix. Ha ocHoBaHuM 3TOro

npeanonoxuau, yro u ¢yakuuu RFL w WFL B pa3BuTtumM corBeTusi CXOJHbI

(Shisukawa et al., 2006).
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Takum oOpa3om, HaOMIOJAETCS YaCTUYHAs JUBEPreHIus (YHKIMI TeHOB
LFY/FLO nBynOnbHBIX pacTeHWH, UTPAIOIIUX KIIOYEBYIO POJIb B (hOpMHUpPOBAHUM
(1opabHOIl MEPHUCTEMBI, 1 UX TOMOJIOTOB Y 3JIAKOB, Y KOTOPBIX TOMOJIOTUYHbBIE
IeHbl TAK)K€ YYaCTBYIOT B Pa3BUTUHU COLIBETHUS U NPUHUMAIOT YYaCTUE B KOHTPOJIE

IIPOIIECCOB Pa3BUTHS U POCTA BEreTaTUBHBIX opraHoB (reH puca RFL).

1.7.2. KoucepBatuBHocTh curHajsHoro mnytu CLAVATA-WUSCHEL,
KOOPAMHUPYIOLIEro npojudepaunio u 1uddepeHIupPOBKY KIECTOK MEpPUCTEM,

Y BBICIIUX PACTEHUH

Yuciio akcHUagbHBIX MEPUCTEM, WHHIIMHPYEMBIX MEPUCTEMaMHU COIIBETHS
KYKYpy3bl U pHCa, 3aBUCUT OT UX pa3Mepa, U HAXOJUTCS IOJ] KOHTPOJIEM TE€HOB,
romostornunbix renam A. thaliana CLAVATA (CLV1, 2, 3) (Somssich et al., 2016).
Curnansueiii iyt CLAVATA-WUSCHEL koopnunupyer mnponudepanuo u
muhPepeHIUPOBKY KJIETOK MEPHUCTEM, SBISASCh OCHOBHBIM B  PEryJsUd
romeocrtaza mepucteM Bbicuiux pacteHuid. CLAVATA-WUSCHEL BniepBbie Obu1
obHapyskeH u uzyden y A. thaliana (Somssich et al., 2016).

I'en WUSHEL (WUS) KOJIUPYET rOMEOJIOMEH-COIep KAl
TPAHCKPUMIIMOHHBIN  (HAKTOP, KOTOPBIA JKCIPECCUPYETCS] B OPraHU3yIOIIEM
uentpe (OLl) ueHTpanbHOM 30HBI ANUKaNbHON MepucTeMbl. DYHKIHS TeHa —
nojjiep>kaHue myJia CTBOJIOBBIX KieTok (Mayer et al., 1998).

VY wmyranroB clavata (clvl, 2, 3) A. thaliana yBemudeHO YHCIIO KIIETOK
HeHTpalibHOU 30HBI [TAM, 4TO NMPUBOJIUT K YBEJIWYEHHIO YKCIIA OPraHOB LIBETKA,
IJIO/IOJUCTUKOB, dacuuauu credis, GOpMUPOBAHUIO IUIOJIA «MaTpelIkay, Ha
OCHOBAaHHMH 4Yero mnpeamnojoxmid, u4rto TeHsl CLV HeratuBHO perymupyroT
akcrnpeccuto WUS, orpannuunBas o61acts ero skcnpeccuu B [IAM (JIytosa u np.,
2010; Somssich et al.,, 2016). TI'en CLV1 komupyer TpaHCMEMOpaHHYIO
peuentopuyro kmHazy, a CLVZ2 - penentop-nogoOHbI OCIOK, HMEIOIINMA
3gaunTeabHoe cxoactBo ¢ CLVI1, HO 06e3 HUTOINIa3MaTHYECKOIO0 KHHA3HOTO

nomeHa. CLV3 koaupyeT HEOOIbIIONW CEeKPETOPHBIN MENTU U3 96-1 aMUHOKUCIIOT,
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coZiep KaIluii CLE-nomen (CLAVATAS3 (CLV3)/ENDOSPERM

SURROUNDING REGION (ESR)). CLV3 npeacrasisier co0oii ITaH1, KOTOPBIN
cBs3biBaeTcs ¢ perenropamu CLV1, CLV2 (JIyrosa u ap., 2010; Somssich et al.,
2016).

I'en xykypy3ssr THIK TASSEL DWARF1 (TD1) komupyer LRR-
pelenTopHyl0 KuHa3y W romosiormueH reny CLV1. Myranter tdl wumeror
BBIPXEHHYIO (haclMaAIUIO0 OCH KEHCKOTO COLIBETHSI U CYHIECTBEHHOE YBEIHMYEHUE
gucia psgoB B mouarke (Bommert et al., 2005). V myranTa puca floral organ
numberl (fonl) naGmomaercs yBenndenue pasmepa (IOpaTbHOH MEPUCTEMBI U
yucna opratoB 1BeTka; FON1 kogupyeT 0eiok ¢ BHICOKOM CTENEHbI0 TOMOJIOTHH C
TD1 u CLV1 (Suzaki et al., 2004). OsLRK1 puca Takxe sBusercs CLV1-
0/IOOHBIM T€HOM, €ro caitieHcHHr B pe3ynsrate PHK-unTepdepenunn npusoaut
K yBenuueHuio yncia opraHos nperka (Kim et al., 2000). Hapsay ¢ fonl y puca
BhIsSIBIICHBI Jipyrue myTtantbl fon2-1, fon2-2 m fon3 co cxoaubiM denorunom
COLIBETHS, CBSI3aHHBIM C YBEJIMYEHUEM pa3Mepa MEPUCTEMbI COLIBETHUS M YHCIa
opranoB 1Betka (Nagasawa et al., 1996; Jiang et al., 2005).

bouto oOHapykeHo, 4YTO y Msrkoi mmieHunbl romonor rema CLV1 —
Traes_4AS_04E4A0063 skcripeccupyeTcs Ha CTaAUSX Pa3BUTHS, KOTJ/Ia COLIBETHE
IIICHUIIBI COACPIKUT TKAaHU MeprcTeM U 3a4aTkoB opranoB (Feng et al., 2017), uto
nojipazyMeBaeT aHajorudHbie ¢pyHKimuu ¢ optojgorumu CLV1 Beicmmx pacreHuii
(Clark et al., 1997, Suzaki et al., 2004; Feng et al., 2017).

I'en kykypy3sl FASCIATED EAR 2 (FEA2) koaupyeT 0e10K roOMOJIOTHYHbIH
CLV?2 (Taguchi-Shiobara et al., 2011). ¥V fea2-myTaHTOB CYIIECTBEHHO yBEIHUCH
pa3Mep MEpHCTEMBI COIBETHS, YacTO YBEIHMUYEH pa3Mep aKCHAIbHBIX MEPUCTEM
COLBETUS U (PIIOpaTbHBIX MEPUCTEM, YTO MPUBOJAUT K (POPMHPOBAHUIO MOYATKA C
YBEIMYCHHBIM YHCJIOM PSJOB W JIOTMIOJIHUTENBHBIX OpraHoB IBeTka (Taguchi-
Shiobara et al., 2011). [IBoiinbic myTanTsl td1lfea2 umeror Gosee BbIpaKCHHBIM
MYTaHTHBIM ()EHOTUII TIO0 CPAaBHEHHIO C (PEHOTHUNAMHM KaXKIOro OTIEIBHOIO
mytanTa tdl m fea2, yro mpenamosaraetT NMPUHAIICKHOCTh TEHOB K Pa3IHMYHBIM

reHetuueckuM mnytsMm perymsiiuu (Bommert et al., 2005). Beiio mokasaHo, 4TO
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CLV2 A. thaliana Ttaxxe npuHAIICKUT HE3ABHCHMOMY CUTHAIBHOMY IyTH U
dbopmupyeT perenTopHbii kKomiieke ¢ 6enkom CRN (apyroe Ha3BaHue reHa —
SUPPRESSOR OF LLP2, SOL2) (Mdiller et al., 2008).

HenaBHo Obin oOHapyxeH emie oauH reH Kykypy3sl FASCIATED EARS3
(FEA3), komupyromuii LRR-penientopayto kunazy CLV-tuma. Myrtamuu 3T0ro
reHa BbI3BIBAIOT cXxonHble ¢ fea2 wu tdl ¢eHoTMmuyeckne NPOABICHUS —
yBEIMYCHUE pa3Mepa MepucTeMsl coreTus. IBorineie MyTanThl fea3fea2 nmeror
0oJiee BBIpaXEHHBIH MyTaHTHBIM (DEHOTHUII, YTO MpEJIoaracT B3aUMOJICHUCTBUE
reHoB W Hajmumume oOmed mumenu (Je et al., 2016). I'en akcnpeccupyercs B
obmactu mepucreMbl, okpyxkawmeir OL[ um orBewaer Ha CLE (menrtumabie)-
CHTHAJIBI OT 3a4aTKoB opraHoB (Je et al., 2016).

Ob6napyxeno, uto ren FEA2 ko-nokanu3yercs Ha T€HETHYECKOM KapTe C
QTL, ompenenstommmM YUCIo PSAIOB 3€peH B MOYATKE W, TAKUM 00pa3oM, MOXKET
uMeTh OOJNbIIIOEe 3HAUEHHWE IS MUCTOJIB30BAaHUS B CEJIEKIIMOHHBIX MporpamMmax ¢
1eNIbi0  ToBbIIIeHUs1 ypoxkainoctu (Taguchi-Shiobara et al.,, 2011). Haiinensr
«cnabwie» ayutenu reHoB fea2 u fea3, koTopbie YBEIMUMBAIOT YHCIIO PSIIOB 3€PEH B
NoyaTKe, HE BBI3bIBAS MPHU 3TOM HU3MEHEHHH B MOP(OJIOTHMH — YKOPOUEHHUE HIIU
dacmarnuro couserus (Bommert et al., 2013; Je et al., 2016).

I'en puca FLORAL ORGAN NUMBER 2 (FON2) komupyetr HEOOJBIION
CEKPETOPHBIN OCIIOK U sSBIIsAETCS HpeanonaraeMbiM opTosorom rena CLV3 (Chu et
al.,, 2006; Suzaki et al., 2004). ¥ myranToB fon2 HaOmromaeTcsi yBeIMYCHHE
pa3mepoB [TAM, mepucteMbl cOLBETHS U (PJIOPATBHBIX MEPUCTEM, UTO MPUBOJIUT K
(OpPMHUPOBAHHIO CBEPXUYMCIICHHBIX MEPBUYHBIX BETOUEK W OpraHoB IBeTkoB (Chu
et al., 2006; Suzaki et al., 2004). Kpome Toro, y puca oOHapy>KeH €IIe OIMH
romoJior CLV3 (FON2-related) — FON2 SPARE1 (FOS1); dyukiun FON2 u FOS1
BBIPOJKJICHBI Y HEKOTOPBIX reHoTHIoB (Suzaki et al., 2009).

Takum o6pazom, curHanbHbli myTh CLV YacTMYHO KOHCEpBaTHBEH Y
OJTHOJIOJIbHBIX M JBYJIOJIbHBIX DPACTEHUH. Y 3]1aKOB BIUSHUE MYTAallUid TEHOB,
NPUHAISKANINX 3TOMY IyTH, HE OTPAHUYMBAIOTCS MEPHCTEMOH COIBETHS, a

paciIpoCTPaHAOTCA M HAa MCPHUCTCMbI, 3aKJIaJAbIBAIOIIHUCCA IMO3JHCC B IIPOLCCCC
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pa3BuTusl (HampuMep, TMEpBUYHBIE W BTOPUYHBIE AaKCHAIBHBIE MEPUCTEMBI
COLIBETHSI), BbI3bIBas CXOJAHbIE 3((EKThI, CBA3aHHBIE C YBEIWYCHHEM pa3mepa
MepucteM. OOHapyXeHHBIE y 37aKOB OCOOEHHOCTH CBSI3aHbl C MATTEPHOM
HKCIIPECCUU TOMOJIOTUYHBIX T€HOB M BBIPOKIEHHOCTbIO HEKOTOPBIX (DYHKIIHA.
Tak, nanpumep, red puca FON2, B otiinuue ot CLV3, He y4acTBYeT B peryJisiiuu
BET€TaTUBHOTO pa3BuTUs. Y puca 3Ty ¢yHkuuio BeinogaHsaioT FONZ2-LIKE
CLEPROTEIN1 (FCP1) u FCP2, nognepxwuBatomiue ¢pyHKnuoHupoBanue [TAM
Ha BerertaTUBHOM ctaauu pa3Butus (Suzaki et al., 2008). Kpome Toro, BaxKHbIM
aCIeKTOM SBJSIETCSI HAJIWYUE KOJMYECTBEHHOM HW3MEHYMBOCTU B MPOSBICHUU
IPU3HAKOB O] KOHTPOJIEM reHOB curHanbHoro iyt CLV y 371aK0B, UTO SIBIIsSIeTCA
MPEINOCHUTKOM I HMCIIONB30BAaHUS «CIIA0BIX» aijiesield, BHOCAIIUX BKIAd B
U3MEHYMBOCTh POCTA U MPOJAYKTUBHOCTH PACTEHUI B CEJIEKIIMOHHBIX MTPOrpaMMax.

Ponw opronoros rena WUS y 3makoB He BroJiHe sicHa. [laTTepH skcnpeccuu
DYTUTMIUPOBAHHBIX ToMOJIOTOB KyKypy3bl ZMWUSL u ZmWUS2 npeanonaraer
Heckonbko otauyHble ot WUS  dynkumm: o6macte skcnpeccun ZmWUSL
nepekpbiBaeTcsi ¢ OLl mepuctembr conetus, a ZMWUS2 skcnpeccupyeTcsi Ha
nepudepun MmepructemMsl conBeTHs. OHAKO PYHKIIMOHATHHON OLIEHKH 3TU T€HbI HE
MOJTYYMJIM, TaK KaK MyTaHTBI 10 HUM mosrydenbl He Obutr (Nardmann, Werr, 2006;
Je et al., 2016). Ussecten opronor rera WUS puca — TILLERS ABSENT1 (TAB1
it  OsSWUS). Tlomarator, yto TABl wurpaer BaxHYy! pOJb B WHHUIIMAIUU
aKCUAIILHBIX MEPHCTEM, TaK KaK WX 3aKiajgka y myraHTtoB tabl He mpowmcxomut
(Tanaka et al., 2015).

B uenom, cnexyer ormMeTuTh, uTo Moayiu curHaibHoro nmytu CLAVATA-
WUSCHEL BricIiux pacTeHHI pETyIUPYIOT aKTUBHOCTh MEPUCTEM BO BpEeMsI BCEX
ATalOB PpPa3BUTHUA W POCTa paAcCTeHHWs, BKIOYas U BETeTaTUBHYIO, U
PENPOAYKTUBHYIO CTaIio, M SBISIOTCA (pakTOpamu, OIMPENeSIONIMMH YHCIIO

OpraHOB, MHUIIUHUPYEMbIX MCPHUCTCMAMM.
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1.7.3. T'eHeTH4ecKasi peryJsalus WHULNUANMH W TONJAEPKAHUS AKTHBHOCTH

AKCHAJIBHBIX MEPUCTEM COLIBETHUA 3J1aAKO0B

VY 3]1aKOB TYTH Pa3BUTHS aNMKaJIbHOW M aKCHAJIbHBIX MEPHCTEM COIBETHS
OTIUYAIOTCSI. Y MHOTHX 3J1aKOB (DUIUTOTAKCHUC MEPUCTEMBI COIBETHS CITUPATBHBIM,
a MepucTeM BeTouek — ABypsaaHbii (Bartlett, Thompson, 2014). Myraiuu reHos,
KOTOpBIC BIUSIOT HA MEPHUCTEMY COIIBETHS, MOTYT HE 3aTparuBarh OCTaJbHBIC
MepHCcTeMbI 1 Vice versa. Hanpumep, rerst optojoru barrenstalkl (bal) kykypyssl
u LAX PANICLEl (LAX1) puca HeoOXOAWUMBI IS WHHUIMAIIMA aKCHAIBHBIX
MepucteM © (OPMHUPOBAHHMS BETOUYEK, HO HE 3aTParuBalOT AIHMKAIbHYIO
mepucteMy corpetus (Gallavotti et al., 2004; Komatsu et al., 2003b). Myranun
3THX TEHOB BBI3BIBAIOT CYIIESCTBEHHOE YMEHBIIICHUE YUCIIA BETOUYCK U KOJIOCKOB Y
puca (Komatsu et al., 2001, 2003b) wim OTCYTCTBHE BETBICHHS METCIIKH
kykypy3bl (Ritter et al.,, 2002; Gallavotti et al., 2004). I'en kykypy3sl bal
y4acTBYeT B KOHTpPOJIC WHHIIMAIMKA aKCHAJILHBIX MEPHCTEM BCEX HaJ3eMHBIX
yacreii pacrenusi, a LAX1 puca — tompko cormgerus. bal/LAX1 koaupyrot
TPAHCKPHUITIIUOHHBIE (PAKTOPHI C TJIABHBIM JIOMEHOM «CITHPATb TETIISA CIHUPAIIB
(basic-helix-loop-helix, bHLH) (Gallavotti et al., 2004; Komatsu et al., 2003Db).

I'ern puca MONOCULM1 (MOC1) HeoOXoauM JijIsi HHUITHALIMHA aKCHATbHBIX
MEPHCTEM BO BPEMsI BEr€TaTUBHOTO W TCHEPATUBHOTO Pa3BUTHS pacTeHUs. MyTaHT
MOCl nWIeH BTOPHYHBIX IMOOETOB, METENKAa COJCPIKUT HECKOJIBKO BETOYEK U
kostockoB (Li et al., 2003; Oikawa, Kyozuka, 2009).

Zhang ¢ coaBt. (2015) mokasanu, yro romosior MOC1 MSArko# MIEeHUIBI —
TaMOC1 (0OHApYX)EHO 82,6% TOMOJIOTHH aMUHOKHCIIOTHBIX
nocienoBarenbHocter MOC1 u TaMOC1) ydactByer B KOHTpOJIE pPa3BUTHSA
kostocka mmeHunbpl. MOC1/TaMOC1 koaupyroT TpaHCKpHUnnoHHbIe GakTopsl (Li
et al., 2003; Oikawa, Kyozuka, 2009; Zhang et al., 2015).

B merenke myranta barren inflorescence2 (bif2) kykypy3sl He pa3BUBarOTCs

BC€TOYKHM MJIHN KOJOCKH, TICH H€O6XO]II/IM A1 IOAACPKaHUs aKTHBHOCTH
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akcuanmpHbix MepucteM (McSteen, Hake, 2001). BIF2 xkommpyer Ser/Thr

npotennkuHazy (McSteen et al., 2000).

1.7.4. T'eHeruyeckass peryJjsiiusi YCTAHOBJICHMS HJACHTHYHOCTH U

ACTEPMHUHUPOBAHHOCTH KOJOCKOBBIX MEPHUCTEM

Myranmu renos optoioroB branched silklessl (bdl) xykypyssr u FRIZZY
PANICLE (FZP) puca mnpuBomst K (GOpPMHPOBAHHIO OYEHb Pa3BETBICHHOTO
consetus (Chuck et al., 2002; Komatsu et al., 2001; Komatsu et al., 2003a; Zhu et
al., 2003; Yi et al., 2005). I'eHbl KOIUPYIOT TPAHCKPHUIIUOHHBIC (AKTOPHI
cemetictea APETALA2 (AP2). ¥ myrantoB bdl u fzp Hapymiena uaeHTUYHOCTD
KOJIOCOBBIX ~MEPHCTEM TMpH TepexojJe K YCTAaHOBIICHUIO HWICHTUYHOCTH
(IIopa’IbHBIX MEPHUCTEM, B pe3yJbTaTe 4Yero Ha MECTE ILBETKOB (OPMHUPYIOTCS
BeTOYKH. CTENEeHb BBIPAKCHHOCTH MYTAHTHOTO (EHOTHIIA y MYXKCKOTO H
KEHCKOTO COIBETHH KYKYpy3bl HEOIMHAKOBAa, MPH 3TOM Y >KEHCKOTO COI[BETHSI
(GOpPMHUPYIOTCS  DKTONMYECKHE BETOYKHM U (UIOpajbHBIC MEPHUCTEMBI  HE
3aKiaapiBatoTcss. MytanTel fZp u bdl uMeroT CXOIHBIM MATTEPH IKCIPECCUU, MX
TPAHCKPHIITHI OOHApYKEHBI B pa3BuBaroimxcs opranax corperuii (Chuck et al.,
2002; Komatsu et al., 2003a). CrneayeT OTMETHThb, YTO T€HBI OPTOJIOTH
9KCIPECCUPYIOTCS HE B MEPHCTEMAX, a B IPUMOPAUSIX KOJIOCKOBbIX demyi (Chuck
et al., 2002; Komatsu et al., 2003a).

Eme oauH reH puca, KOHTPOJUPYIONIMA YCTAaHOBICHHE HIECHTHYHOCTH
mepuctem kojocka — PANCILE PHYTOMER2/OSMADS34 (PAP2) (Gao et al.,
2010; Kobayashi et al., 2012). PAP2 xomupyer SEPALLATA-nomoOHbIH
TPAHCKPUTIIIMOHHBIN (pakTop coaepxkamuii MADS-6okc. Y 1BymOTbHBIX, B
gactHocT y A. thaliana, reast SEPALLATA (SEPL, 2, 3, 4) npunamiexar k E-
KJIaCCy TE€HOB, HEOOXOAMMBIX JJisi 00pa3oBaHHs (PYHKIIMOHAIBHBIX OCIKOBBIX
KOMIUIEKCOB C MpoJayKTamMu reHoB kiaccoB A, B m C, ux QyHKIHM YaCTHYHO
nepekpoiBatorces (Pelaz et al., 2000; Theissen, Saedler, 2001; Ditta et al., 2004). V

TPOWHBIX  MyTaHTOB  Seplsep2sep3  mepucremMa  I[BeTKAa  CTAHOBUTCA
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HEJIETEPMUHUPOBAHHOMN M OpraHbl [[BETKA MPECTABICHBI TOJIBKO YaIICTHCTUKAMH,
a y 4eTBEpHOro MyTaHTa Seplsep2sep3sep4 BMECTO HAMICTUCTHKOB Pa3BUBAIOTCS
auctononooubie cTpykTyphl (Pelaz et al., 2000; Ditta et al., 2004).

Y MyTtaHta puca pap2 HaOIIOJAIOTCA HAPYIIEHUS B CTPOCHUH COLIBETHUS,
CBSI3aHHBIC C ()OPMUPOBAHUEM OOJIBIIIETO YKCIIA BETOYEK, B CTPOCHUH KOJIOCKA —
pPa3BHUTHE CBEPXUYMCIICHHBIX JIMCTOMOMAOOHBIX KOJOCKOBBIX M IBETKOBBIX HYCUIYH C
OKTONMMYECKMMH BETOYKAMH W HApYyIIEHHE B CTPOCHHUU IBETKOB. Y CHUIICHHOE
BETBJICHHE COIIBETHUS M PA3BUTHE JTUCTOMOMOOHBIX CTPYKTYp Y MyTaHTa TOBOPUT O
YaCTUYHOU MOTEepEe MISHTHYHOCTU KOJIOCKOBBIX MepucTeM. ['eH skcmpeccupyercs
B MEpHCTEeMaX KOJIOCKA, HAOIIOIAeTCsl TOBHIIICHUE YPOBHS €r0 AKCIPECCUH TPH
YCTaHOBJICHUH UICHTUYHOCTH KOJIOCKOBBIX MEPUCTEM.

Takum obpazom, SEP y 3makoB mpuoOperaeT HOBYIO (YHKIHMOHAIBHYIO
pOJib, KOTOpasl 3aKJIIOYaeTCss B YCTAaHOBIICHWH WJICHTUYHOCTH KOJOCKOBBIX
MepucteM. YactuuHblii xapaktep notrepu (¢yHkuum reHa POP2  puca
IpeJoiaracT HaJIMIKMe JPYroro reHa (FeHOB) M BBIPOXKICHHOCTH (DYHKITUH ATHX
TCHETHYCCKUX (DAKTOPOB B YCTAHOBJICHUU HICHTHYHOCTH KOJIOCKOBBIX MEPHCTEM.

Myranuu rena puca aberrant panicle organizationl (apol) BeI3bIBarOT
NPEXKIEBPEMECHHOE YCTAaHOBJICHUE MJICHTHYHOCTH KOJIOCKOBBIX MEPUCTEM, M, KaK
pe3ynbTaT, yMmeHbleHue BetBieHus couperus (Ikeda et al., 2005). I'en APO1 puca
Komupyer Oenok, coxepxammii F-6okc, u opromormunsii UNUSUAL FLORAL
ORGANS (UFO) A. thaliana. ®yuxuus APO1 3akirouaercs B IOAaBICHUN
YCTAHOBJICHUSI HIACHTUYHOCTH KOJIOCKOBbIX MepucteM (lkeda et al., 2007).
[Momobuyto dynkiuio Beimonuser ren RFL (APO2) puca. beuto mokazaHo, 4uTo
reabl APO1 u APO2 neiicTBYIOT COBMECTHO B KOHTPOJIE PAa3BUTHUS COLBETHUS U
nsetka (lkeda-Kawakatsu et al., 2012). B 1enom, coBMeCTHOE JEHCTBHE T€HOB
APO1/APO2 cootBetctByeT Ko-perysmuu reHoB LFY/UFO A. thaliana (JIyrosa u
ap., 2010), ogHAKO ciieIyeT OTMETHTh, YTO Ha pa3BuTHe BeTka reisl APO2/RFL u
LFY neiictBytoT npotuBomnoioxHbiM o0pa3om (Ikeda-Kawakatsu et al., 2012), uro

oTpaxactT 9BOJIOIMOHHYTO AUBCPICHINUIO ICHECTUYCCKHUX MECXaHHU3MOB,
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YIPaBIAIOMUX pa3BUTHEM coluBeTus puca (omHomonbHbie) u  A. thaliana
(IBYyIOTBHBIE).

Eme oauH TeH puca, NEHCTBHE KOTOPOTO CYNPECCHPYET YCTAHOBJICHUE
UJACHTUYHOCTH KOJIOCKOBBIX Mepuctem — TAWAWAL (TAW1), ALOG-
TpaHckpurnuuoHHoro ¢akropa (Yoshida et al., 2013). ¥ myranra tawawal-D
AKTUBHOCTh MEPUCTEMBI COIIBETHS MPOJOHTHPYETCs, a CHCIU(HUKAIMSI MEPUCTEM
KOJIOCKA, HANpOTUB, 3aCPKUBACTCS, B peE3yiabTare dYero (GOpPMHUPYIOTCS
yIUTMHEHHBIC BETOYKH C YBEJIUYCHHBIM YHCIIOM KOJIOCKOB.

belo OOHapy’kKeHO, 4TO IeHbl MSTKOM MIIEHUIbI, roMosioruunsie TAW1
puca (Yoshida et al., 2013), skcripeccupyroTcss BO BpeMsi HHAIIUAIIUN KOJIOCKOBBIX
MmepucTteM pasBuBaromierocs corerus (Feng et al.,, 2017). B uemnom, narrepHsl
JKcIpeccun 3Tux TeHoB M reHa TAWI1 puca coBmagaroT, Ha OCHOBAaHUM YErO
aBTOPBI TPEANOJIOKUIN CXOACTBO MX (YHKIMHA B Pa3BUTHU COLIBETUH puca U
nmennnbl (Feng et al., 2017).

Takum  oOpasoMm, B pe3yiabTare CKOOPAMHUPOBAHHOTO  JEHCTBUS
TCHETHYCCKUX (PaKTOPOB, KOTOPbIE CHOCOOCTBYIOT YCTAHOBJICHUIO HUICHTUYHOCTH
koockoBbIx MepucteM (FZP m POP2) m mx cympeccum (APOL, 2 m TAW1),
IPOUCXOTUT CIEIU(PHUKAIMS KOJOCKOBBIX MEPUCTEM U JIaJbHEUIICEe pa3BUTHE
KOJIOCKA.

[Tocne ycTaHOBJIEHUS WICHTUYHOCTH KOJOCKOBBIX MEPUCTEM, CIEIYIOIIEee
BRXHOE COOBITHE B  TIPOIECCE  Pa3BHTUS  KOJOCKA —  ONpEICIICHHE
JIEeTEPMUHAPOBAHHOCTH. Y  3JIaKOB  JCTEPMHHHUPOBAHHOCTh  KOJIOCKOBOIA
MEpPUCTEMBI ~ OTpEAeTSeTCS KOHCEPBATUBHBIM  MEXaHHU3MOM,  BKIIFOUYAIOIINM
B3aumoyeiicteue MukpoPHK172 u mumenn — APETALA2 (AP2) -momoGHOro
TpaHCKpHUNIuoHHOTro ¢aktopa (Bommert, Whipple, 2017). Ilonmarator, uro
MHOTOIIBETKOBBIA HEJACTEPMUHUPOBAHHBIM KoJIOCOK (mmieHuiia, B. distachyon)
BO3HHK B IPOIIECCE SBOJIIOINMU PaHBIIE, YeM JCTEPMUHUPOBAHHBIHN (PHC, KYKYpY3a,
samenb) (L[Benes, 1976; Bommert, Whipple, 2017). Myraiusi reHa KyKypy3bl
indeterminate spikeletl (idsl) mpuBomuT K (HOPMUPOBAHHIO CBEPXUMCIICHHBIX

nseTkoB (Chuck et al., 1998). AktuBnocts rena IDS1 perymupyercs Tasselseed4



68
(Ts4) — moxycom, xomupyromuM MukpoPHK, miR172 (Chuck et al., 2007). Kpome

Toro, ObuT 0OHapyxkeH mapaior reHa IDS1 — SISTER OF IDS1 (SID1), nokasaso,
yto (yHkiuu reHoB IDS/ u SID1 B perynsiiuu A1eTepMUHUPOBAHHOCTH KOJIOCKA
KyKypy3sl Beipoxaenst (Chuck et al., 2008).

Optosioru renoB IDS1 u SID1 ¢ BeipoxkaeHHBIMU (QYHKIIUSIMUA B KOHTPOJIC
JETEPMUHUPOBAHHOCTU KOJIOCKA ObLIM OOHApY’>KEHbI Yy pUca M SUMEHs, MOKa3aH
KOHCEPBATUBHBI  MEXaHHU3M  PETryJSIUH  JIETEPMHUHUPOBAHHOCTH  KOJIOCKA
mukpoPHK — miR172 (Lee et al., 2007; Lee, An, 2012; Brown, Bregitzer, 2011).

HenaBHO OBLIO YCTaHOBIJIEHO, YTO TJIaBHBIA T'€H JOMECTHKAIIUU MIIEHUIIBI —
Q, MacTep-TreH, PeryJIupyOmuid Pl BAXKHBIX ISl JOMECTUKAITUN XapaKTEPUCTHK
KoJioca, aBisieTcst oprosioroM IDS1 kykypy3bl, 1 MyTallMi B CaliTe CBSI3bIBAHUSA C
MIR172 mpuBOAAT K U3MCHEHUSIM JICTEPMUHHUPOBAHHOCTH KOJIOCKA, BBI3BIBASI €TO
yJIMHeHHe W (OPMHUPOBAHHE MHOTOYHMCIICHHBIX IIBETKOB Ha KOJIOCKOBOM OCH
(Simons et al., 2006; Debernardi et al., 2017).

Myrarnuu renoB Ramosa (Ral, 2, 3) BbI3bIBAIOT HAPYIIICHUE HICHTHYHOCTH
MApHBIX  KOJOCKOBBIX MEPHUCTEM COIBETHS, CHEUU(DUUHBIX TOJBKO IS
npeacraButeneid TpuObl Andropogoneae. Y myrtaHToOB KyKypy3bl ramosal (ral),
ra2 u ra3 GopMuUpyrOTCS MHOTOYUCIEHHBIC YJIMHEHHbIE BETOUKH B METEJIKE U
MOSIBJIIIOTCS yUTMHEHHBIE «BeToukn» B nouaTke (Vollbrecht et al., 2005; Bortiri et
al., 2006; Satoh-Nagasawa et al., 2006). Ral u Ra2 koaupyrOT TPaHCKPHUITIIHOHHBIC
daxtopsl (TD) cemerictea C2H2-miunkoBbie nanbelbl U T, conepxkamuii LOB
(lateral organ boundary)-nomen (Vollbrecht et al., 2005; Bortiri et al., 2006), a Ra3
KOJHUPYET Tperano3o-6-pocharnyro docdarasy (Satoh-Nagasawa et al., 2006).
Bce Tpu rena npuHajiexar oqHOMY reHeTndeckoMy mytu peryssiiuu (Tanaka et
al., 2015).

Opronoru renoB RA1 m RA3 yHukanbHbl a1 TpuObsl Andropogoneae,
onmuskuii mapamor Ra3 c¢ HeompeneneHHONW Ha Hactosiiee Bpems (QyHKImen
oOHapyKeH M y Apyrux 3nakos, Hanpumep, HVSRA stumens (Satoh-Nagasawa et al.,
2006). B otmume or RAL u RA3, cnieumduunbix s Andropogoneae, opTosioru

reHa Ra2 wurpaloT BaXHYO pOJb B PAa3BUTUM COIBETHUS  Pa3IAYHBIX
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npeacTaBuTee 3makoB. Optosor Ra2 Obut BeIeiIeH B reHoMe stamenst, VIsd (Six-
rowed spike4)/HVRA2 (Koppolu et al., 2013). Myraruu reHa IpuBOIAT K TOTEPE
JIETePMUHUPOBAHHOCTH MEPUCTEMBI KOJIOCKA M TIOTHOMY Pa3BUTHIO JaTepPabHBIX
kojockoB (Koppolu et al.,, 2013). Ilomararor, 4TO, HECMOTpPS Ha BBICOKYIO
KOHCEPBATUBHOCTh CTPYKTYpbl © GYHKIOUMH TeHa Ra2 y  pa3iauyuHbIX
NpeCTaBUTENCH 371aKOB, TEHBI-MHUIIICHH y OPTOJIOTOB MOTYT OBITH Pa3TUYHBIMHU.
Tak, ren sumenss HVRA2, perynupyeTr psIHOCTh KOJIOCA ONOCPEJOBAaHHO, depes

perymsnuio reda-mumenu — Vrsl (HvHox1) (Koppolu et al., 2013).

1.8. 3akiarouenne k ['mase 1

HecMmoTtpst Ha CyIeCTBEHHBIE Pa3JIMIUs B CTPOCHHUM COIBETHUH MOJICIIBHOTO
Buga pacrenuii A. thaliana (aBymonbHBIC pacTeHHs) W 3J1aKOB (OJHOIOJbHBIC
pacTeHHsi), HAJIMYME HEKOTOPHIX TEHETUYECKHMX MEXAaHHW3MOB, DPETYIUPYIOUIUX
IIPOIECCHI PA3BHTHS COIBETUH 3JIaKOB, IMOJITBEP)KIAET MOJCTH TECHETHYCCKOU
perynsnuu, oTKpeiThie panee y A. thaliana. Tak, curnansbiii myth CLAVATA-
WUSCHEL, xoopaunupytoumii nponudepanuio u nuddepeHIpoBKy KIETOK
MEpPHUCTEM, B I1€JI0M, KOHCEPBATHUBEH Y BBICIIUX pacTeHuid. KiltoueBbie perymsiTopsl,
Hanpumep, reH CLV1, coxpansior cBou GyHKIMHM U Y JABYAOJBHBIX, U Y
omHOMONIBHBIX pacTenmid (Clark et al., 1997; Suzaki et al., 2004; Feng et al., 2017).
Bmecre ¢ Tem, oOHapyxeHa ¢yHKIMOHANIbHAs JIUBEpPCU(UKAIIUS TEHOB,
NPUHAUICKANINX 3TOMY CHTHAIBHOMY IIyTH, BOBJICYCHHE HOBBIX T'C€HOB B
PETYJISIMIO MPOLIECCOB Pa3BUTHS COLBETHS 311akoB (Somssich et al., 2016).

[Toka3aHo, 4YTO MHOTME TE€HBI, YIPABIAIOIIMNEC PAa3BUTHEM COLBETHH
JIBYJIOJIBHBIX U OHOJOJBHBIX PACTCHHH, JUBEPTHPOBABIINX OKojo 200 MIIH JeT
nazan (Wolfe et al., 1989), ne koHcepBaTHBHBL. Hanpumep, He U3BECTEH OpPTOJIOT
A.thaliana renoB kykypy3bl ball u puca LAX, peryiupymoimux HHHALIHAAIUIO
akcuanbHBIX MepucteM coreTrs (Komatsu et al., 2003b; Gallavotti et al., 2004).

Yro kacaeTcst OT/IaJICHHBIX TAKCOHOB B MpeIesiaX OJHOTO Kilacca I[BETKOBBIX

pacTeHuil, HalpuMep, NPEACTABUTENEH CeMeHCcTBa 3JaKOB, TO Hapsay ¢
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KOHCEPBAaTUBHBIMH T'e€HETHYCCKUMU Iy TSIMH, 0OHapyKEHbI MOZYJIH,
peryJiupyromue pa3BUTHE CIEUU(PUUHBIX MEPUCTEM U CTPYKTYp COLBETHUS Y
OT/CJIBHBIX TaKCOHOB. [Ipumepom MoryT ciayxuTh reHbl Ral u Ra3 kykypyssl,
KOHTPOJIMPYOIIUEC PAa3BUTUC IIAPHBIX KOJIOCKOBBIX MCPUCTCM, XaAPAKTCPHbLIX
TOJILKO JUJIS TpejacTaBuTeseid TpuObl Andropogoneae, opTOJOrd KOTOPBIX HE
obOHapyxeHsl y apyrux 3imakos (Vollbrecht et al., 2005; Bortiri et al., 2006; Satoh-
Nagasawa et al., 2006).

['eneTnueckas peryysiuus pa3BUTHUS COLBETHUS MILEHUIBI, KOJIOCA, KOTOPBIU
M0 CBOEH CTPYKTYpE OTJIIMYAETCS OT COLBETHS prica (MOJIETbHOIO BUAA 31aKOB), B
11eJI0M, W3y4YeHa HeIOCTaTOuHO. [Ipexae BCero 3TO CBA3aHO C OCOOEHHOCTSIMU
CTPYKTYPHOW  OpraHM3alMi T'E€HOMa  MIICHWLbI, CJIOXKHBIK  COCTaB |
AJUIOIIOJIMIIIONIHAA TIPHUPOJa KOTOPOTO JOJIroc BpEMs ABJIIAINACH IPCIIATCTBUCM
JUIS. TIPOBEJICHUSI €ro CEKBEHMPOBAHMS, a OTCYTCTBHUE pedEepEeHCHOro TreHoMa
YCIIOKHSJIO BBIJICJICHUE TEHOB M YCTAHOBJIEHUS WX (YHKUHOHAIBHOM PpOJIH.
Bwmecte ¢ TCM, OTIIMIUTCIIBHBIC YCPThI CTPOCHUA COUBCTHUA IMIICHUIIBI (OTCYTCTBI/IG
BETOUYEK, MHOTOIIBETKOBOCTh KOJIOCKA) MOJIPa3yMEBAIOT HAIMYUE OCOOECHHOCTEN U
B TCHCTUYICCKUX MCXAaHU3MAX, PCTYJIUPYIOIINUX €T'0 PAa3BUTHC.

OpTosiorn  HEKOTOpPBIX TEHOB pUCAa U KYKypy3bl, YYAaCTBYIOIIHE B
IE€HETUYECKOW PpEerysali pPa3BUTHS COLBETHs, ObUIM OOHApYKEHbl B TE€HOME
MATKOW TieHuIbl. OqHako OoJblias 4acTh 3THX T€HOB HE OXapaKTepH30BaHA
(GyHKIHMOHAIBHO, @ KOHCEPBATHMBHOCTh (YHKIMII T'E€HOB IMpenoJiaranach Io
CXOJHOMY MATTEPHY 3Kcrpeccuu. [IpuMepoM MOryT CIyX WTh T'€HbI MIIECHUILIBI
WFL (Shitsukawa et al., 2006) u TaMOC1 (Zhang et al., 2015 u np.).
Hcnonb3oBaHue B  HCCIENOBaHUAX (HOpM  MUIEHUIBI C  HU3MEHEHHbIMU
MOp(I)OJIOFI/I‘leCKI/IMI/I XapaKTCPUCTUKAMHU KOJIOCA, B OCHOBC KOTOPBIX JICKAT
HN3MCHCHHUA CXEMbl C€Io pPa3BHUTHA, HGOGXOI{I/IMO JJIs1 TOYHOI'O OIIPCACICHUA
(GYyHKUIHMOHAJIBHOM POJIM T€HOB, YIPABJISIOIMX NPOLECCaMU Pa3BUTHSL.

Nnentudukaius T€HOB, YIPABISIONIUX PA3BUTHUEM COIBETHUH PAa3TMYHBIX
BUJIOB PAaCTEHUN (TAKCOHOMHUYECKHX KJIACCOB), YCTAHOBJIEHHWE HMX CTPYKTYPHO-

(bYHKHHOHaHBHOfI opraHm3anuu SABJIAOTCA  BaXXHBIMH  3aJd4aMM, KOTOPEIC
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OTHOCSITCSI K OJHOM M3 OCHOBHBIX NpoOJieM OHOJIOTMM Pa3BUTHS PACTCHUN —
HN3YYCHUIO T'CHCTHYCCKHUX MCXAHHU3MOB, JICKAIIUX B OCHOBC IIOABJICHUA
pasHooOpa3HbeIx ¢GopM BbICIIMX pacTeHud. Kpome Toro, wucciaegoBaHUs
TeHETUYECKUX OCHOB (POPMHUPOBAHUS (PEHOTUIUUECKUX XapaKTEPUCTHK COLIBETHUM
9KOHOMHYCCKN 3HAYUMBIX 3CPHOBLIX KYJbTYpP, HCIIOCPECACTBCHHO CBA3aHHBIX C
9JICMCHTAMHU MMPOAYKTHUBHOCTH, UMCIOT OYCBUHYIO ITPAKTUYCCKYIO 3HAYNMOCTD. Y
MNIICHUIBI K YMUCIIY TAKHUX BaKHBIX IMOKa3zaTejJed OTHOCUTCS YHCIIO 3CPHOBOK B
COLIBETHH, KOTOPOE 3aBUCUT OT CTPOCHHUS M 03epHEHHOCTH Kosiocka (Reynolds et
al., 2012; Sreenivasulu, Schnurbusch, 2012).

Ha wMogenbHBIX BHJax pacTeHMid ObUIM  pa3paboTaHbl  CTpaTeruu
VICCIIEIOBAHUM T€HETUUYECKON PETyIISLIMU IIPOLECCOB Pa3BUTHsL, HO UX IPUMEHEHUE
AJI1 U3YUYCHUSA BaKHBIX CEJILCKOXO03SIMCTBEHHBIX KYyJbTYpP CO CIIO)KHBIMU I'CHOMAaMU
TaKNX, KaK IIICHHWIOA, HC BCCraa MpCACTABIACTCA BO3MOIKHLIM. HOJ’II/IHJ’IOI/I,Z[H&H
npupoJa ICHOMa IIIICHHUIIbBI Tpe6yeT CIICOUAJIBHBIX IIOAXOOJOB K H3YUCHHIO

TCHCTUYCCKUX MCXAHU3MOB, YIIPABJIAIOIMINUX PA3BUTUCM COLIBCTHA.
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I'masa 2. MATEPHUAJIBI U METO/IbI

2.1. PacTuTesibHBII MaTepuaJl

2.1.1. Iunun NIIEHNIbI ¢ HECTAHAAPTHBIMH MOp(l)OTI/IHaMI/I KoOJI10Ca

OOBEeKTOM HCCNEIOBaHUN TOCITYXWIA JIMHAW TIIEHUIBI W PXH C
HECTaHIaPTHBIM MOP(GOTHUIIOM KOJIOCA.

MRS-aunuu. JIuaun 03UMOM MATKOM miueHunsl 1. aestivum L. Rucl63-1-
02 (manee Rucl63), Rucl67-1-02 (mamnee Rucl67), V3-79-08, V3-82-08, V3-83-
08, V3-84-08, V3-85-08, V3-86-08, V3-87-08, V3-88-08, V3-89-08 u V3-90-08,
noaydennsie ja-pom I1. Maprtunekom (Dr. P. Martinek, Agrotest Fyto, Ltd,
Kpomepxmxk, Yemickas pecryOnuka), mpeAcTaBissioT Mopodotun kojoca MRS
(multirow spike) ¢ MHOXXeCTBOM JIOTIOJIHUTCIIBHBIX KOJIOCKOB Ha YCTyIax
KoJIocoBOTO cTepxHsA. JloHopom mpusznaka MRS Bcex mnepednciaeHHBIX JMHUAN
SBIISIETCS. BETBUCTOKOJOcass (opma Msrkod mimeHunbl Ral, momydeHHas B
pe3yibTaTe XUMHUYECKOrOo MyTareHe3a M IpelocTaBieHHas Bcepoccuiickum
MHCTUTYTOM pacTteHueBoactBa umenn H.M. Basunosa (r. Cankt-IlerepOypr,
Poccus).

[Toutn-n3oreHHas nuHus sipoBoi Marko muenuubl NIL-mrsl umeer kosoc
mopdotuna MRS. Jlonopom mpuznaka MRS mocnyxkuna muauss KM240 (monop
MRS-npusHaka 31oit auHnn — Ral), peKyppeHTHBIM POIUTENIEM — JIMHHS COpTa
MsATKo# sipoBoit mieHubl HoBocuOupckas 67. IlouTu-uzorenHas JMHUS MOJy4YeHa
u mobe3Ho npenoctasieHa npod. H. Barana6s (Prof. N. Watanabe, College of
Agriculture, Ibaraki University, M6apaku, SInonus). Bee nmuann mopdotuna MRS,
UCTIOJIb30BaHHBIC B HAIIMX MCCIICIOBAHUSIX, UMEIOT 00IIIee MTPOUCXOKICHNUE.

[lepeuncrnennple Aanee JIMHUM MSITKOW MIICHUIBI C JOMOJHUTEIHHBIMU
KOJIOCKAaMH Ha yCcTynmax — TEHETHYECKH HE 3aBUCUMBI, HWMEIOT pPa3HOe
MIPOUCXOXKICHUE U SIBISTFOTCS] CTIOHTAHHBIMU WJIA UHAYIIUPOBAHHBIMH MYyTaHTAMH.

JIuaus o3umoii Msarkou mmieHuipl SKle128 xapakrepusyeTcst pa3BUTHEM

TpeX KOJOCKOB Ha OOJbIIEH 4YacTH YCTYNOB KOJOCOBOIO CTepxHs. JInHus
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MoJlyyeHa Ha OCHOBE THOETCKOW TPEXKOJIOCKOBOM (OPMBI MSATKOM MIIEHUIIBI
(Tibetan triple-spikelet wheat, TTSW) Triticum aestivum L. conv. tripletum nom.
nud., mpouspacratomieii B Tubete (Yang et al., 2005).

Konoc nuann 03umMoit Msrkoi niieHuibl S0164 xapakrepusyercs HaaudueM
JIBYX CUASYMX KOJIOCKOB, PACIOJIOKEHHBIX PSIOM MO TOPU3OHTAIM, MPECTABIISA
mopdoTtun HS wimm ‘tetrastichon sessile spikelets’ (cmronum). Mcxonnas dhopma
OblJa TMOJyY€Ha Ha OCHOBE CKPEIIMBAaHUS BETBUCTOKOJOCOW TETPAIUIOUIHOM
nireHuIpl T. turgidum 1 MSTKO#M MIIEHHUIBI ¢ TPOCTBIM KojiocoM ja-pom C. Kopuy
(Dr. S. Kori¢, Agriculture University of Zagreb, Zagreb, Croatia). Mcxoanas
munus (oopazenr N 7344-85) nonydena ot npod. C. bopoeruu (Prof. S. Borojevic,
University of Novi Sad, Hosu Cax, Cep0Oust).

Ruc204 — nunaus SpoBOW MATKOM MIIEHUIIBI C Pa3BETBICHHBIM KOJIOCOM IO
tuny GB/«turgidumy, Ha ycTyne KOJIOCOBOTO CTEPXHS Pa3BUBAIOTCS HE TOJBKO
JIOTIOJTHUTEIBHBIE KOJIOCKH, HO W BTOPHYHBIC KOJOCKOBBIC OCH («BETOUYKNY).
BeTrBuctocth  mposIBASETCS  TPU BBIpAlIMBAaHMM B TOJIEBBIX  YCIIOBHSIX
r. Kpomepxxmwxk (Yemickast pecniyonuka) u HoBocuOupckoit 001acT, B yCIOBUSIX
ruapononHoi termmuuel (MulT PO PAH) Ha ycTymax pa3BUBAKOTCS TOJIBKO
JIOTIOJIHUTENbHBIE CUAAYME KOJOCKU. CTpaHa MPOUCXOXKICHUS HMCXOAHOW JMHUU
‘47hh-C’ — Kuraii, olHaKo IeTaliv €€ MPOUCXOKICHUS HE U3BECTHBI.

Jluaus Rucl30 — nwHMS 03WMMONW MSATKOW MIIEHWIBI, ¢ Pa3BETBICHHBIM
kosiocom no tuny GB (Genuine Branching)/«turgidumy, Ha ycTyne KOJIOCOBOTO
CTEPKHS Pa3BUBAIOTCS JIONOJIHUTEIbHBIE KOJOCKA U BTOPUYHBIE KOJOCKOBBIE OCH
(«BeToukm»). [IpoucxoxacHne He U3BECTHO.

ApoBass nuHus Msarkod miueHuibl MCI1611 xapaktepusyeTrcsi pa3BUTHEM
JOTIOJTHUTENBHBIX KOJOCKOB Ha YCTymHaxX KOJIOCOBOTO CTEP)KHS, B YCIOBHSIX
termwunbl (Uul" CO PAH) enuHuYHbIE AONOIHUTENbHBIE KOJIOCKH Pa3BUBAOTCA
TOJIBKO HAa HWXKHUX ycTynax. JIMHUS SBIsSETCS WHIYIUPOBAHHBIM MYTAaHTOM,
nonyyeHa B.M. MenbHukoMm (AnTaiicKuil Hay4HO-UCCIEAOBATEIbCKUNA HHCTUTYT
CEJIbCKOTO XO35iCTBa, T. bapHayn) mpu o00paboTke ceMsiH MATKOW sSIpOBOM

nmeHunpl  copra  Caparosckas 29 (C29)  xuMuyeckuM  MyTareHoM
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HUTPO30METHIMOUEBUHOM. JInHus mobe3no npegocrasneHa K.0.H. JI.W. JlaiikoBoii
(UIIuI" CO PAH, HoBocubupck).

JIuauu o3umoit Msrkoi mieHuisl RUC 57-11 u Ruc 62-11 (nanee Ruc57 u
Ruc62, coorBeTcTBeHHO) TipencTaBisiioT Mopdorun koioca VSS (vertical sessile
spikelets) — mapHbIe WM BepTUKAIbHBIC KOJIOCKH Pa3BUBAIOTCS OJUH HaJ JAPYTHM.
VSS-npu3Hak nepeHecex B IuHuU RUCS57 u RUC62 13 pa3HbIX UCTOYHUKOB — (popm
Z GK 331-88 u Z GK 3-82, cOOTBETCTBEHHO.

Bce nmuanu mopdortuma MRS, 3a uckmouernem NIL-mrsl, a taxxe auHUU ¢
nonoJiHuTeIbHBIME KostockaMu Ruc30, Ruc204, Sklel28, So0164, Ruc57, Ruc62
ObUIM MOJy4YeHBbl U JI0OE3HO MpenocTaBieHbl A-poMm II. Maprtunekom. Jlunuu
HOJTyYEHBI IIPU CAMOOTIBUIEHUN UCXOAHBIX (POPM C MOCIEAYIOLIUM OTOOPOM.

Oszumbie nuaIA Markoi mmennibl Ruc 30-11 u Ruc 34-11 co cnupansHbIM
PacrojoKEHUEM KOJOCKOB Ha ycTymax KosiocoBoro ctepxHs (Mopdotun SCR,
screwed spike rachis) taxxe momydensr a-pom I1. Maptuaekom. JlonHopom SCR-
Opu3HaKa U3ydaeMbIX JUHUN sBsuiack (opma mmeHunsl ZGK  242-82
(FOrocnaBus).

Jluanss KT 3-24 sBnsercs WHIYUUPOBAHHBIM MYTAHTOM JUTUIOWMIHOU
nireHurpl Buaa T. monococcum L. (ATA™) ¢ BETBUCTBIM KOJOCOM, MOJYYCHHBIM
n-pom K. Yamashita (Amagai et al., 2014b).

Jluaus  sApoBO¥  TeTparuiowaHOM mmenmnel 1. durum  Desf. var.
ramosoobscurum  Jakubz.  «Vetvistokoloskaya» R-107  xapakrepusyetcs
BETBUCTOCTBHIO  KOJOCAa U  TMPEACTaBIsAET COOOM  CIOHTAaHHBIM  MYTaHT,
obHapy»xeHHbIH B [larecTane (Amagai et al. 2014b).

Oopaszer; TetparutonaHoi mmeHunsl 1. turgidum var. plinianum Koern.
K-40750 (ctpana mpoucxoxnaenus — bonrapus) npeacrasisger morpdotun GB u
MMeEEeT BETBUCTHIN KoJIoC TypruaHoro tuma. O6paser noisydeHn u3 Beepoccuiickoro
MHCTUTYTa pactenueBojcTtBa umenn H.M. Basunosa (1. Cankr-IletepOypr,
Poccus).

JIuaus TeTparutongHOW spoBoi mmmeHunbl 1. turgidum L. Pl 67339

npezcTaBiasier MOp(GOTHIT KoJloca «JIoKHO-uctTuHHOE» BetBieHue f-tR (false-true
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ramification). Ywmcras ynmHMs Ha ocHOBe oOpasma Pl 67339 HammonambHOMN
xosutekiuu 3makoB CIIIA (NSGC USDA-ARS, National Small Grain Collection,
United States Department of Agriculture — Agricultural Research Service)
nonydeHa npod. H. Barana6s (Prof. N. Watanabe). Jluauun KT 3-24, R-107, PI
67339 mobe3no npeaocranieHsl npod. H. Batanabo.

Nudopmanus 00  HCMNONB30BAHHBIX  JUHHUSX C  HECTaHIApPTHBIMU
MopdoTunamu kosioca npuseaeHa B Tabnune 1 Ilpunoxenus. Kpatkoe onucanue
BCEX U3Y4YEHHBIX Mop(doTumnos npuseaeHo B Tabnuiie 2 [Ipunoxenus.

Hapsiny ¢ nuHUSMH ¢ HeCTaHTAPTHHIMA MOP(OTHIIAMH B HCCIEIOBAHUIX
MCIIOJIb30BAIMCH JIMHUM U COPTA MIIEHUIBI CO CTaHAAPTHBIM (DEHOTHUIIOM KOJIOCa:
JIMHUU SPOBBIX COPTOB MsTKoM mieHutsl HoBocubupckas 67 (H67), CapaToBckas
29 (C29), Ckama; o3umas JMHHS MArkod mmenunbl SO 149-1-02 (S0149),
MOJIy4eHHasi OT CKpEIIMBaHUS KOMMEpUYECKHX copToB mineHuIpl Sparta u ZG K
171-1-82 wn npenocrasienHas a-pom I1. Maptunekom (Dr. P. Martinek); siposas
JIMHMS TeTPAIIONIHOM TieHubl Buaa 1. durum Langdon 222 (LD222), o6pasen
Pl 418587 mummnoumnoro Buaa T. sinskajae A. Filat. et Kurk. (A™A™, mo6e3Ho0
npenocrasieHHbie npod. Baranabe. Jlunuu coproB H67, C29 u Ckana naro6e3HO
npenoctasieHsl k.0.H. JI.W. Jlaiikosoit (MLul" CO PAH, HoBocubupck).

B pabote ucnonb3zoBaH copT MArkod mmeHuusl Yaiuu3 CrnpuHr, HyIJUIU-
terpacomuble JmHEE N2AT2B, N2BT2D u N2DT2B u cepus AenelMOHHBIX
JIMHUMN, IOTyYEHHBIX Ha OCHOBE copTa YaitHu3 CHpUHT U HECYIIUX TEPMHUHAIBHBIC
JEeIMy XpoMocoM 2-if ToMmeosioruaror rpymnmel: 2DS-4, 2DS-5, 2DL-6, 2DL-7,
2DL-8, 2DL-9, 2AL-1, 2AL-2, 2AL-3, 2BS-1, 2BS-2, 2BS-3, 2BS-6, 2BS-7, 2BS-
9, 2BS-11, 2BS-14, 2BL-1, 2BL-3, 2BL-5, 2BL-6, 2BL-7 (Sears, 1954).
Hcnonp30BaHHBIE  HAMHM  JIMHUW  COJIEP)KAaT  €IWHWYHBIE  JCJICUUd U
MOJIICPKUBAIOTCS B TOMO3UTOTHOM COCTOSIHUU. JIMHMM JTI00€3HO MpeaoCTaBIeHbI
n-pom A. bépuepom (Dr. A. Borner, Leibniz Institute of Plant Genetics and Crop

Plant Research (IPK), I'atepcieben, 'epmanus).
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2.1.2. llonyasiuuu rudpuaoB

I[J'ISI HN3y4CHUA 0COOCHHOCTEH HACJICAOBAHUA H3Yy4YaCMbIX IIPHU3HAKOB,
IMPOBCACHUS TCCTOB HA AJUICIIM3M W MOJICKYJIIPHO-TCHECTHUYCCKOI'O KapTHPOBAHUS
OBUIM HCIIOJIB30BaHEI MMOIIYJIAIINH FI/I6pI/II[OB IMIICHHUIBI, IIOJIYYCHHBIC B XOIC

BBIIIOJIHEHUS TUCCEPTALMOHHON PabOTHI.

2.1.2.1. Msarkas nmmenuna T. aestivum L.

[Momynsaiuu F, ot ckpermmBanuii Rucl63 X S0149 (106 pactenwmii) u Rucl67
X S0149 (100 pacTeHHii) HCIONB30BATIKMCH JUIS HW3YyU4EHHUS OCOOCHHOCTEH
HacienoBanuss mpuzHaka MRS u MonekymsipHO-TeHEeTHYeCKOro KapTHPOBaHUS
reda mrsl.

[Momymstiiuu F, ot ckpemuBanuii Ruc204 x C29 (149 pacrenwmii) n Skle128 x
C29 (134 pacreHus) HCIIOJB30BAIUCH JIJIS OIECHKU BKJIAJa JCICIUNH XPOMOCOMBI
2DS B omnpenenenue npu3HaKka MHOTOKOJIOCKOBOCTh y uHuiA Ruc204 u Sklel28.

[Momymsimust F, ot ckpemmBanuss MC1611 x Ckama (158 pacrteHwmit)
UCIIOJIb30Banach st kKaptupoBanus QTL, ompenenstomux MHOTOKOJIOCKOBOCTb
muann MC1611; nomymsuuss BC; MC1611/S29//MC1611 (140 pacteHuit) wu
MC1611/C29//C29 (155 pacrenuit) — a1 u3ydeHus: 0COOEHHOCTEH HACIICA0BaHMUS
MpU3HAaKa U ompe/eeHus auienbHbiXx BapuanToB rena WFZP-D y pekomOuHanTOB
CO CTaHJApPTHBIM KOJIOCOM U MIPU3HAKOM «MHOTOKOJIOCKOBOCTB.

[Monynsuuu F, oT ckpemuBanus mnoutu-uzoreHHon jauHuM NIL-mrsl wu
MHOT'OKOJIOCKOBBIX-THHUNA RUC204 (140 pactenuii), Skle 128 (140 pactenwmii) u
MC1611 (142 pacTeHus) HCIIOJIB30BAKCH JIJISl BBIOJHEHUS TECTA HA aJUICIIA3M.

[Momynsatuu F1 u F, (152 pactenust) ot ckpemuBanus Ruc 30- 11 x H67
OBLIIM MOJYYEHBI JJI U3y4YeHUs TUIa HacienoBanus npusHaka SCR.

[Momymnsiuu F, ot ckpemuBanuit Pl 67339/R-107 (143 pactenus) u
P1 67339/K-40750 (162 pacteHusi) ObUIM TOYUYSHBI JJIsI U3YUEHHS BO3MOXKHOTO

B3auMoJiericTBust Mexxy reHamu WFZP u SHR2.
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[Tonynsmmst F2 oT ckpermuBanust 00pas3oB TeTPAIUIOUHBIX BUIOB MIITEHUITBI
R107/K-40750 (104 pacrtenusi) ObLia IMOMyYeHA JUIS BBITIOJHCHHS TecTa Ha

AJJICIIN3M.

2.1.2.2. Poxb nocesHnas S. cereale L.

OcoOeHHOCTH  HACHEAOBaHUS M JIOKAJIM3AlMI0 HA  MOJICKYJISPHO-
IFeHEeTUYECKOM KapTe XpPOMOCOMBI MpU3HAKa MONStroSUM pKu U3ydalld C
uCIojap30BaHueM mnonyisiuuu Fp (75 pactenuil), mosydeHHOW OT CKpeIlMBaHUs
uHOpenHON nuHUU pku Sl11 co cTaHIapTHBIM KOJIOCOM UM CaMOHECOBMECTUMOM
dbopmbl pxxu D40 ¢ MoHCTpo3HBIM KojlocoM u3 Ilereprodckoii reHeTmdeckoim
KOJUISKIIMM pKu. Pactenuss mnomynsiuuu F, OBUIM  TOJy4eHBI HAa OCHOBE
camooIbUIeHHs ofHoro pacteHusi F1. Cemena poaurenbckux Gopm u rudbpugon Fq
ObuM TF00E3HO TIpenocTanieHsl 1.0.H. A.B. Boitokossim (Cankr-IlerepOyprekuii
¢bunmuan Wucrturyra oOmeir renetuku um. H.M. BaBunoBa PAH, r. Cankr-

[TetepOypr).

2.2. Ouenka ¢peHOTUIIOB pacTeHH

Pactenus BblpammBanu B ycnoBusxX TermyHoro komruiekca WMIul™ CO
PAH u B moneBbIx ycioBusX Ha 0aze CEIEKUMOHHO-TEHETUYECKOTO0 KOMILIEKCa
(CI'K) Mul" CO PAH r. HoBocubupck. OueHky (heHOTUIIOB KOJI0Ca U3y4aeMbIX
JUHUN TPOBOJWIM IIOCJIE TOJHOTO co3peBaHus. MDEHOTUIIBI MHOIOKOJIOCKOBBIX
JMHUHA OMUCHIBAJIA JBYMsI CIIOCOOAMHU: KaK HaJIUMUNe/OTCYTCTBUE JOMOIHUTEIbHBIX
KOJIOCKOB Ha YCTYIax KOJIOCOBOI'O CTEPXHS WU pasfesisisi MOMyJslud THOpuIoB
Ha (DEHOTHNHMYECKUE KJIACCHI B 3aBUCUMOCTU OT CTENEHH NPOSBICHUS MpPHU3HAKA.
@eHOTUNBl JIMHUM CO CIIMPAJIBHBIM PACIIOJI0KEHUEM KOJOCKOB Ha KOJIOCOBOM
CTEep>)KHE U TMOJYYEHHbIX HAa HMX OCHOBE THOPUJIOB OLEHHUBAIA IO

HAJTMYIHIO/ OTCYTCTBUIO CIIMPAJIBHOI'O CKPYYHUBAHHA KOJIOCOBOT'O CTCPIKHA.
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CooTBeTCTBHE ClJaKTI/I‘-IeCKOFO pacmICIuICHUA TCOPCTUYCCKHU OXKHAACMOMY B

NOMyJSAUUAX THOPUAOB OLIEHUBAIIN 11O KpuTepuio x2 (Poxuukuii, 1973).

2.3. CBeTOBAsA M YJIEKTPOHHAS MUKPOCKONUS

Pa3BuBaroniyecss couBeTrs BBIYIEHSIN C HUCIOIb30BaHUEM OMHOKYJISIPHOTO
mukpockona Anpramu I1C0745 («Ansramm», Cankrt-IlerepOypr, Poccus) wus
BTOPUYHBIX MOOErOB PACTEHHM Ha CTaAuu 2-3-X TOJHOCTBHIO Pa3BEPHYBIIHUXCSA
mucTheB. PacteHus BwlpamuBany B ycinoBuAX ruaponoHHbix terumy UIul CO
PAH. OcobeHHocTH  pa3BUTHS  COLBETHUS  U3y4YaJd  TPU  TOMOIIU
crepeomukpockona Carl Zeiss SteREO Discovery V12 (Carl Zeiss Microscopy
GmbH, T'epmanusi) U CKaHUPYIOLIETO 3JEKTPOHHOr0 MukKpockoma Hitachi TM-
1000 (Hitachi Ltd, SImoHus) npu MOCTOSHHOM YCKOPSIOIIEM HarpspkeHuH 15 kB u
CTEINEeHU paspsbkeHus: B kamepe i oopasna 30—50 Ila. PacturensHblit MaTepuan
JUISl CKAHUPYIOIEH DJIEKTPOHHOM MHUKPOCKONMHU HE MOABEPraiu MPEABAPUTEIBHON
obOpaboTtke. /s momydenust 1 00paboTKH H300paKEHUHN UCIIOIb30BAIH IIU(PPOBYIO
Kamepy Bbicokoro paspenrenust AxioCam MRc-5 (Carl Zeiss Microscopy GmbH,
['epmanus) u nporpammHoe obecrieueHre AxioVision 4.8, a Tak)Ke OpUTHHAIIBHOE
nporpammHoe obOecneuenne s Hitachi TM-1000. Kaxknmas cragust pa3BuTHS

COLIBETHS OblIa M3y4YeHa HE MEHee, YeM Ha 5—7 o0pa3nax Kak10u JIMHHH.

2.4. Boinenenne JIHK pacrennii

JJHK Bblmemsuii U3 TOPOPOCTKOB WIIM JIUCTBEB PACTEHHUNM  COTJIACHO
mouduimpoBannomy merony Plaschke c¢ coart. (1995). B npoOupke oOobemom
1.5 M1 X n3Menp4eHHBIM TKaHaM aucta BecoM 50—-100 mr goOasmsiim 700 MK
oydepa musa skcrpakuuu [100MM Tpuc-HCI, pH 7.5; 500 MM NaCl; 50 mM
DATA; 1.25% SDS; 3.8% Na2S205], u3menbyaiu ¢ MOMOIIbI0 TOMOT'€HHU3aTOpa U
WHKyOupoBasiiv Ha BonsHoW Oane mpu 60°C B Teuenuwe 1 daca. 3atem mo0aBsuv

700 Mk cmecu xJjopodopm/mzoaMuiioBelii cnupt (24:1), mepememmMBaIM U
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nenTpudyrupoBanu B TedeHue 15 muuyTt npu 12000 o6/munH. [ns ocaxmeHus
JHK otbupamu BomHyio a3y B OTHENbHYIO MpoOupKy U moOaBimsum 1.4 wmi
96%-ro »Tanona, oxaaxjaeHHoro npu -20°C, 3areM IeHTPUPYTrupoBaId B TEUECHUE
10 munyt npu 12000 o6/mMuH. Ocanok MNPOMBIBATM HEOOJBIIMM KOJUYECTBOM
70%-r0 sTaHO’Na, 3aTeM BBICYIIMBAINW Ha Bo3ayxe M pacTtBopsuid B 50-100 mki
oydbepa TE [10mMM Tpuc-HCI, pH 8.0; ImM 3/ITA]. Konmentpamuro JIHK
onpeaensui ¢ momonibio pubopa NanoDrop 2000 Spectrophotometer (Thermo
Fisher Scientific).

Oo6pasupr JIHK T. dicoccoides ERGE33769 m ERGE33780, T. durum
ERGE33795 u T. turgidum ERGE33819, a taxxxe coproB T. aestivum (Ta6muma 10
[Mpunoxenns, NeNe 1-22) mro0e3no mnpenoctaBieHbl ja-pom [1.  Cypawmii
(Dr. P. Sourdille, UMR INRA-UBP, Kiepmon-®@eppan, Ppanmms). OOpasipl
JIHK T. militinae Zhuk. et. Migusch. TRI 17488 u T. timopheevii Zhuk. K-38555,
a Take coproB T. aestivum (Taomuma 10 IMpumosxenusi, NeNe 29-48) mro0e3Ho

npenoctasiensl 1.0.H. .H. Jleonosoit (MIul" CO PAH, HoBocubupck).

2.5. IToammepasnas uennasi peaxmus (ITLP)

[TonumepasHy0 UEMHYK pPEaklUHWI MPOBOJMIM B PEAKIMOHHOW CMECH
oosemom 15 mxi, comepsxkamieit 50-100 ur JJHK-matpums:, 67MM tpuc-HCI1 (pH
8.8), 1.8MM MgCly, 0.01% Tween 20, 18MM (NH4)2SO4, mo 0.2 MM kaxxaoro
THT®, o 0.25 mMkM npsimoro u obpatHoro crnenuduueckux mnpaimepos, 1 e.
JJHK-nonumepaser Taq, B cinemayrommx yciaousix: [Ipeaenarypanus — 5 MUHYT
npu 94°C; nenarypauus — 30 cexkynn rnpu 94°C; OTKUT MAaTPHUILIbI C TpaiiMepaMu —
30 cexynn npu 50—-60°C (B 3aBUCUMOCTH OT CTPYKTYphI IpaiiMepOB); SJOHTalus —
ot 30 cekyHa 10 2 MUHYT (B 3aBUCUMOCTH OT 0KMJAEMOT0 MOJIEKYJIIPHOTO Beca
npoaykta amruidukanuu) npu 72°C; uucno nuukioB — 35; poctpauBanue [1LP-

¢dbparmenToB — 10 munyt npu 72°C.
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Hanubi [ILP-ipoTOKOS MCMONB30BaiCA Uil NOJYYEHHs] NPOLYKTOB IS
MOCJEAYIOMIETO0 CEKBEHUPOBAHUS U NIl CKpuHUHra BAC-O0MONMOTEKN MIIIEHUIBI.

[Tpu ckpuauare BAC-61M01MOTEKH peaKIuio MPOBOAUIN B 00beme 10 MKJI.

2.6. MuxkpocaTe/lJINTHBIH aHAIHN3

B paGote ObulM HCMONB30BaHBI MHUKPOCATEIUIUTHBIE MapKEpPhl MIIECHUIIBI
Xgwm (Roder et al., 1998; Ganal, Roder, 2007), Xgdm (Pestsova et al., 2000),
Xgpw (Sourdille et al., 2004), Xwmc (Gupta et al., 2002), Xbarc (Song et al., 2002,
2005), Xcfd (Guyomarc'h et al., 2002), Xcfe (Zhang et al., 2005; Zhang, 2006) u
pxu Xrms u Xscm (Korzun et al., 2001), a Takke Mapkepsl, pa3paboTaHHbIC HAMHU
k Jokycam WFZP-A, -B, -D ([HobOpoBonsckass u ap., 2015). Mudopmauus o
Mapkepax, BKJIoyas nepBuuHylo crpykrypy HHK wu Ttemmeparypy otxkura
npaiiMepoB, MOJICKYJSIPHBI BEC O0XXHMIAeMOT0 TMPOJIyKTa aMIUTU(UKALINY,
JOCTYITHA u3 IIEPEYNUCIIEHHBIX craTen u HNHuTtepHeT-pecypca
http://wheat.pw.usda.gov/GG2/index.shtml. Mudopmarust o mnpaiimepax k SSR-
JOKycaM, pa3paOOTaHHBIX B  XOJAE  BBINOJHEHUS  MPEACTABICHHBIX B
JUCCEPTAIIMOHHON paboTe uccienoBanuit, mpuseaeHa B Tabmuie 9 Ilpunoxenus.
[Tpaitmepsr GWM ¢ Homepamu 6ombiire 600 ObputH TH00€3HO MPETOCTABICHBI I-POM
M.C. Ponep (Dr. Roder M.S., Institute of Plant Genetics and Crop Plant Research
(IPK), T'atepcneben, I'epmanus) u n-pom M. Nananom (Ganal M., TraitGenetics
GMbH, I'arepcneden, ['epmanus).

[Ipu pazpeneHun TPOAYKTOB  aMIUTU(GUKAIMM C  HCHOJb30BaHHEM
aBTOMATHUYECKUX JIa3ePHBIX (uIyopecieHTHbIX cekBeHatopoB ALF (Pharmacia) u
ALFexpress (Amersham Biosciences) mnomuMepasHyl0 IEMHYIO PEaKIIHIo
npoBoauIK 1Mo Tpotokosry Roder et al. (1998) B peakiimonHo# cMecu 00beMoM 25
Mk, coaepxkamei 50-100 ur JJHK-marpunpl, 0.2 MM kaxaoro tHT®, o 0.25
MKM mpsimoro u obpatHoro mpaitmepa, 1.5 MM MgCl2, 1 en. Tag-nonumepassi.
Venosus IMTHP: (1) npenerarypauus — 3 munyt npu 94°C; (2) nenarypamus — 1

munyTa npu 94°C, omxur matpuusl ¢ mnpaiimepamu 1 munyra npu 50/55/60°C B
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3aBUCUMOCTH OT CTPYKTYphI HpaiiMepoB, mojuMepusanmus 2 MuHyThl mpu 72°C,
upcno uukinos — 45; (3) moctpausanue pparmentos I[P 10 munyt npu 72°C.
Jlanee QparMeHTHBI aHaNIW3 TPOBOJWIM HAa ABTOMATHUYECKUX KaMUJUIAPHBIX
cekBeHatopax ALF (Pharmacia) m ALFexpress (Amersham Biosciences) mo
npotokosty Roder et al. (1998) B 6%-0oM mNONMAaKpUIAMUIHOM Te€je C
ucrnosp3zoBanueM SequaGel XR (Biozym) mns cexBenatopa ALF u ReproGel™
High Resolution (Amersham Biosciences) mmsi cexkBeHatopa ALFexpress. [lms
pasaenenus ¢parmenroB IIIP B rene umcnons3oBanu 6ydpep 1 x TBE [0.09 M
tpuc-6opat, 2 mM DJTA, pH 8.3]. Pasmep ¢parmenro JIHK ompenensimu ¢
IIOMOIIIBI0  KOMITBIOTEPHON mporpammbl  Fragment Manager Version 1.2
(Pharmacia) otHocuTenpHO cTaHaapTHBIX 00pa3iioB JIHK n3BecTHOM NTUHBI.

[Ipu BeIMONHEHHH (PPAarMEHTHOTO aHajHM3a Ha KAMWUIIPHOM CEKBEHATOpE
ABI PRISM 3100 Genetic Analyzer (Applied Biosystems) ITL[P mpoBoaumu 1o
npotokoiy Nicot et al. (2004) ¢ wucmonp3oBaHWEM TpeX MpPanMEpOB:
IPOJOHTHPOBAHHOTO C 5'-KOHIA MpsAMOTro mpaiimepa k SSR-mokycy, oOpaTHOTro
npaiimepa Kk SSR-JIOKyCy ¥ yHHUBEpPCATBbHOTO (DIIyOpECIeHTHO MEYEHHOro mo 5'-
koHiy mnpaiimepa M13 (5-CACGACGTTGTAAAACGAC-3'). Hcnonb3oBamu
npaitmepsl M 13, meuennsie duryopeceHTHbIMU Kpacutensimu 6-FAM, VIC, NED
u PET (Applied Biosystems). M3 monydennbix mpoayktoB I[P, mMedeHHBIX
YEThIPbMS pa3MuHbIMU (piryopecueHTHbIMU Kpacutensimu (6-FAM, VIC, NED u
PET), dopmupoBamun MynabTHILUIEKCHbIe cMecd. Cmecu passoawin B 60 pa3
OMIMCTHUIMPOBAHHON BOJOH, oTOMpamu 3 Mki, BemapuBamu mpu 60°C wu
nepeaaBaiu Uil JajdbHEHIero gparMeHTHOro aHaiau3a B L[eHTp KOJUIEKTUBHOTO
nonb3oBanusi CO PAH (MeXUHCTUTYTCKUI IIEHTP CeKBeHUpoBaHusi). [IporpamMmmsl
ABIl GeneScan Bepcus 2.1, u Genotyper Bepcus 2 (Applied Biosystems)

WCITOJIB30BAJIH JIJISl OTIPEJICIICHHSI ITTUHBI (PparMeHTOB aMIUTH(UKAIIAH.
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2.7. SSCP-ananu3

SSCP-ananu3 npoBoauics no nporokoiay Quraishi et al. (2009). CtpykTypa
npaiimepoB omyOimkoBana (Quraishi et al., 2009) u npuBenena B Tabnume 4
[Mpunoxenus. s  [IP-ammmdukanmy — UCHOIB30BAINCHL  IpaiiMepsl,
IPOJIOHTUPOBAHHBIE C 5’-KOHLIOB MOCJIEJOBATEIbHOCTMHU
CACGACGTTGTAAAACGAC (mpamoit) u CAGGAAACAGCTAGACC
(oopatnsiit). [Iponykrel [TPL[-ammmdukanyy moaydaid B ABa dTama: Ha MEPBOM
srane reHoMHasd JJHK (30 Hr Ha peakuuio) amMminpuuupoBaiach B peakMOHHON
cmecH, comepskameii 15 mxia 1mM Tpuc-NCl, 3.1 mM KCI, 5% rnmuuepuna, 400
MKM nHT®, mo 0.4 MM mpsmoro u oOpatHoro mpaiimepa u 0.2 en. Tag-
nonumepassl (Qiagen) B odmiem oobeme 15 mxit. [Ipoxykrer [P pazsogmmu B 10
pa3 U pe-aMIUIMPUUUPOBAIA B PEAKLIMOHHOM CMECH TaKOro € CcOocTaBa C
nob6asnenuem o 0.2 MM kaxxnoro guryopeciieHTHO MeueHHoro npaiimepa (6-FAM
u NED) B oObeme 15 Mki. 3areM 1o 2 MKJI NPOAYKTOB aMIUTM(DHUKAIUH,
pa3BeneHHbIX B 10 pa3, cmemuBanuck Co cranmaprom aauabl (900 bp MegaBase
ET900-R Size Standard (GE Healthcare)), 0.2 mxix 0.3N NaOH u 9mkn HI-Di
dopmamuga (Applied Biosystems). ®parmMeHTbl pa3feisuid  KalWLISPHBIM
anekrpodopesom Ha cekBenarope ABI 3100 (Applied Biosystems) B Teuenue 50
MUHYT B Kanmwuisipe AnuHoit 36 cM. OOpasipl 1€HaTYypUpOBaIu B T€YEHUE 2 MUHYT
npu 95°C, 3arem nomemanu Ha sea. Ilocie neHarypanuu o0pasibl HAHOCKHIIN IIPU
18/25/35°C wn wanpsokennn 15 KV. Pesynbrartel aHaaM3MpOBad C HOMOIIBIO

KoMmIbIoTepHOM Tiporpammer Gene Mapper 3.7 (Applied Biosystems).

2.8. daexrpodope3 JHK B arapoznom rese. [loaroroska npoaykros I[P

JJIA CCKBEHUPOBAHHUSA

Onexktpodopernueckuii aHanu3 reHomHo JIHK wu mnpoaykror IILIP
npoBoauU 1o npoTokoay Maniatis et al. (1982) ¢ mogudukanusvu. Paznenenne

dbparmentoB JIHK npoBogunu B 1-2%-oM arapo3nom reje, MpUrOTOBICHHOM Ha
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TAE-6ydepe [40MM Tpuc-HCI pH 8.0, 20 MM anerar narpus, 1| MM DATA] ¢
no0aBJIeHHEM OpOMHCTOTrO 3TUAMS A0 KoHeuHOoW KoHmeHtparuu 0.01 MKr/mu.
OnexTpodope3 MPOBOAWIN MPHU HANPSHKEHUU 3—7 BOJBT/CM B TeueHHE 1-2 4acos,
3atreM (ortorpadupoBam B YD-CBETE ¢ UCIOJB30BAHUEM CHCTEMBI IS
dbortorpadupoBanus reneit «Biodoc» (I'epmanus). B kauecTtBe Mapkepa JJIMHBI
¢parmentoB JIHK wucnonb3oBamu Mmapkepsl «100bp» wmmm «1 kb» (00O
Jlabopatopus MEJIUT'EH).

I[Ipu mnonydenun mnpoxykra I[ILIP oxumaemoro MOJIEKYJIAPHOIO Beca
MPOBOJMIM OUYUCTKY OCaXICHUEM C HCIOIb30BAHUEM CMECH <«3TAHOJI—ALETAT
amMmoHus». [lomyuennsie mnpoayktsl [IP ocaxmanu poGaBineHueM arerara
aMMOHHMSI 110 KoHIeHTpamuu 2.5M u 2.5 obbema 96%-ro sTaHoia, cmech
OCTaBJISIM B TeueHne 20 MUHYT NPU KOMHATHOW TEMIIEPATYpE, AAJIEE IMPOBOIUIN
nentpudyrupoBanue B redeHue 20 munyt npu 12000-16000 06/MuH, OTy4eHHBIN
0CaJOK JBaxabpl mpombiBaid 250 MKII cBeXenpuUroToBieHHOro 80%-ro 3TaHona,
CYIIWJIA Ha BO3yX€E NPU KOMHATHOM Temmneparype. Ocanok pactBopsiau B 10 Mk
OMIUCTUIUIMPOBAHHON BoAbl U KoHieHtpanuto JHK wusmepsnu mpu momornu
npubopa NanoDrop 2000 Spectrophotometer (Thermo Fisher Scientific).

[Ipy HanM4MKM JOTIOJHUTENBHBIX MPOJAYKTOB aMIUTU(UKAIIMN, TPOBOIMIH
Boifienenue JJHK u3 rens. [locne nposenenus snexkrpodopesa B 1%-om arapozHom
reijie, ¢ MOMOILBIO CKaJbIENs BBIICISIN y4acTKH, coaep-kaume ¢pparmertsl JJHK
OKMJAEMOT0 MOJIEKYJIIPDHOTO BECa, M IMOMEIIAIM HMX B 3apaHee B3BEIICHHYIO
npoOupky. Beinenenue mpou3Boauivd ¢ nomoiibio Habopa mis smouuu JJHK u3
araposznoro rens (Kommnanus buocunuka) B COOTBETCTBUM C HHCTPYKIIMEH

ITPOU3BOUTEIS.
2.9. Anaau3 nepBuuHoii ctpykrypsl JHK
[Tpoayktel I[P ananu3upoBaiv ¢ MOMOIIBI0 HAOOpa JJIsi CEKBEHUPOBAHUS

«ABI PRISM Dye Terminator Cycle Sequencing ready reaction kit» (Perkin

Elmer) ¢ ucnonp3oBaHreM MNpsSMOTro M OOPaTHOTO CHEHH(PHUSCKHUX MpaiMepoB.
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Kaxnprit [TLP-pparment JTHK cexBenupoBaan B 000MX HampaBieHHUsX. Peakiuio
npoBouiaH B 10 MK peakimonHo# cmecH, coaepkamen 10-40 ar JIHK-maTpuirst,
1MxM npsimoro uiam obpartHoro npaimepa, 1.5 mxi Big Dye v.3.1 (Perkin Elmer) B
cieayomux ycioBusix: aeHatypaunus 40 cekyHna npu 96°C; OoTKUT MaTpUIlbl C
npaitmepamu 30 cexyna npu 55°C; nonumepusanus 4 MuHyThl npu 60°C; 25
nuKJIoB. IlomydeHHbIE MPOIYKTHI OCAXAadu JOOABIEHHMEM CMECH ‘alerar
aMMOHHUSI-3TUJIOBBIA CIUPT”, KAK OMUCAHO BbIIIE JJIs1 ocaxacHus npoaykToB [11IP.
BricymieHHbIE OCaJOK TNiepeAaBalyd JJisl aHalu3a B LEHTP KOJUIEKTUBHOIO
nosb3oBanuss CO PAH (MeXUHCTUTYTCKUI LIEHTP CEKBEHHpPOBaHUA). AHaIU3
npoBoawics Ha mpubope ABI PRISM 310 Genetic Analyzer (Applied
Biosystems). IloaydeHHble B pe3yibTaTe CEKBCHUPOBAHUS XPOMATOIPAMMBI,
aHaJM3upoBain ¢ oMoinpo nporpammel CHROMAS (Technelysium Pty Ltd).
ITouck TOMOJIOTUH HYKJIEOTUHBIX u AMHUHOKHUCJIOTHBIX
MOCIIEIOBATEILHOCTEN MPOBOJAMWIM C HCHOJB30BaHHEM aiIroputMoB FASTA u
BLAST  (Altschul et al., 1990) B  ©Oazax  manHbix  NCBI
(www.ncbi.nlm.nih.gov/Database/), = GrainGenes  (http://wheat.pw.usda.gov/),
TREP (http://wheat.pw.usda.gov/) u REPBASE (wWww.girinst.org).
MHOeCTBEHHOE BBIPABHUBAHUE MOCJIEA0BATEIIBHOCTEW U X KIACTEPHBIM aHAJIU3
BBIMOJIHSUIHCE ¢ TToMotsio porpammbl Clustal W (version 1.7; Thompson et al.,
1994). TpaHcasuuioo HYKJICOTUIHBIX TOCJIEIOBATEIHLHOCTEH B aMHUHOKUCIIOTHBIE
MPOBOAMIIH c MTOMOUIBIO IpOrpaMMbl «Sequence Utilities»

(http://molbiol.edu.ru/eng/scripts/01_12.html).

2.10. Boinesnenue PHK pacrennii. O0paTHasi TpaHCKPUTIIIUSA

CymMmapnyro PHK Beimensiv v3 pa3BUBAIOIIMXCS COLBETUM, a TaKXKe W3
BETrE€TATUBHBIX OPraHOB pACTEHUM MIIEHULBI copTa YaliHn3 CrpHHT, BBIPAILIEHHBIX
B YCJIOBUSX THAPOIIOHHOMN TEILIULIBI.

COHBGTI/DI BBLICJIAIJIN Ha CIICAYIOIIHUX CTAAUAX PA3BUTHUS:
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1) HuddepenmmpoBka Kojdocka (Ha mepudepuu KOJOCKOBBIX MEPHCTEM

CTaHOBSITCS PA3TUYMMBIMU 3a9aTKU KOJIOCKOBBIX YCIITYH );

2) Pannss cragus auddepeHIMpPOBKH LBeTKa 1 (IIPOMCXOIUT 3aKiIaaKa

IIBETKOBBIX MEPHUCTEM 1-TO 1 2-T0 MBETKOB 0a3abHOM YaCTH KOJIOCKA);

3) Pannssa craaus nuddepeHupoBkH HBeTKa 2 (POPMHUPYIOTCS I[BETKOBBIC

MepHCTEeMbI 0a3aIbHOM YaCTH KOJIOCKA, 3aKJIa/IbIBAIOTCSI OPTaHbI IIBETKA);

4) Tlo3mmsiss cragwss audGEpeHIMPOBKHA  IBETKAa (OpraHbl  IBETKa

MOJIHOCTBIO AU depeHITpoBanbl (0OBIUHO, B 5-U IIBETKaX 0a3aibHOM 4acTu

KOJIOCKA), aMKajJbHasi MEPUCTEMa COIBETHUSI MHUIIMUPOBAIa TePMUHATBHBIN

KOJIOCOK).

Pa3BuBaromnyecss COIBETUS BBHIWICHSJIA C TOMOIIBIO CKAJbIENs O]
OMHOKYJIIpHBIM MUKpockorioM Anbramu [1C0745 («Anbramn», Cankr-IlerepOypr,
Poccust) 1 3aMopakuBalid B )KHIKOM a30Te. Kaxaplii oOpasel] BKIOYal OT S5-U 110
8-u couseruit. Kpome toro, PHK Bbimensiim w3 JIUCTHEB M KOPHEW pPAacTEHUH,
COLIBETHSI KOTOPBIX HaxoJuiach Ha cTtaauu AuddepeHuupoBKy nBeTka. OOpa3ipbl
PHK BbIZensiv B TpeX MOBTOPHOCTSIX C MOMOIIBI0 Habopa peaktuBoB ZR Plant
RNA MiniPrep™ (Zymo Research Corp.) B cOOTBETCTBMH C PEKOMEHIALUSIMH
uzrotoutens. Ounctky PHK ot npumeceii JIHK npoBoammu npu nmomoiu Habopa
peaktuBoB QIAGEN DNase Kit (Qiagen) ¢ ucronb30oBaHHEeM KOJOHOK M Habopa
peaktuBoB QIAGEN RNeasy®? MinElute® Cleanup Kit (Qiagen) B cootercTBUM €
pekomenaanusamu npousBogutens. kK IHK cuntesnpoBanu u3z 0.5 MKr cymmapHoii
PHK c¢ mnomompio 0O0paTHOM TpaHCKPUILMHU, HCHOJb3Yd HA0Op pEaKkTUBOB
«Transcriptor first strand cDNA synthesis kit» (Roche), B peakuun odosemom 20

MKJI B COOTBCTCTBUHU C HHCTPYKIUAMHU HpOI/IBBOI[I/ITeJIeﬁ.

2.11. KoaruvyecrBennasi OT-IILP

[IponykThl peakuuii 0OpaTHONW TPAHCKPUIILMU pa3BoAWIM a0 obobema 200
MKJ 1 10 4 Mk cuHTe3upoBaHHoM kJ[HK ucnonb3oBaiv B KauecTBE MaTPHUIIbI J1JIs

konmmuectBeHHOM OT-IILIP B peanbHOM Bpemenu. Peaknum npoBoaumu B 10 Mk
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1x peakmuonnoi cmecu «LightCycler® 480 DNA SYBR Green | Master» (Roche
Diagnostics) ¢ ucnons3oBanueM cucteMbl LightCycler® 480 (Roche Diagnostics)
B CIIEAYIOIIMX YCIOBUSX: IpeAeHaTypaust — 15 munyt npu 94°C; nenarypauus —
10 cekynn npu 94°C; omxur matpuibl ¢ npaiimepamu — 20 cekynn npu 60°C;
nogumepuzanus — 20 cekyna npu 72°C; 4uciio MUKIOB — 55; 3aT€M CHUMAJUCh
ITOKA3aHUsl I IMOCTPOECHUSI KPUBBIX IUIaBiIeHUs npoaykToB [ILP B ycnoBumsax: 15
cexyua mipu 95°C; 15 cexynn mpu 60°C; 15 cexynn npu 95°C. Ammmudukaruio
Tpex ToMeoJoru4Hbix komuit reHa WFZP mnpoBoawivn ¢ HCHOIb30BAaHUEM
cnenuduueckux mnpaiimepoB (Tabmuma 6 Ilpuinoxenus). Bce oOpasisl ObLn
MIPUTOTOBJIEHBI B TPEX TEXHUYECKUX MOBTOPHOCTAX. B KaduecTBE OTpUIATEIBLHOIO
KoHTpoJist mpoBoamiiack [1IP ¢ nobasnenremM OMANCTUIITUPOBAHHON BOJIBI BMECTO
MaTpHIIbI.

AHanu3 pe3yJabTaToB MPOBOJWIA C HPUMEHEHHUEM MPOrPaMMHOIO
obecneuenus LightCycler®480 Bepcun 1.5.0 (Roche Diagnostics) ¢ momoribio
OporoBoro meroja cpaBHeHus rpaguko Hakorienus JHK. DddextuBHocTh
[P nna xaxxaoro reHa ompenesuiach MO TOCIEI0BATEIbHBIM pa30aBICHUSIM
oOpasna (8 mecsaTUKpaTHBIX pa3Benenuil). s crannapruzanuu koanuecta Kk JHK

Matpullbl mpoBoawiack  konudecTBeHHas ~OT-IIP ¢ mpaiimepamu K

pedepeHCHOMY TCHY Ta.304.3 (ctpykTypa paiiMepoB:
CCTCTGAGAGCCTCCACGTC (mpsamoit), TGGTAAGCAGGACACCCAAAC
(oOpaTHBIi)).

2.12. IlocTpoeHne  MOJIEKYJSAAPHO-TEHETHYECKHUX  KAPT  XPOMOCOM,

KAPpTHPOBaHMe F'eHOB

[TocTtpoeHne MOJIEKYJISIPHO-TEHETUUYECKUX KapT MPOBOJAWIOCH Ha OCHOBE
JIAHHBIX MO0 TEHOTUIIMPOBAHUIO U (HEHOTUITHMPOBAHUIO WHIUBUIYAJBHBIX PACTEHUN
KapTUPYIOIIUX TOMYJISLUN, MOJYYECHHBIX B XOAE€ BBINOJIHECHHUS MCCIECIOBAaHUN B
pamkax aumcceprannoHHoW paborel. OO6pasubl JIHK pactenuit xaptupyromei

nonyisiiun F, K 3-24 x Pl 418587 Obutn J1100€3HO MpeaoCTaBlICHb MPOdQ.
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H. Barana6> (Prof. N. Watanabe). O6pasus IHK kaptupyromeit nomymnsiun F;
Yaiinnz Crpunr X Penan Opumm mo0e3Ho mpepoctaBiensl a-pom I1. Cypawmii
(Dr. P. Sourdille). KaprtupoBanue rena FZP Ae. speltoides mnpooauiaoch ¢
UCIIOJIb30BaHUEeM Kaptupyromeid nomyisimun F, 8 X 37 (Dobrovolskaya et al.,
2011).

JUIss  MOCTpOCHHSI  MOJEKYJSIPHO-TEHETHYECKUX  KapT XpPOMOCOM |
KapTUPOBaHUS T'CHOB HCITOJTH30BaAIIH KOMITBIOTEPHYIO mporpammy
MAPMAKER/Exp version 3.0b (Lander et al., 1987). I'eneTn4eckue pacCTOSHHS
MEXy MapkepaMu omnpeaessui ¢ nomoibio ¢pyHknuu Kocam6u (Kosambi, 1944)
npu BenuunHe mokazatenss LOD >3.0. [lopsgok B3auMHOTO  pacrioiOKEHUs
MapKepoB U TEHETHUYECKHE PACCTOSHUS Ha KapTaX XPOMOCOM COMOCTABIISUIA C
onmyOJIMKOBaHHBIMU paHee NaHHbIMHM (Somers et al., 2004; Sourdille et al., 2004;
Ganal, Roder, 2007; Khlestkina et al., 2004, Quraishi et al., 2009). CootBercTBHE
HAOIOMaeMOT0 B TOMYJSNMSIX PACIICIUICHUS TI0 MapkepaM | IpU3HAKAM
TEOPETHUECKH O0KUIAEMOMY ONpEEIAIN C MOMOWBI0 kKputepus y> (Pokuukuii,
1973).

KoHceHcycHbIe MOJICKYJIIPHO-TEHETUICCKUE KapThI XpPOMOCOM
KOHCTPYHPOBAINCH C TOMOIIBI0 mporpammbl BioMercator Bepcun 2.1 (Arcade et
al., 2004). BerurcieHusi TpOBOJAMINCh, Ha OCHOBE JAaHHBIX O mosoxennn JIHK-
MapKepoB Ha OnyOJMKOBaHHBIX paHee kaptax — Ganal, Roder (2007), ITMI
(International Triticeae Mapping Initiative)
(http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical), a Ttakxe kaprax
xpoMocoMmbl  2DS, CKOHCTpYMPOBAHHBIX B  XOJ€ BBINOJHEHUS  HAIIMX
uccinenosanuii (Dobrovolskaya et al., 2009). ABromarryeckast KOMIHIIAIUS KapT,
conepxkammx RFLP, SSR nokycel u nokyc rema Mrsl, Obuia mpoBefeHa IO
omucanHomy paHee meromy (Arcade et al.,, 2004), ucxomHo# KapToit ObuIa

BbIOpaHa kapta ITMI.
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2.13. KapTupoBaHue JIOKYCOB KOJIMYecTBeHHbIX NMpu3HakoB (QTL)

KapTtupoBanue J0KycoB KoJM4ecTBEHHbIX TMpu3HakoB (QTL) mpoBoamiu ¢
nomonibio porpammbl MapQTL 5 (van Ooijen, 2004). VMcronp30Bajiv aaropuT™

HHTCPBAJIBHOI'O KapTUPOBAHUA.

2.14. Pa3paGoTka M KapTHPOBaHHWE HOBBIX MHKpocaTe,UIMTHBIX (SSR)

MapKepoB

Hnst unentudukanun  SSR-MOBTOPOB UCMONIB30BaIM Tporpammy «SSR
locatory» (Maia et al., 2008) npu cieayrommx mapameTpax MOUCKA: MHHUMYM 6
MOBTOPOB ISl  JAMHYKJICOTHUAHBIX  MHUKPOCATEJUIMTOB, S5 TOBTOPOB s
TPUHYKJICOTUHBIX ~MHKPOCATEJUIMTOB U 4 TOBTOpa Il  TeTpa-/meHTa-
/TEKCaHYKIJICOTUTHBIX MUKPOCATEINIUTOB JIJIsi COBEPIIEHHBIX MOBTOPOB; MAaKCUMYM
3  HENOBTOPSIOLIMXCS OCHOBAHWS, PpPA3ACISIONIMX MHKPOCATEIUIUTHI,  JUIS
HECOBEPIIICHHBIX  TOBTOPOB; MakCumyM 100 1.H. Mexay  Ojokamu
MHUKPOCATEJUIUTOB I KOMIayHaoB. [IpaiiMepsl K MUKpPOCATEITUTHBIM JIOKyCaM
paspabatbiBasii Tipu momornu mporpammbel Primer3 (Untergasser et al., 2012).
CtpykTypa pa3paboTaHHBIX MpaiiMepoB mpuBenaeHa B TaOmume 9 IlpunoxeHus.
[P nmpoBoaunu Ha oOpasuax cymmapHoit JIHK, BeineneHHBIX W3 pacTeHui
JIMHUYN U COPTOB MSITKOM MIIIEHUIBI, epedrcieHHbx B Taomuie 9 [Ipunoxkenus, a
TaKke U3 UHAUBUYATbHBIX PACTEHUN KapTUPYIOLIEeH Monyasaiuu Fy, moaydeHHoM
OT CKpEIIMBaHUs COPTOB MsrkoW mmeHunbl Yalinu3 CrnpusHr u PenaH, coriacHo
npotokosry Nicot et al. (2004). Paznencuue ¢parmento I[P BeImoaHSIIM Ha
aBTomatnyeckom cekBeHatope ABI PRISM 3100 Genetic Analyser (Applied
Biosystems). Pasmep (GparMeHTOB pacCUMTHIBAIM C IMOMOIIBIO KOMITBIOTEPHOM
nporpammbl ABI GeneScan, version 2.1, pa3paboranHoii kommnanuerr Applied
Biosystems. HoBble MHKpOCATCIIMTHBIC MapKepbl HHTEIPUPOBAIM B paHee
CKOHCTPYHMPOBAHHBIE TEHETHUYECKHEe KapThl XxpomocoM 2A, 2B u 2D wmsarkou

nirenuipl (Dobrovoskaya et al., 2015) ¢ momonpi0 KOMIBIOTEPHOW MPOTPAMMBI



89

MAPMAKER/EXP ver. 3.0b (Lander et al., 1987), ucronb3ys KapTHPYIOIIYIO
¢dynknuto Kocambu (Kosambi, 1944) mpu LOD > 3.00.

2.15. Cxpununr BAC-0ubamorexku mnmeHunbl copra Yaiinuz Cnpunr u

ycTaHoBJieHHe nepBu4HOi cTpykTypbl JJTHK BAC-ki1oHOB

HccnenoBanus BeIMONMHIIMCH ¢ ucnoib3oBanueM BAC (bacterial artificial
chromosome) oOubmuorekun «Tae-B-Chinese Spring», moiaydeHHOW Ha OCHOBE
copra Yaitam3 Crpuar wsrkoi mmenunsl 1. aestivum B INRA — CNRGV
r. Tyny3a, ®panuus  (http://cnrgv.toulouse.inra.fr/), mo onyOiMkKoBaHHOMY
npotokosty Dibari et al. (2012). bubnuoreka uMeeT JCBITHKPATHOE MOKPHITHE
reHoMa u coctouT u3 1147776 xknOHOB, OpraHu30BaHHBIX B 2988384-1yHOUYHBIX
TUTAHIIIETaxX (http://cnrgv.toulouse.inra.fr/fr/library/genomic_resource/Tae-B-
Chinese%20spring).

Ha mepBom stame mpoBomwics ckpuauar [JHK 2D (aByxmepnsix) BAC-
CyHepIyJoB, OpPraHM30BaHHBIX B OJHOM 384-myHouHOM IuIaHiiere. [lpuHiuUn
co3ganusi 2D-BAC-cymepmynoB u  mopsmok pacmonoxkenus JIHK BAC-
cynepnysioB B 384-IyHOUYHOM IUIaHIIETe mNOpuBeAeHbl Ha Pucynkax 3 u 4
[Ipunoxkenusi. CKpPUHUHT TPOBOJUJICA C  HUCIOJb30BaHUEM  IpalMepoB,
pa3pabOTaHHBIX K KOHCEPBATHUBHBIM paiioHaMm opTtojoroB rena FZP (Tabmuma 6
[Tpunoxenust). [P npoBoaunack mo mpoTokoiy, npuBeaeHHomy B Paznene 2.4.
Homepa «IMO3UTHBHBIX IUIAHIIETOBY», TO €CTh IUIAHIIETOB, comepkammx BAC-
KJIOHBI C LIeJIEBBIMHU TociienoBaTenbHocTIMU JIHK, onpenensuim no koopauHarawm,
KOTOpbIE TIPEACTABIISUIA COOOW MepeceyeHnue «MO3UTUBHBIX» CTPOK U CTOJOIIOB,
Kak mokazaHo Ha Pucynke 6 Ilpunoxenus. «Ilo3UTUBHBIE» CTPOKHM M CTOJOIIBI
onpenemsuim 1o pesyiabraram ammndukamuu JIHK 2D (aByxmepubix) BAC-
CyIIepIyJIOB, KakK Moka3aHo Ha PucyHke S5 Ilpunoxenus. Ha Bropom srtame
Onpeaesu «TO3UTHBHBIC» BAC-kioHBI, coziepxKaliue () (S:38(S
MOCJIEA0BATEIbHOCTH TIIEHUIIBI, roMoyiiornuHble reny FZP puca. CxpunHunr

«MO3UTHUBHBIX» 384-TyHOUHBIX IJIAHIIIETOB C IEJBI0 TTOMCKA «ITO3UTUBHBIX» BAC-
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KJIOHOB TIPOBOJMJIM TI0 BBIIIICONMMCAHHOMY TIPOTOKOIY, MPUMEHEHHOMY ISt
ckpununra 2D (aByxmepubix) BAC-cynepitynos.

CekBenupoBanue BAC-k10HOB IpoBOAKMIN Ha mHpocekBeHaTope GS Junior
(Roche), wucmonw3yst TexHONOTHIO 454-CEeKBCHHPOBHUS B COOTBETCTBUU C

npoTokojiom mpousBoauteis, Ha miathopme GENTYANE (UMR-1095 GDEC,
Knepmon-®eppan, Opanius).

2.16. C-nuddepeHnuaIbHOE OKPALIMBAHUE

C-nuddepeHunanbHoe  OKpallldBaHWE  MPOBOAMIM IO  paHHee
omyOnukoBaHHOM Metonuke (Badaeva et al., 1994). TlpenapaTsl aHanu3upoBaIu
npu momou Mukpockoma Leitz Wetzlar. JIns momydenus u300pakeHHIA
ucrnonb3oBanu  1upposyro kamepy CCD Leica DFC 280. Xpomocombl
KJIaccu(UIMpPOBAIA B COOTBETCTBHU CO cTaHAapTHON HomeHknarypoit (Gill et al.,
1991). C-muddepennmanpHoe okparmBanue nposoamwiochk 1.0.H. E.J[. bagaesoi

(UuactutyT obmeit renetuku uMm. H.W. BaBuiioBa PAH, r. Mockga).

2.17 ®ayopecuenTHasi in SitU rudpuan3anus

®dnyopecuentHyro in Situ rudpumuzanuio (FISH) ¢ 30oHmamm Ha ocHOBe
KJIOHUPOBAHHBIX MOBTOpPeHHBIX mocienoBatenbHoctet JJTHK (pScl19.2 u pAsl)
IIPOBOJIMJIM B COOTBETCTBHMHM C paHee omyOiwkoBaHHOW Meroaukoi (Salina et al.,
2006). 30HaBI METUIW OMOTHHOM HWJIM JUTOKCUTeHHMHOM ¢ momortbio TP co
cnenu(UUSCKUMH TIpaiiMepaMH WM C IIOMOINBIO PEAKIUU HUK-TPAHCIISAIINH.
JleTekiusi OMOTHHUIIMPOBAHHBIX 30HOB MPOBOIMIACH C IMOMOIILI0 (hiyopecienH
asuauaa (Fluorescein Avidin D, Vector Laboratories). Curnan ruOpuau3aiiuu
YCHJIMBAJICS ¢ NpUMeHeHHeM dQuiyopeciienH aHtH-aBuauHa (Fluorescein Anti-
Avidin D, Vector Laboratories). JIMTOKCUT€HUH-MEUYEHBIC 30HIbI BBISBIISIIA C
MOMOIIBIO AHTUTEN K JUTOKCHUIEHHHY, CBS3aHHBIX ¢ poxamuHoM (Anti-

digoxigenin-rhodamine Fab fragments, Roche Applied Science). IIpenapatsi
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3aKJII0YaI B Cpedy, 3aMeIIAIonlyto BeiBeTanue duryopectenuu (Vectashield
mounting medium, Vector Laboratories), cogepxamryro 0.5 mxr/ma DAPI (4',6-
diamidino-2-phenylindol, Sigma) m1st okpamnMBaHus XpOMOCOM, U aHAJTU3UPOBAIIN
Cc rmomomplo MuKpockoma «Axioskop» 2 Plus (Zeiss). M3oOpaxenue
peructpupoBanioch CCD-kamepoit VC-44 (PCO). dnyopecuentHas in  Situ
rubpuausanus  npoBoawiack k.0.H. W.I'. Aponmnont (MIulT CO PAH,

r. HoBocuGupck).
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I'nasa 3. U3YUEHUE OCOBEHHOCTEM PA3ZBUTHUSA COLBETHS
JUHUM NIIEHAIBI C HECTAHJIAPTHBIMUA MOP®OTHUIIAMHU
KOJIOCA

Jlnis n3ydenuss MopgoreHe3a COIBETHS MIIESHUITBI OblTa CO37jaHa KOJUICKIIUS
JUHUW TIICHUIBI, COCTOSIIAs W3 TPYNI C OJHOTHUIHBIMA HW3MEHEHUSMU
mopdoreneza. DopMmMHpoBaHHUE OTOW KOJUICKIMH MPOBOAMIOCH HA OCHOBE
NPU3HAKOBBIX WU (PEHOTUIMUYECKUX KOJUICKIIUH JIMHUKA W (HOpPM TMIICHHIBI C
HECTAaHAAPTHBIMA ~ MOP(OJOTHUYESCKUMH THIAMH  Kojoca. DEeHOTUIUYECKUE
KOJUICKI[MU, COOpaHHble Ha HayajdbHOM JdTame paboTel, BkIoudamu (1)
MHOTOKOJIOCKOBBIE (opMbl urionaHon (T. MONOCOCCUM), TeTparuIOuIHBIX
(T. durum, T. turgidum) u rekcarutonanoit (T. aestivum) BumoB mireHUIB U (2)
(opMBI MATKOMW MIICHHUITBI T. €StiVUM co CUpalibHBIM PACIIOIOKEHUEM KOJIOCKOB
Ha KOJOCOBOM cTep:kHe. [Ipy caMOOmbUIeHHH B psJie MMOKOJICHUH € MOCIETYIOIINUM
otbopoM Mo (PeHoTHNy KOJoca Ha OCHOBE (OpM IIIEHUIBI C W3MEHEHHOMU
MopdoJiorueil Koioca ObUIM MOJy4YeHbl YHUCTble JHMHUM. JIMHUM, KOTOpbBIE
CTaOMIIBHO TPOSBISUIA U3ydaeMble MPU3HAKH B YCIOBUSX TEIUIMYHOTO KOMILJIEKCA
U B TIOJICBBIX YCIOBUSX, ObUIM MCIOJH30BaHBl B JAIbHEHIINX HCCIIEIOBAHUSIX.
Uudopmanuss o0 JHMHUSIX, BKIOYas OCOOEHHOCTH (DEHOTHIIOB KoJioca U

MPOUCXOXKICHUE JIMHUM, nipecTaBieHa B Tabmuue 1 [Tpunoxkenus.

3.1. Ocob0eHHOCTH CTPOEHHS KOJIOCA MHOTOKOJIOCKOBBIX JIMHUI MIIEHU B

3.1.1. MHOr0Ko0/JI0CKOBBIE JJUHNHM MATKO#M mmeHuubl T. aestivum

BusyanibHas onieHka peHOTHNa KOJI0ca MHOTOKOJIOCKOBBIX JIMHUN MOKa3ana,
YTO OHM MPEACTABISAIOT CO00I reTepOreHHyI0 TpyMIly, OTINYAsICh XapaKTEePHBIMU
JUTSL KaxA0ro MopdoTHIa yepTamu.

Konoces aunmit Rucl63, Rucl6/, NIL-mrsl, V3-79-08, V3-82-08, V3-83-
08, V3-84-08, V3-85-08, V3-86-08, V3-87-08, V3-88-08, V3-89-08 u V3-90-08

mopdoturma MRS (multirow spike) xapakTepu3yroTcsi HATMYUEM JTOIOJTHUTEIIBHBIX
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KOJIOCKOB Ha ycTymax kojiocoBoro crepxkHs (Pucynok 3.1). [lpuznak MRS-nuawmi
CTaOMJILHO HACJIEIOBAJICS M TPOSBISJICA KaK B IOJEBBIX YCIOBUAX, TaK U B
ycinoBusx TemnuHoro komiwiekca WIulm CO PAH. OcobGeHHOCTBIO 3TOrO
MopdoTuma sBiIsgeTcs GOPMUPOBAHKE KIACTEPOB, COCTOSIINX U3 MHOKECTBEHHBIX
CUISYMX KOJIOCKOB, Ha YCTyNax KOJOCOBOIO CTepKHA. YHUCIO KOJIOCKOB B
KJIACTEpPE MOXKET JOCTHUTATh fecaTu. [Ipu3Hak Hanbosee BEIpaKEeH B HIDKHEH TPETH
KOJI0Ca, TIPH 3TOM HEKOTOPBIC JOMOTHUTEIbHBIC/CBEPXUUCICHHBIC KOJTOCKH MOTYT
HE Pa3BUBAThLCS MOJHOCTHIO. B IIeHTpanbHON YacTH M B BEPXHEW TpeTH Kojoca
pa3BUBaeTCA MO JABA-TPU KOJIOCKA HA YCTYIE, YTO HAIIOMHUHAET CTPOEHHUE KOJoca
HIECTUPSIHOTO s'uMeHs. KoJIOCKH 3TOM 4acTu KoJioca, Kak MPaBUio, COAEPKAT 10
TpU (EPTUWIbHBIX 1IBETKA. B BepXyIleyHO YacTu CTpOEHHE KOJ0ca CTaHJapTHOE:
pa3BUBaETCS MO OJHOMY KOJIOCKY Ha KaXJIOM yCTyre. Pa3nwuausi B TpOSBICHHUH
npu3Haka Mexay MRS-nmuHMsIMU CBSI3aHBI C pa3HBIM YHCIOM YCTYIOB KOJIOCA,
coJiep KaIuX JOTOTHUTEIbHBIC KOJOCKH, M YHUCIIOM JIOMOJHUTEIBHBIX KOJOCKOB
Ha OJTHOM yCTyme. Y NIMHEHHBIE KOJIOCKOBBIC OCH Ha YCTymHax JUHUN MopdoTuia

MRS, xak npaBuiio, He POPMUPYIOTCSI.

Pucynok 3.1 — Konocss (a) crannapraoro tuma copra Yaitauz Crpusr u (0) muann V3-
79-08 mopdoruna MRS ¢ knactepamu cuISYMX KOJOCKOB Ha YCTYIMax KOJOCOBOTO
crepxHs (Pa3paboTan aBTOpoMm)
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Konoc nmuanm Sklel28, nonydenHoii Ha ocHOBe THOETCKOM TPEXKOJIOCKOBOM
dopmer mmenunpl TTSW  (Tibetan triple-spikelet wheat), namomunaer kosoc
auauii Mopdotunna MRS — Ha omHOM ycTyme Qgopmupyercss HECKOJIbKO (dJarie
BCETO TpPH) CHASYUX KOJIOCKOB, «BETOYKM» HA YCTymax He (OPMHUPYIOTCS
(Pucynox 3.2). Ilpu3Hak CTaOWIBHO HACIEIOBAICA M TPOSIBISIICA CXOJIHBIM

00pa3oM B pa3HbIX YCIOBUSIX BBIPAIUBAHUSI.

Pucynok 3.2 — Konoc simaun Sklel128 (Paspaboran aBTopom)

Crpoenune konoca muHud RuUuC204 mpu BbIpallMBaHUK B  YCJIOBHSIX
TEIUTMYHOTO KOMITJIEKCAa HAIlOMUHAJIO CTpOeHHe Kojoca jJuHuid Mopdotuna MRS:
Ha  yCTyl€  KOJIOCOBOTO  CTEpKHS  Pa3BUBAINCh  JOIOJHUTEIIbHBIE
(cBepxumucnennsie) cunsune kKoiocku (Pucynox 3.3). Ilpu BbIpamuBanuu B
MOJIEBBIX YCIIOBUSIX, HAPSALY C JOMOJHUTEIBHBIMH CHUASYMMH KOJOCKaMH, Ha
YCTYIax pa3BUBAJIMUCh YJIMHEHHBIE OCU KOJIOCKA, U KOJIOC CTAHOBUJICSI BETBUCTBIM
(Pucynok 3.30), npencrasisiss moppotun GB (Genuine Branching).

Konoc nunum Rucl30 mpu BblpalMBaHvu M B TOJEBBIX YCIIOBHUSX, U B

ycnoBusix TermmaHoro komrwiekca UIulm CO PAH Obun BetBucThiM (PucyHOK

3.4).



Pucynok 3.3 — Koinocest pacrennii nmuauu Ruc204, BIpallleHHBIX B YCIOBHSIX TETUTHIIBI
(a) 1 B mosieBbIx ycnmoBusx (0) (PaspaboTan aBTOpOM)

Pucynok 3.4 — Komnoces pactenuit nuHum RuUC130, BbIpaieHHbIX (a) B TOJIEBBIX
ycnoBusiXx u (0) ycIOBUSIX TEIUIUIBI (CIpaBa — KOJOCOBOW CTEP)KEHb C YIAJICHHBIMH
KOJIOCKaMH; CTpelKaMu 0003HA4YeHBI YAJIMHEHHBIE BTOPUYHBIC OCH KOJIOCA/«BETOUKH))
(Pazpabotan aBTOpOM)
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Crenenp mposBICHUS NpuU3HaKa y MHOrokojockoBod muaumun MC1611
BapbUpOBaJIa B 3aBUCHUMOCTH OT YCJIOBHH BbIpalluBaHus. Tak, B IOJEBBIX
YCIIOBUSIX KOJIOC JMHUHM MMEJI MHOKECTBO JIOIMOJHHUTENbHBIX KOJIOCKOB, a TMpHU
BBIPAIIMBAHUM B TEIUIMLE TOJBKO €IWHUYHBIE JIOMOJIHUTENIBHBIE KOJOCKU
Pa3BUBAIUCh HAa HECKOJIBKUX yCTymax KojocoBoro ctepxkHsa (Pucynok 3.5). Ilo
CTENEHU TMPOSIBICHUS TMpU3HAKA (YUCIy YCTYNOB KOJOCA, COJAEPKAIIUX
CBEPXUYHMCJIEHHBIE KOJOCKH, M YHUCIY CBEPXUYHCIEHHBIX KOJOCKOB Ha YCTyMax)
aunust MC1611 ycrynana ocTalbHBIM MHOT'OKOJIOCKOBBIM JIMHUSAM. Koioc TuHUM

npezacrasnser mopdorun HS (horizontal spikelets).

Pucynok 3.5 — Konoces pactenuit nuauun MC1611, BblpameHHBIX (a) B YCIOBHSIX
terumnbl U (0) B moneBbIX  ycnoBusix. CrpenkamMu  0003HAu€Hbl  YCTYIBI €

JIOTIOJTHUTENbHBIMU Kostockamu (Pa3paboran aBTopom)

Ha ycrynax konoca nmuaun S0164 popMupoBanachk napa JOMOJIHUTEIBHBIX
KOJIOCKOB, PAcCIOJIOKEHHBIX B TOPHU30HTAIBHOM ITJIOCKOCTH, YTO XapaKTEPHO IS
mopdotuma HS/“tetrastichon” (Pucynok 3.6). ®eHoTMn JIMHUK HAOIIOAAIA B

YCIOBUAX TCIUNIMYHOI'O KOMINICKCA. Jlnausg cTabMIBLHO [IposBJIAlIa IIPHU3HAK B
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noJieBbIX ycnoBusax r. Kpomepximk Yenickoit pecnyOnuku (JInyHOE cOOOIIEHUE -

pa I1. Maptuneka (Dr. P. Martinek)).

Pucynok 3.6 — Komoc nuamm S0164. YCTynmsl ¢ MOTOTHHUTEIHHBIMH KOJOCKAMHU
o0o3HaueHsl crpenkamu (PazpaboTtan aBTopom)

Jlvanm Ruc57 m Ruc62 mpencrasasuim mopdotun VSS (vertical sessile
spikelets). ¥V stux nuHuii GopMHpPOBAIMCH TMApHBIE KOJOCKH, PaCIOIOXCHHBIC
OIMH Haja JpyruMm mo Beptukanu. dororpaduueckoe m3o0pakeHHE KOIOCa C
JOMOJTHUTEIBHBIMH BEPTUKATBHBIME KOJOCKaMH IpeacTaBiieHo Ha Pucynke 3.7. B
HCKOTOPBIX CIIydasX Ha yCTylax Kojioca HIDKE KOJIOCKOB HaOJIIOJaid pPa3BUTHE
CTPYKTYP, HAIIOMHHAONIMX BUION3MEHEHHBIC KOJOCKOBBIE emyu (Pucynok 3.7).

Bce wu3ydaemble MHOTOKOJIOCKOBBIE JIMHHM MSATKOW IIIICHHUIIBI  OBLIH
(GepTUIbHBIMA W LBETKH SKTOMMYECKUX KOJOCKOB, KaK M I[BETKH MEPBUYHBIX
KOJIOCKOB, (DOPMHPOBAJIH 3€PHOBKH.

Takum oOpa3om, AeTanbHas BU3yalibHas OllCHKA ()CHOTHIIOB IOKa3alia, 4To
U3ydaeMble MHOTOKOJIOCKOBBIC JIMHUM MSATKOW TMIIECHHUIIBI MOXKHO DPa3JeiIuTh Ha

IPYIIIIBL.
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(1) JIuHWM, KOJOChS KOTOPBIX HMMEIOT JOIOJIHUTEIBHBIE CHISYHE KOJIOCKH
(mopdotunier MRS, HS, TTSW), (2) BerBuctokosocsie Jimanu (GB) u (3) nuHuwm,
y KOTOPBIX B 3aBUCUMOCTH OT YCJIOBHH BBIpAIIMBAHUS Pa3BHBAJICS JIMOO KOJIOC C
CUISYMMH KOJIOCKaMH, 100 BeTBHUCTHIA Koioc (HS-GB). Jluauu paznmuamuck
CTCIICHBIO TIPOSIBJICHUS TIPU3HAKa (YHUCIOM YCTYNOB C JIOTIOJHUTEIbHBIMU
KOJIOCKAMH M YHCJIOM KOJIOCKOB Ha YCTyIe), Ha BBIPAXCHHOCTh IPU3HAKA

OKa3bIBAJIM BJIMAHHUC YCJIOBHA BbIpalllMBAHNA.

Pucynox 3.7 — Konoc muuuun Ruc62 mopdoruma VSS (vertical sessile spikelets) ¢
JOTIOTHUTENbHBIMU BEPTUKATBHBIMUA KOJIOCKaMU (OTMEYEHBI CTpelikamu) (a) u pparMeHT
KOJIOCA C YCIIYEeBUJIHOW CTPYKTypor (0003HA4eHO 3BE3J0UKOi) Ha ycTymne Kojoca (0)

(Pa3paboran aBTOpOM)

Y Bcex ImHuWiA, 3a uUcKiIOYeHneM Mopdotuna VSS, cumgsuue
JIOTIOJTHUTENIbHBIC KOJIOCKH PacIiojarajuch Ha YCTymnax IO YIJIOM K TIEPBUIHOMY
KoJocKy. OOOOIIeHHBIE PE3yJIbTaThl BU3YAIbHOM OIICHKHM MHOTOKOJOCKOBBIX
JMHUM MSATKOW TIIEHUIBI TpeacTaBieHbl Ha Pucynke 3.8. IloinydeHHble HaMu

JaHHBIC O BJIIMAHUHA YCHOBHfI OKPY)KaIOHICﬁ Cp€abl Ha IIPOSABIICHUC IIPU3HAKa
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MHOT'OKOJIOCKOBOCTH  COIIACYIOTCA C peE3ylibTaTaMH, IIOJYYCHHBIMHU PAHCC

npyrumu aBropamu (Percival, 1921; Sharman, 1944; Pennell, Halloran, 1983).

A B C D E F
H67 NIL-mrs1 Skle128 So164 MC1 611
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PucyHnok 3.8 — ®enoturibl Kostoca cranaapTHoro tuna (A) auauu copra HoBocnOupckas
67 (H67) u mopdorunos, (B) MRS, (C) HS-GB, (D) HS (TTSW), (E, F) HS. Tlox
Kax10il gororpadueil komoca pazMeIIeHO CXeMaTHUECKOe U300paKEHHE €ro CTPOCHHS.
B-D, F — noxazanbl (eHOTHNBI KOJOCAa JUHUI B PAa3HBIX YCIOBUSAX BbIpAlIMBaHUS
(cmpaBa — B TMOJEBBIX YCIOBHUAX, CJI€BAa — B YCIOBUSX TEIIMYHOTO KoMmiuiekca). HS
(horizontal spikelets) — ropusonTaneHbie komocku; MRS (multirow spike) —
MHoTOpsIHbIH Kojoc; GB (genuine branching) — BeTBucThIit komoc; SS (Supernumerary
spikelets) — cBepxuucnennsie kojocku; TTSW (Tibetan triple-spikelet wheat)

Tubetckas TpexkoaocokoBas mmenuna, WT — qukuit Tun (Dobrovolskaya et al., 2015)

3.1.2.  OcoGeHHOCTHM CTpPOEHHsI KO0JIOCA  MHOI'OKOJOCKOBBIX  JIMHMH

TCTPAIVIOUAHBIX U JTUILVIOMAHBIX BU/10B MNIIICHUIIbI

Oo0pas3ern TerparutonaHo# mireHuisl 1. turgidum K-40750 umeeT BeTBUCTBIN
KOJIOC TYPTrUAHOTO THIA: Ha YCTylaxX HIKHEW TPETH/TIOJIOBUHE KOJOCOBOTO

CTCPXXKHA HaApAAdy C CHAAYUMU JIOHOJ'IHI/ITCJ'IBHBIMI/I/ CBCPXUUCIICHHBIMHU KOJOCKaMH
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pa3BUBAIOTCS JJIMHHBIE KOJIOCKOBBIE OCH, Ha KOTOPBIX, B CBOIO OYE€pE/b,
dbopmupyroTcs monosHUTENbHbIE Konocku (Pucynok 3.9). Ilpusnak cTaOuiibHO
HACJICIOBAJICST W TIPOSIBISUICSI B Pa3HBIX YCIOBUSX BBIPAIIMBAHHUS PACTCHHIA.
®deHoTHN KOJIOCA TOJHOCTHIO COOTBETCTBOBAJ JETANbHO OMUCAaHHOMY paHee

(GbeHOTHITY BETBHCTOKOJIOCHIX 00pa3ioB Buaa 1. turgidum (Percival, 1921).

Y

<

<

,//'eh

P

Pucynok 3.9 — Kosoces (a) cranmaptaoro tuna auaun LD222 T. durum, (6) mopdoTuma
HS-GB nuuun R-107 T. durum u (B) mopdotuna GB (TypruaHsiii TN KoJioca) oOpasia
K-40750 T. turgidum (Dobrovolskaya et al., 2017)

Kosnocwkst muanu R-107 T. durum 3a Bce Bpemst HaOmroaenuit (2013-2017 rr.)
neMoHcTpupoBaiu apyroit penorun — FRS (four rowed spike), korma Ha yctymax
KOJIOCOBOTO CTEpXHS (POPMHUPOBAIKNCH MPEHMYIIECTBEHHO TMapHbIe KOJIOCKH,
pacrojio’)KeHHbIE [0 TOPU30HTAIM, Pa3BUTHUE KOJOCKOBBIX OCEH Ha ycCTymax
npakTHuecku He HaOmomanock. KpaiiHe peako HaGmomanu QopMupoBaHUE
YKOPOYEHHBIX «BETOUYEK).

Mytanr KT 3-24 (Pucynoxk 3.10) JumuioMaHON MIIEHWIBI BHJA
T. monococcum xapakTepu30BajCsi BETBUCTHIM KOJOCOM W/WIM HaTUdheM

JOIMOJHHUTCIIbHBIX KOJIOCKOB Ha YCTyIlax, IIpH 3TOM KOJIOCKOBLIC OCH OBLIN
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YKOPOYCHBI 110 CPABHCHHIO C OCAMHU KOJIOCA THUIIMYHOTO TYPrUJHOIO THIIA BUIA

T. turgidum (Pucysox 3.9).

Pucynok 3.10 — BerBucteiii xomoc nuaun KT 3-24 T. monococcum (B 1eHTpe) ¢
0003HaUYEHUEM CTpEIKaMH JOMOJHUTEIBHBIX KOJIOCKOB Ha YAJMHEHHON OCH KOJIOCKA,
OTJICJICHHOTO OT OCH KoJyioca (crpaBa), ¥ HEBETBUCTBIH Koioc oOpasma Pl 418587
T. sinskajae (cneBa) (Dobrovolskaya et al., 2017)

[To cpaBHEHUIO C BBIMICOMMCAHHBIMA MHOTOKOJIOCKOBBIMU JIMHHUSIMU, JIMHUS
Pl 67339 terpamiouanoit miieHUIsl 1. turgidum cyriecTBeHHO OTJIMYaIach
CTPOGHHEM KOJIOCKA, Ha YIJIMHEHHOHM OCH KOTOpOro B 0a3anpHOH 4YacTu
(GOpMHUPOBATUCH HOPMAJILHBIC 3€PHOBKH, a B JUCTAIbHOH — JIOTIOJHHUTEIIBHBIC
kostocku (Pucynok 3.11).

JleTanbHBIN aHAINU3 CTPOSHHS KOJIOCa IMOKa3al, 4YTO YUIMHEHHAs KOJIOCKOBas
OCh 3aKaHYMBACTCS TEPMHUHAIBHBIM (BepXyIIeYHbIM) KosiockoM (Pucynok 3.11 C),
9TO, B I[EJIOM, HE XapaKTEePHO UIsl BUOB IIICHUIBI PA3HOTO YPOBHS TUIOUTHOCTH
(Shitsukawa et al., 2009). Dta 0coOEHHOCTD I pacTeHUH MOP(HOTHUIIA «IOKHO-
UCTHHHAs BETBUCTOCTBH» KojJoca paHee He Obuia ommcaHa. UYto Kacaercs
(dbopMHUpOBaHUS JOMOJTHUTEIBHBIX KOJOCKOB Ha yIUTMHEHHOW OCH KOJIOCKA U JIBYX
36PHOBOK B 0a3aJIbHOM 4YacTU KOJIOCKA, HAIIM PE3yJabTaThl MMOJITBEPIKIAAIOT

nojy4deHHble panee (Amagai et al., 2017).



Pucynok 3.11 — Ctpoenue koioca MOpHOTHITA «JIOKHO-UCTUHHOE BETBIEHUEY TMHUU Pl
67339 T. turgidum (A) C yWUIMHCHHBIMH BHAOM3MEHEHHBIMH Kojockamu (B),
COJICpIKAIlMMU TIapy 36pPHOBOK B 0a3abHO# yacTu Kojiocka (D) u skTonmnyeckre KOJI0CKU
B auctanbHOi vactu kosocka (C). (E) CxemaTnueckoe M300paXkeHHE KOJIOCKA JTUHHH
P167339. O6o3nauenus: f (floret) — nserox, gl (glume) — komockoBas uemys, gr (grain)
— 3epHOBKa, €S (ectopic spikelet) — sxkronmuueckuii Koocok, ets (ectopic terminal spikelet)
— OJKTOMHMYECKUN TEepMHHAIBHBIA Kojiocok, Im (inflorescence meristem), | (lemma) —
HIKHsIs 1BeTkoBas uerrys, 10 (lodicules) — nogukynsl, pa (palea) — BepxHsis nBeTKOBas
gemrys, pi (pistil) — mectuk, st (Stamen) — terunnka (Dobrovolskaya et al., 2017)

Cnenyer OTMETUTh, YTO OpHUEHTAIUSl JOMOJIHUTENBHBIX KOJOCKOB TIO
OTHOIIEHHMIO K OCH KOIOCKA M mHepBUYHOMY Konocky (90°) muamu Pl 67339
COBMAJIa€T C OPHEHTAIIMEH JOMOIHUTENBHBIX KOJOCKOB Ha «BETOYKAaX» KOJOCHEB
GB-mopdotuna (Typrugaoro tumna kosioca) muauii R204, Ruc130 u K-40750.

B cooTrBercTBUU ¢ HaOMIOIaeMBIMH OCOOCHHOCTSIMU CTPOCHHS KOJOCa BCE
MHOTOKOJIOCKOBBIC ~ JIMHWW  TIIEHUIBI OBIIM  OTHECEHBI K  CIEAYIOUIUM
Mop(hoTHIaMm:

1) MRS - ¢dopmupoBaHHe KiacTepa MHOMXCSCTBCHHBIX KOJIOCKOB Ha

yerynax: quHuu Rucl63, Rucl67, V3-79-08, V3-82-08, V3-83-08, V3-84-
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08, V3-85-08, V3-86-08, V3-87-08, V3-88-08, V3-89-08, V3-90-08, NIL-
mrsl;

2) HS/FRS/TTSW — HeckoJbKO, IMapa WJIH TPOWKa, KOJOCKOB Ha YCTYIIE,
PACIOJIOKEHHBIX B TOPH30HTAIBHON Tutockoctu: jauaMu MC1611, R-107,
Rucl128, S0164;

3) VSS — mapa BepTHKAJIBHBIX KOJOCKOB Ha ycryme: JuHHH RUCS57 wu
Ruc62;

4) GB/typruasHplii THI KoJioca — BETBHUCTHIM Kojoc: JuHuu Ruc204,
Rucl130, K-40750, KT 3-24;

5) f-tR — noxxHO-MCcTHHHOE BeTBICHKE Koytoca: jaunaus Pl 67339.

Takum o00pa3oMm, Bu3yajbHas OIICHKA KOJOCA MHOTOKOJIOCKOBBIX JIMHHIA
JWIUIONIHBIX, TETPAIUIOMIHBIX M TEKCAIUIOWIHBIX BHIIOB TNIICHHIBI BBISIBUIIA
rpyIiibl, 0003HaYEHHBIE B COOTBETCTBHM C MpeioxkeHHoi A-poM [1. MapTtunekom
HOMCHKJIATYPOH ISl TETPAIUIOWJHBIX W TCKCAIUIOUIHBIX BHJIOB  IIICHHIIBI
(Martinek, 1998). OcHOBHBIC OTJIMYUTEIILHBIE OCOOCHHOCTH TPYII KacaluCh
YKCiIa TOTOJHUTEIBHBIX KOJOCKOB HAa YCTYMaX M MX OPHEHTAIMU OTHOCHTEIILHO
OCH KOJIOCA, a TaKKE HAIWYUS/OTCYTCTBHS Y/UIMHCHHBIX BTOPUYHBIX OCEH

couBeTHs («BETOYEK»), KOTOPBIC Y JTUHHUH pa3IudaanucCh IO JTHHE.

3.2. N3yuyeHue 0coOeHHOCTEl pPa3BUTHA COIBETHII MHOTOKOJOCKOBBIX JTHMHUIA

MATKOM MIIEeHUIbI C INPUMEHCHHUEM METOA0B MUKPOCKOIINH

JleTanpHBIA aHATU3 OCOOCHHOCTEH PAa3BUTHS COIBETHH MHOTOKOJIOCKOBBIX
muaud Msrkod mreHutbl (MRS) ¢ ucmonb30BaHUEM CBETOBOIM M CKaHUPYIOIICH
AJIEKTPOHHOW MHMKPOCKOIIMU TMPOBOAMJICS Ha Mmarepuaie (1) MmodTu-u30reHHOM
muaun NIL-mrsl, Hecyieit MmapkepHbIii TeH MIS1, B CpaBHEHUU C PEKYPPEHTHBIM
pomutenem — JuHHerW copta HosocuOupckas 67 (H67), (2) wmyranTHOM

MHOTOKOJIOCKOBOUM JinHMM MC1611 u nmunaum ucxomuoro copra CaparoBckasi 29
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(C29). Kpome Toro, m3y4daii OCOOCHHOCTH Pa3BUTHS MHOTOKOJOCKOBBIX JIMHUN

Skle128, Ruc204, Ruc57 u Ruc62.

3.2.1. PazButne couBerust Mopdoruna MRS (simams NIL-mrsl)

B HOpMe corBeTue MilleHUIIbl TETEPMUHUPOBAHO. ANMKaIbHAs MEpHUcTeMa
COIIBETHS TIOCIICIOBATEIFHO JAaeT HAdajo JaTEPaJbHBIM MEpHCTeMaM, KOTOPBIC
pPa3BUBAIOTCS B JIaTe€pasibHbIe KOJOCKH MOKa HEe copMupyercs TepMUHAIbHBIN
kojocok. Kaxmast nepBuuHasi akcuaiabHas (KOJIOCKOBAsi) MEpUCTEMA Pa3BUBAECTCS B
€IMHCTBCHHBIN JATE€PaIbHBIM KOJIOCOK, COCTOSIIIMA W3 MHOXECTBA IIBETKOB
(Bonnet, 1936).

B mammx wccrmenoBaHUSAX Ha paHHUX JTamaxX pa3BUTHSA COIBETHS TIPH
GbOpMUPOBAHUM KOJOCKOBBIX MEPUCTEM U 3aKJIQJKE 3a4aTKOB (MPUMOPIUEB)
NEPBBIX OPraHOB KOJIOCKA (KOJIOCKOBBIX YEIIyH) pa3indvii B Pa3BUTHH MEXKIY
muausiMu NIL-mrsl w H67 BeisiBieno we Obuto (Pucynok 3.12 J, K). Ilepsbie
paznuuusl TOSBISUIMCh HA paHHEW craauu JuQPepeHIMpPOBK  BTOPUYHBIX
aKCUAJIbHBIX MEPUCTEM, MPU ITOM y MYTAHTHBIX COIIBETUH BMECTO MPUMOPIUECB
OpraHOB IIBETKa, PAaCIOJIO)KEHHBIX B 0a3ajbHOW 4YacTH KOJOCKa, HaOI0JaIu
MOSIBJICHUE TPUMOPAMEB OPraHOB KOJOCKAa — KOJIOCKOBbIX uernyi (Pucynox
3.12 P). B coupetnn qukoro tuna tuauu H67 (Pucynok 3.12 L, O, R) xonockoBas
MEpHUCTEMAa UHUIIMMPOBAJa OPTaHbl KOJIOCKA U (PIIOPAIbHYI0O MEPUCTEMY, KOTOPHIC
MOSBISUTUCh B CIIEAYIONICH IMOCIEAOBATEIbHOCTH: TIEPBBIMH  CTAHOBUJIUCH
Pa3sTUYMMBIMA TIPUMOPAWHM JABYX KOJIOCKOBBIX YECIIyH, 3aT€M HWHHIIMHPOBAIUCH
GbopanbHBIE MEPUCTEMBI, U Ha UX nepudepun GOPMUPOBATUCH TPUMOPANH JTBYX
IIBETKOBBIX YENIyH, Najblle mpoucxoamia auddepeHnrpoBKa OpraHoB IBETKa
(IByX JOOWKYyN, TMECTHKa W Tpex ThIMHOK). Komocok maukoro tumma H67 He
JNETEPMUHUPOBAH U COCTOWT W3 HECKOJBKUX IIBETKOB, KOTOpPHIE PAa3BUBAIOTCS

aKpOTIETAIBHO.
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N
f - spikelet B | &
) = sm MRS

Pucynok 3.12 — MuorokonockoBbiii ¢peHotun mnmenuibl. (A) Konoc (ciaeBa) u KOJIOCOK
(ctipaBa) crangaptHoro tumna (HoBocubupckas 67, H67) u cxematudeckoe n300pakeHue
CTPOCHHMS KOJIOCKa JNUKOTO Tuma (B BepxHel dacth). (B) Cxemarnueckoe mzobOpaxeHue
pasianunbix Mopdotumnos mireHuisl: MRS (multirow spike) — kmactep KoJI0CKOB Ha
yeryne; HS (horizontal spikelets) — nBa wiu Tpu KoJIOCKa B TOPH30HTAIBHOM TIOCKOCTH
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Ha yctyne, RS (ramified spike) — «BeTouka» ¢ TONOTHUTEIHLHBIMU KOJIOCKAMH Ha YCTYTIC.
WT (wild type) — nukmii tun (Spikelet — kosocok; rachis — ock konoca). (C) Komoc
auaun NIL-mrsl (cieBa) ¢ kimacTepoM KOJOCKOB Ha yCTyIe Kojoca (crpaBa), TIie
JIOTIOJTHUTEIILHBIC KOJIOCKM OTMEYEHBI KPAaCHBIMH CTpPEJKAMH, M CXEMaTHYECKOE
nu3o0paxxkenue ctpoeHus kojocka mopporuna MRS muamm NIL-mrsl. (D-G) Anamus
couetust JIuHUKM NIL-mrsl Ha pa3snuuHBIX CTagusAX pa3BUTHS IPU MOMOILM CBETOBOM
mukpockonuu. (D) Craaus muddepeHInpoBKH Kojocka (CTpenkaMud 0003HAYCHBI
npuMopauu KosiockoBbix demnyil). (E u F) Panuss cramus nuddepeHIMpPOBKH IBETKA
(BTOpUYHBIE aKCHATBHBIC MEPHCTEMBI, KOTOPBIC HAa CIICAYIOIIEM dTare Pa3BUTHUS JAIOT
HAYal0 SKTOMHYECKUM Kojockam (es, ectopic spikelet) o6o3uauens! 3Be3moukamu). (G)
[Mo3musas cragus nudGEepeHIUPOBKH OPraHOB IBETKa € 0003HAYCHHUEM KOJIOCKOB,
pa3BHBAIOIIMXCA IO cTaHAapTHOM cxeme (WS, wild-type spikelet) u skrommueckux
kosiockoB (€s). (H) BerBenogoOHast CTpyKTypa, OTACIEHHAs OT KOJOCOBOT'O CTEPIKHS
couBetust NIL-mrsl ¢ o6o3HaueHuem skronuueckux kosockoB (€S). (1) Pacmomnoxenue
AKTOMUYECKUX KOJOCKOB Ha ycryme kojoca NIL-mrsl. Macmtab nzo6paxkenus: 0.25 M.
(J-S) SEM anammu3 couseruit H67 (WT) u NIL-mrsl (mrsl) ma pa3iu4HBIX CTaaMsIX
pazButus. (J u K) Cragus nuddepenupoku konocka (J) coupetust nukoro tuna H67 u
(K) MRS-tuma. (L) Pannss cragus auddepeHIMpoBKY IBETKA, 3aKJIafKa I[BETKOBBIX
mepucteM y cousetus H67. (M u N) JluddepeHumpoBka BTOPHUYHBIX aKCHAIBHBIX
mepucteM (AXM), 0003HaueHHBIX 3Be3noukamu, y tuaur NIL-mrsl. (O) Panuss cramus
pa3BUTHS I1[BETKA, IMOSBJICHHE BEepXHEW KosockoBod uemyu y H67 (WT). (P u Q)
Pa3BuTHe OKTONMUYECKHUX KOJOCKOBBIX uwemyid (gI* w o00o03Ha4YeHO cTpeiIKamm),
[[BETKOBBIX  YENIyd BTOPUYHBIMH  aKCHUAJbHBIMH  MepucTteMamMu  (00O3HAYEHBI
3Be3noukamu) y NIL-mrsl. (R) Cragus auddepeniupoku 1setka, audQepeHIimpoBKa
OpraHoB B 0a3ajbHBIX IBETKAX Yy COIBETHUSI ITUKOTO THMa. (S) pa3BUTHUE DKTOMUYECKUX
konockos B konocke y NIL-mrsl. Macrta6: 100 mxm. O603HaueHus: €s2" — propuuHblit
HKTOMHMYECKUH KOJOCOK (pa3BUBACTCS HAa MECTE I[BETKA MEPBUYHOIO IKTOIMHYECKOTO
kosocka), T (floret) — mBerox, fm (floral meristem) — duopanbHas (1BeTKOBaASs)
mepuctema, gl (glume) — xomockosas yemys, im (inflorescence meristem) — mepucrema
couserus, | (lemma) — Hwkuss BeTkoBast yemys, 0 (lodicules) — noaukysnel, pa (palea)
BEpXHss IBeTKoBas uernrys, pi (pistil) — mecruk, ts (terminal spikelet) — TepmuHanbHBIH
kosocok, Sm (spikelet meristem) — mepucrema kosocka, St (Stamen) — Terumnka. Bee
0003HaYeHUs] OPraHoB HSKTOMHUYECKOTO KOJIOCKa OTMEYeHbl 3Be3Aoukoil (*) B
o6o3nauenuu (Dobrovolskaya et al., 2015)

VY couBeTuil UKOTO THUMA TOCIE 3aKJIaAKUA IBYX KOJOCKOBBIX UEIIYH KOJOCKOBas
MepHCTEeMa IOCIIEIOBATSIFHO JaeT Hadano (uopaabHbBIM MepHUcTeMaM W, B TO

BpeMs KaK B PAaCIOJIOKEHHBIX B 0a3aibHOM YacTH KOJIOCKa MEPHUCTEMaxX YxKe
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npoucxoaut  auddepeHIUpOBKa OpPraHOB  LIBETKa, BEpXHHE  €IIe  He
muddepentmpoansl (Pucynok 3.12 R).

B couBetusix MyTaHTHOM JIMHMM Mbl HaOMIOAAIM PA3BUTHE DKTOMUYECKUX
aKCHANbHBIX MEpPHCTEM Ha MecTe (IOpanbHBIX MEPHCTEM, KOTOpBIE Jajbllie
Pa3BUBAIUCH KAaK KOJOCKOBBIE MepHUCTEeMbl, (popmupysa npu auddepeHirpoBke
OpTraHbl KOJIOCKa — KOJIOCKOBBIE YelTyn U (propaibHbie MeprcteMbl (Pucynok 3.12
M, N, P). Ha sToii cramuu pa3BUTHS KOJIOCKOBBIC YCIIyHM IEPBUYHOIO KOJIOCKA
OCTAHABJIMBAIUCH B POCTE U OCTaBAJINCh PEAYLHUPOBAHHBIMHU, PANIUUUTH UX
MO>XHO OBLIO TOJIbKO Ha PaHHUX CTAAMSIX Pa3BUTHS COIBETHS MYTAHTHBIX JIMHUW
(Pucynok 3.12 N, P, Q). 3akiaaka OpraHoB SKTOMMYECKUX KOJOCKOB MPOXOIUIIA
noz yriaom 90° x opranam nepsuanoro konocka (Pucynok 3.12 P, Q, S). B ogaoM
NEPBUYHOM  KOJIOCKE MOTJIO  (POPMHPOBATHCS MHOXKECTBO  IKTOMUYECKUX
BTOPUYHBIX KOJIOCKOB, KOTOpPbHIE, B CBOIO OYEpE/lb, JaBajll HA4YaJl0 HKTOMUYECKUM
KOJIOCKaM CIEAYIOIEro MopsaKa, passuBarommuMmcs mox yrmom 90° x komockam
IpEIBIIYIIero mopsiaka. B pesynbrare 3TUX COOBITUH HApsAy C OChIO KOJIOCKA
(bopMHPOBAIIUCH OCH Cieayloliero/cnenymomux mopsakos (Pucynok 3.12 H, I, S).
He Bce skTomuMyeckue KOJOCKM DPa3BUBAIUCH TMOJHOCTHIO, PACIIOIOXKEHHBIE B
JUCTABHOM YacTH KOJOCKAa OCTaBAJMCh PEAyIMPOBAHHBIMU. B 11e5moM, 4ucio
JIOTIOTHUTEIBHBIX KOJIOCKOB Ha YCTyNE KOJIOCA MOTJO JIOCTHTaTh JECSTH.
CyIecTBEHHOTO YAJWHEHUS OCH TMEPBUYHOTO KOJOCKA HE MPOUCXOAMIO U
c(hOpMHUPOBAHHBIE SKTOMUYECKUE KOJOCKHM B 3pPEJIOM KOJOCE BBITIISACITN Kak
KJIACTep CBEPXUYHUCICHHBIX CHISYMUX KOJIOCKOB. TOJBKO MpH AETaTbHOM aHAIU3e
Mopdosoruu kosnocka ymHuH NIL-mrsl, ynansis cBepX4YUCIEHHBIC KOJIOCKH,
MOXHO OOHAapyXHUTh, YTO PACIOJOXKEHBl OHU HA OCH TIEPBUYHOTO KOJIOCKA
(Pucynox 3.12 C, H). Hapsaay ¢ dbopmupoBanueM BerBenogooHoi (branch-like)
CTPYKTYPBI B pE3yJIbTaTe Pa3BUTHS MHOKECTBA IKTOMUIECKUX KOJIOCKOB MBI TAKXKE
HAOMI0JaT HECKOJIbKO WHOW XapakTep M3MEHEHWN B PAa3BUTHH — 3aMEIICHHE
HECKOJIBKUX (pIIOPabHBIX MEPUCTEM KOJIOCKOBBIMH B 0a3allbHOM 9acTH KOJIOCKA U
3aKJIaJIKy OpraHoB I[BeTKa B pe3yiabTate au(QEepeHIupoOBKH  MEpUCTEM

JMCTAIbHOW 4YacTU KoJiocka. B pe3ynbrate Takux HM3MEHEHUN (PopMUpOBAIKCH
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KOJIOCKA C HM3MEHEHHON MOpP(OJIOTHEH, colepKallie SKTOMHYECKUE KOJOCKU B
0a3aJbHON U LBETKU B TPOKCUMAIBHOM YaCTH.

Takum oOpazoM, u3MeHeHUs B pa3BuTuu coupetus JuHuM NIL-mrsl
mopdoTtuna MRS cBsi3aHbl ¢ HapylIEHUSIMU HICHTUYHOCTH MEPHUCTEM KOJIOCKA
IIPU MEepPexoJie K YCTAaHOBJICHUIO UICHTUYHOCTH (PIOPAIIBHBIX MEPUCTEM, KOTOPbIE
COIMPOBOXAAIOTCSI CMEHOM (UIUIoOTaKkcuca, B pe3yJbTaTe dYero HaOIo1aeTcs
3aKJIaJIKa SKTOMMYECKUX MEPHUCTEM KOJIOCKa Ha MecTe (PropaibHBIX MEPUCTEM IO
yrinom 90° 10 OTHOLIEHMIO K KOIOCKOBBIM MEPHCTEMAaM HEPBUYHOIO KOJOCKA.
W3MeHeHns 3aTparuBarOT BTOPUYHBIC AaKCHAIBHBIE MEPUCTEMBI JIMOO BCETO

KOJIOCKa, 00 TOJILKO €ro 0a3aabHOM YacTH.

3.2.2. Pa3zButne couBetuii mopporunos HS (munnu MC1611, Sklel28) u GB
(tuams Ruc204)

CpaBHHBas pa3BUTHE COLBETHS MHOTOKOJIOCKOBOM JIMHUU MSTKOM MIIIEHUIIbI
MC 1611 u ucxomnoro copra C29, Mbl OOHapY>KWUJIU H3MEHEHUS Pa3BUTHI,
cxoanbie ¢ onucaHHbIMU Bbime (Pucynku 3.12 u 3.13). IlepBbie paznuuus Takxke
NOSIBISIMCh Ha paHHeW craauu Jud(GepeHIUpPOBKA BTOPUYHBIX aKCHAJIBHBIX
MepHUCTeM (y IUKOTO TUIA 3TO (hJIOpajbHbIE MEPUCTEMbI) MyTAHTHBIX COLIBETHI —
BMECTO MPUMOPJUEB OPraHOB IBETKA, PACIOJOKEHHbIX B 0a3ajabHOM YacTu
KOJIOCKa, HaOJI0JaNoCh MOSBIEHUE NPUMOPIUEB IMEPBHIX OPraHOB KOJOCKA —
KOJIOCKOBBIX YElIyd, 3aT€M B JUCTAJIBHOM YacTH KOJOCKa MPOXOJWJia 3aKiajaka
opranoB 1nBetka (Pucynok 3.13 E-3). KonockoBbie yelnyun MepBHYHOTO KOJOCKA
OCTABAINCH PEAYLUPOBAHHBIMU. Opransl 3KTONUYECKOTO KOJIOCKA (KOJIOCKOBBIE U
IIBETKOBBIE YEIIyH) TAKXKE 3aKIafbIBaInCh 1o yrimom 90° k opranam 1mepBHYHOTO
KOJIOCKA, Kak onucaHo Beime 1t auaud NIL-mrsl.

OTnuuuTensHO OCOOEHHOCTHIO pa3BuTUsA couBeTuss auHuu MCI1611 mo
cpaBHenuto ¢ NIL-mrsl sBnsuiock (opmMupoBaHHe €IMHUYHBIX SKTOMUYECKHX

KOJIOCKOB B 0a3aJIbHOM 4acTH KOJIOCKA.
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Pucynox 3.13 — OcCOOGEHHOCTH CTPOCHHMS COLBETHS MYTAaHTHON JMHHUM MIIEHUIIBI
MC1611. (A) Kosioc cranmapTHOTO THIa MSATKOW mmieHuIbl copta CapaTtoBckas 29
(C29), u (b) xomoc ¢ MOMOJHUTEIBHBIMA KOJOCKAMU Ha YCTyMaX KOJIOCOBOTO CTEPKHS
myTtanta MC1611. PacionokeHue MOMOJHUTENBHBIX KOJIOCKOB Ha YCTYIE KOJIOCOBOTO
crepxkHs, Bun ¢ (B) amakcuanwHo¥l (BHyTpenneil) u (I') abGakcuwanbHOl (BHEIIHEH)
CTOPOH; JOMOJHHUTENbHBIE KOJOCKM OO0O3HAueHBbl CTpelakamMu. Mukpodortorpadun
pasBuBaronuxcs cometuid () C29 u (E, 3) myranta MCI1611. (OK) Ctpoenue
JOTIOJTHUTENILHOTO KOJIOCKa (CKaHUpYIOIas dJJIeKTpOHHass Mukpockonusi). MC —
mepuctema conerus, KC — konockoBast mepucrema, ®M — ¢ropanbpHas MepucTema,
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[IOLlB — npumopauu opraHoB uBeTtka, JK — pomnonHuTenbHbIE KOJOCKUA (s
HATJISITHOCTA OJIMH W3 JIOTIOJHUTEIBHBIX KOJOCKOB BBIZICNICEH CEphIM KOHTypoM), JIM —
natepaibHas (akcuanpHasi) mepuctema, [IKU — mpumopanu konockoBbix vemryit, KU —
KosiockoBas yenrysi, I{U — uBerkoBas yemnys (JloOpoBoibsckas u ap., 20146)

Kak npaBuino, TOJIBKO OAWH-ABA MEPBBIX I[BETKA 3aMEIIATUCh SKTOMUYECKUMU
KOJIOCKaMH, B TO BpeMsl KakK OCTajbHbIE pPa3BUBAIKMCH MO CTaHAAPTHOM ISt
NIIEHUIBI cxeMe U AaBaiu Hadano nBeTkaMm (Pucynok 3.13 X). B pesynbrare Ha
YCTYII€ KOJIOCOBOTO CTEpkHsS (hopMuUpOBalICS OIUH (peXe ABA) JOTMOTHUTEIBHBIN
kojocok (Pucynok 3.13 A). OTinuuii B pa3BUTUU U CTPOEHUU JTOTOTHUTEIHHBIX
KOJIOCKOB OT HOPMaJIbHBIX KOJIOCKOB 0OHapyxkeHo He 0bu10 (Pucynok 3.13 2K).

[eerkn muamit NIL-mrsl u MCI1611 pa3BuBamuch B COOTBETCTBUU CO
CTaHJApTHON CXEMOM, CJIeI0BaTENbHO, UACHTUYHOCTh IIBETKOBBIX MEPUCTEM IpHU
dbopMupOoBaHUM OpPraHOB I[BeTKa HapylieHa He Obuta. Takum oOpazom,
HaOJI0JaeMble W3MEHEHUsSI KacalluCh TOJIBKO OIPEICICHHBIX 3TAloOB Pa3BUTHUS
COLIBETHS, ObUIA CBSA3aHBI C HAPYIICHHUEM HUJIEHTUYHOCTH KOJOCKOBBIX MEPHUCTEM
MIPY YCTAHOBJICHUHU UICHTHYHOCTH IIBETKOBBIX MEPHUCTEM.

Ocob6ennoctu pa3sutusi cousetuit nuuuit Ruc204 u Sklel28 (u3yuanu c
MIOMOIIbI0 CBETOBOro MuKpockorna AjbTamu [1C0745) ObLIM CXOIHBIMH C
OMMKMCAHHBIMU BbIlIe 0coOeHHOCTsIMU pa3zButus NIL-mrsl u takxe ObLIM CBS3aHBI C
HApYIIEHUSMU yYCTAHOBIICHUS WJECHTUYHOCTH BTOPHYHBIX aKCHAJBHBIX MEpPUCTEM
COI[BETUSI, B PE3YJbTAT€ YEro Pa3BUBAIUCH DKTOMUYECKHE KOJOCKHM Ha MECTe
uBeTkoB (Pucynok 3.14). Dkrommueckue KOJIOCKU pasBamuch moj yriaom 90° k
KOJIOCKaM IPEeAbIAYLIEro MopsiiKa.

Crnemyer OTMETUTBH, YTO HApPYIICHHWS B Pa3BUTHU COIBETUH MOP(OTHUIIOB
MRS, HS, GB u TTSW wmsarkoii nmeHunbsl ObLIM cXOAHBIMU. HaOiromaemble
W3MCHCHUS MPOUCXOIWIM Ha OJMHAKOBBIX 3Tallax Pa3BUTHS COLBETHH W OBLIM
CBSI3aHBI C HAPYIICHUEM UIACHTUYHOCTH KOJOCKOBOW MEPUCTEMBI MPHU MEPEXOe K
YCTAaHOBJICHUIO WJEHTUYHOCTH BTOPUYHBIX AKCHAIBHBIX MEPUCTEM JIMOO BCETO

KOJIOCKa, JM00 ero Oa3zanpbHOM wyacTu. HapyllieHne WAEHTUYHOCTH MEpUCTEM
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COMPOBOXKAAIOCh U3MEHEHUsAMHU (uiioTakcuca. [locnencTeueM 3TUX W3MEHEHUMN
ObUT0 (OpPMHUPOBAHKE KOJOCA C JIOMOJHUTEIBHBIMH KOJOCKAMH, OCh KOJOCKa
Morjia ObITh yAJuHEHHOW kak y JnuHud Ruc204 (mopdorun GB), nubo
HeymHeHHOH kak y ymHui NIL-mrsl (mopdorunr MRS), MC1611 (MmopdoTum
HS), Skle128 (TTSW).

Pucynok 3.14 — PazuBaromuecs: couserus Jmauii (8) Ruc204 u (6) Skle 128 na craguu
i pepeHIUPOBKH  KOJOCKA. 3BE3JI0YKAMH  OTMEUYCHBI  KOJIOCKOBBIE ~MEPHCTEMBI
JOTIOJTHUTENILHBIX KOOCcKoB (Pa3paboTan aBTOpOM)

B cnyuae ¢opMupoBaHus YKOPOYEHHON KOJOCKOBOM OCH B 3peJOM KOJOCe
CBEPXUYUCIICHHBIE KOJIOCKA BBITIIANCTN CHASYAMU. YHUCIO JOMOJHUTEIHHBIX
KOJIOCKOB 3aBHCEJIO OT uucha (IOopanbHBIX MEPUCTEM, 3aMEIICHHBIX Ha
HKTOMUYECKHE KOJIOCKH, M OOIIEro Yucia TMOJHOCTHIO Pa3BUTHIX SKTOMUYECKUX
KOJIOCKOB, ¥ BaphbUPOBAJIO OT €IUHUYHBIX JOTIOJHUTEIHHBIX KOJOCKOB Ha yCTYIIE
(MC1611) no xnactepa, coctosmiero u3 10 koiockoB (NIL-mrsl), Ha ycryre win

Ha OCH yaauHeHHOro kosocka (Ruc204).
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3.2.3. PazBurne cousetuii mopdoruna VSS (simaum Ruc57 u Ruc62)

HabGnronas 3a pa3BuTHEM Ko0JIOCa C JBOMHBIMHU KoJIocKaMu Mopdotuma VSS
y muHuit RUC57 n RUC62, oOHapyXWin, YTO U3MEHEHHUS B €T0 Pa3BUTHH CBSI3aHBI C
3aKJIAaJKOM U Ppa3BUTHEM JOIOJHUTENBHBIX KOJIOCKOB, PAaCIHOJOKEHHBIX 0]
nepBUYHBIME KoJlockamu (Pucynok 3.15). OpueHTanust opraHoB JOMOTHUTEIBHBIX
KOJIOCKOB ¥ TIEPBUYHBIX KOJIOCKOB OTHOCUTEIBHO OCH KOJIOCA HE OTJIMYANACh.

Taxum oOpa3zom, U3MEHEHHSI B PA3BUTUH JIOIOJHUTENIBHBIX KOJIOCKOB JIMHUM
Mopdortuma VSS NPUHIUMIHATIBHO OTIMYAIOTCS OT ONUCAHHBIX BBINIE W HE
3aTparuBarOT pa3BUTHE IEPBUYHOIO KOJOCKA, MPU KOTOPOM JOMOJIHUTEIbHBIE
KOJIOCKHA Pa3BUBAIOTCS B COCTaBe (KaK 4acTb) NEPBUYHOTO KOJIOCKA, B Clydyae
Mopdotuma VSS momosHATENsHBIE KOJIOCKH Pa3BHBAIOTCA OTACHbHO. Hapsmy c
pa3BUTHEM JIONOJHUTENBHBIX KOJIOCKOB, HAOJIONANM pPa3BUTHE CTPYKTYD,
HAaIIOMHUHAIOIINX KOJIOCKOBBIE Yemryd. OmHaKo, M0 CPAaBHEHHUIO C HOPMaJbHBIMU

KOJIOCKOBBIMHU 4YCIIYSAMH, OHH BbITVIAACIIN Ooiee YTOJIIMCHHBIMU MW Y3KHMH

(Pucynok 3.15 B).

Pucynok 3.15 — SEM-ananu3 pasBuBaromierocst consetus auHuu RUC62 mopdoTuma
VSS (vertical sessile spikelets) wa (A) panneit u (b, B) mno3gneir cragusx
T PEepeHITUPOBKH IIBETKOBBIX MepucTeM. Pa3BuBarommecs JOMOIHUTEIbHBIE KOJIOCKH
(A, B) oTmMedeHBl KpacHbIM LIBETOM, JONOJHUTENbHAs 4elyeBuAHas cTpykrypa (B)
BbIJICJICHA 3eJIeHBIM 11BeToM. O003HaueHus kak Ha Pucynke 3.12. Macmta6: 100 mxm
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3.3. AHa1u3 oco0eHHOCTell pa3BUTHS cOLBeTHUSI MyTaHTHOI Juuuun KT 3-24

T. monococcum C BEeTBHUCTBIM K0JIOCOM

[IpoBoaMIM CpaBHUTENBHBIM AHAJIN3 Pa3BUTHUSA COLBETUHW BETBHUCTOKOJIOCOU
muaun KT 3-24 T. monococcum u HeBeTBUCTOKOJocoro obpasma Pl 418587
JUTUTOMTHOTO BUa MIIeHuIsl T. Sinskajae. Ha panHux sTamax pa3BUTHS COIBETHI
muaui KT 3-24 u Pl 418587 paznuumii oOHapykeHO HE OBLIO: MepucTreMa
COIIBETHSl JlaBajla HAdaJll0 KOJOCKOBBIM MEpUCTEMaM, 3aTeéM HauyMHaJIach
mudepeHmpoBka KoaockoBbix mepucteM (Pucynok 3.16 A, B), na nmepudepun
KOTOPBIX CTAHOBWJIMCh PpAa3JIMYUMBIMU  3a4aTKW KOJIOCKOBBIX uemryil. Ha
cienyroieM stamne pazsutus y auHuu Pl 418587 npoucxonuna auddepeHupoBka
OpraHOB I[BETKA — CHauaja IIBETKOBBIX UEIIyH, KOTOPBIE pAaCIOJIarainuch
napajieIbHO KOJIOCKOBBIM, U 3aT€M 3aKJIa/IbIBAJIUCh OCTAJIbHBIE OpraHbl I[BETKA —
necTtuk, TeiauHKU (Pucynok 3.16 C, F). ¥ nunaun KT 3-24 Ha aHanOrmyHOM JTare
pa3BUTHA KOJIOCKA HAOIOANM pa3BUTHE 3a4aTKOB YEHIyW, HO HE MapajuiebHO
KOJIOCKOBBIM YelysM, Kak y nuaun Pl 418587, a nox yriom 90° (Pucynok 3.16 E).
Jlanee mocnenoBaTeIbHO Pa3BUBAIMCH OpraHbl IBETKA — IIBETKOBBIC YEIIYH H

OCTAJIbHBIC OpIraHBbI.

Pucynok 3.16 — SEM-ananusz pasBuBaromuxcs corBetuii ooOpasma Pl 418587
T.sinskajae (A, C, F) u suaun KT 3-24 T. monococcum (B, D, E, G) na cragum
i depeHupoBku KoIockoBbIX MepucteM (A, B), pannerr (C—E) u mosammeit (F, G)
ctagusax nuddepeHIpoBKH IBETKOBBIX MepucTteM. O0o3HaueHus kak Ha Pucynke 3.12.
Macmra6: 100 mxm (Dobrovolskaya et al., 2017)
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Takum 06pa3om, BTOpUYHBIE AKCHATTBHBIE MEPUCTEMBI, KOTOPBIC Y TIIIICHUITBI
B HOpPME Pa3BUBAIOTCS KaK IBETKOBBIC, Y MyTaHTa Pa3BUBAJIMCH KaK KOJIOCKOBBIC, B
pesyabrare d4ero (OpPMHUPOBAJICS JKTONMUYECKHUH KOJOCOK Ha MeECTe IIBETKa.
3a4aTKu KOJIOCKOBBIX HYEIIyH MEPBHYHOTO KOJIOCKA OBLIM Pa3IMYUMBbI TOJIBKO Ha
HAYaJIbHBIX CTaIUAX pa3BUTHA Kojocka (Pucynok 3.16 E, G).

[IepBrYHBI KOJIOCOK, COACPMAIIUM SKTONUYECKHAE LBETKH, IMPEICTABIISI
co00il BETBEMOJOOHYIO CTPYKTypy. Bce 3adumkcumpoBaHHbIE HaMH HW3MEHEHUS
pazButus guHun KT 3-24 ObuiM HUJIGHTHMYHBI M3MEHEHUSM, OOHAPY>KCHHBIM Y
MHOT'OKOJIOCKOBBIX JiHHM Markod mmenunsl NIL-mrsl, Ruc204, Sklel28 u

cxonHbl ¢ n3MeHennsmu MC1611.

3.4. N3yuyeHue 0coOeHHOCTEH pPa3BUTHS COLBETHUSI MHOTOKOJOCKOBBIX JIMHUIM

TETPAIVIOUAHBIX BU/JI0B INIIICHUIIbI

PasBuBaromeecs couetue sauHUM R-107 TeTpamyonaHOW MIIEHULBI
T. durum ananu3upoBajM B CpaBHEHHUM C colBeTreM JuHuu LD222 T. durum co
cTaHIapTHOH Mopdomoruel koyoca (Pucynok 3.17).

Bce oOHapyxeHHble HaMH HM3MEHEHHS OBUIM CXOJHBI C HM3MEHEHUSIMH
pPa3BUTHS MHOTOKOJOCKOBBIX JTMHUN MATKOW MIIEHUIIBI (32 MCKIIOYeHHEeM VSS-
Mopdortuma) u myranta KT 3-24 aururomaHON TIISHUIBI BHAA 1. MONOCOCCUM:
pa3BUTHE SKTONMUYECKUX KOJOCKOBBIX MEPHCTEM Ha MECTe I[BETKOBBIX JIMOO
TOJIBKO B 0a3anbHOM yacTu kosiocka (Pucynok 3.17 D, F), nu6o u B 6a3anbHOM, U B
nucTanbHOM Yactu kosiocka (Pucynok 3.17 H, |). Dxronudeckue KOJOCKU TaKKe
passuBamich nox yriaoMm 90° k xomockaM mpeablmymiero nopsaka. Komockosbie
YeIIyd TEPBUYHOTO KOJIOCKA OBUIM Pa3UYMMBbI TOJBKO Ha HAYaJbHBIX JTarax

pa3BuTug kosiocka (Pucynox 3.17).
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Pucynok 3.17 — SEM-ananu3 passuBaromuxcs cornperuii muaun LD222 T. durum co
cTaHAapTHBIM KosiocoM (A, C, E), maorokosiockoBo# muaun R-107 T. durum (B, D, F, H)
U BeTBHCTOKONOCOTO 0oOpasna K-40750 T. turgidum (G, I) Ha cranuu nuddepeHrpoBKu
KoiockoBbix Mepuctem (A, B), panneit (C-G) u mnosmueit (H, ) cragmsax
i depeHIUpoBKH IBETKOBBIX MeprcTeM. OOBeeHa BeTBenomo0Hast crpykrypa (b) Ha
yctyne kosnocka. OOo3HaueHusi kak Ha Pucynke 3.12. MacmTab: 100 MM
(Dobrovolskaya et al., 2017)

[Ipn wm3ydeHun OCOOCHHOCTEW pa3BUTHS COLBETHS y BETBHUCTOKOJIOCOH
maann K-40750 T. turgidum Obumn 3aduKCHpPOBaHBI aHAJIOTHYHBIC W3MCHEHWUS
(Pucynox 3.17). HaGmtoganu pa3BUTHE MHOXECTBA 3KTOMUYECKUX KOJOCKOB U
dbopMUpOBaHUE DKTOMUYECKUX BETBEMOJOOHBIX CTPYKTyp. OOHapyXeHHbIE
U3MEHEHUSl SIBJISIIOTCSL CJEACTBUEM HApyIIEHUH MIEHTUYHOCTH KOJIOCKOBBIX
MEPHUCTEM NPU YCTAHOBJICHUU HACHTUYHOCTH LIBETKOBBIX MEPHUCTEM, KOTOpBIE

COIMPOBOKIAAIOTCA NU3MCHCHUAMUA q)HHHOTaKCI/Ica.
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3.5. N3yuyenne oco0eHHOCTEHl pa3BUTHS COLBETHSI MHOTOKOJIOCKOBOW JTHHUM

mop¢otuna f-tR (J10:KHO-HCTHHHOE BeTBJIEHHUE)

Ha pannux sranax pazsutus cousetust aunu Pl 67339 mepucrema conerus
JlaBajia Hayajao KOJOCKOBBIM MEpHUCTEMaM, 3aTeM HaOJIroJanach 3aKjajka OpraHoB
KOJIOCKa (KOJIOCKOBBIX YEIIyi) M 3aKjajika akCHaIbHBIX MepucTeM (AXM) BTOporo
nopsiaka (Pucynox 3.18 C). Ha cnegyromem stamne pa3BuThs Ha nepudepuu IByX
AXM BTOpOro mopsiika, pacrojoKEeHHbIX B 0a3aJbHOW YacTH KOJIOCKA,
3aKJIaJbIBAJIMCH I[BETKOBBIC Uellyn U opranbl 1iBeTka (Pucynok 3.18 D, E), To ectb
OHM (YHKIIMOHUPOBAIM KaK IBETKOBbIe MepucTtembl. l[locnmenyromme AxXM
BTOPOrO TOpsIIKA Pa3BUBAIUCh YK€ KaK KOJOCKOBbIE U JaBajld Hayajio He
[[BETKaM, KaK 3TO IMPOUCXOJUT B HOPME, a SKTOMUYECKHUM KOJOCKaM, KOTOPbHIE
pa3BHMBAINCH HA MECTE IIBETKOB B ILIOCKOCTH, PACHONIOKEHHOM 1mof yriaom 90° k
nepsuuHoMy konocky (Pucynmok 3.18 F). TIlocme 3akmaaku 3-ro—5-ro
OKTOMHMYECKAX KOJIOCKOB KOJIOCKOBash MEpHCTeMa JaBajia Hadajlo OpraHam
TepMuHaIBbHOTO Kosiocka (Pucynok 3.18 F, G). TepMUHAIbHBIA SKTOMHYECKUI
KOJIOCOK pacromnarancs nof yriom 90° k ocTanbHBIM SKTOIMYECKMM KOJOCKAM.

Takum 00pa3om, TepBbI€ JBE aKCUAIbHBIE MEPUCTEMBI BTOPOTO TMOPSIKA
pa3BUBAUCh B COOTBETCTBHM CO CTaHAAPTHOM CXEMOW pa3BUTHs COLBETHUS
NIICHUIIBI U JaBaJid Hayajao I[BeTKaM. HapyiieHuss B pa3BUTHM KOJOCa JIMHUU
Pl 67339 naunnanuch Ha ctaguu AUGGEPEHIIUPOBKU TPEThEH M TMOCIETYIONTUX
BTOPUYHBIX aKCHAIBHBIX MEPUCTEM KOJIOCKA, B pe3yibTaTe 4ero (OpMUPOBAIUCH
HE I[BETKH, a 3Kronudeckue konocku (Pucynox 3.18 A, B). ®opmuponanue
HKTOMHUYECKUX KOJIOCKOB Ha MeECTe 3ro—Sro IBETKOB MPOMCXOAUJIO IO CXEME,
CXOJIHOM ¢ onucaHHOM Bbite Jyis auHuid NIL-mrsl, korma BMecTo opraHoB I[BETKa
Ha Tiepudepur BTOPUYHBIX AKCHAIBHBIX MEPUCTEM (DOPMUPOBAIMCH OPTaHbI
KOJIOCKa — KOJIOCKOBBIE uenryd mo yriom 90°, u manee pa3BHBaIMCh OCTAIbHEIE
opranbl Kojocka. KoOJIOCOK TIIeHHWIIBI B HOpPME HE JIeTEPMHHHUPOBAH U
(dbopMHpOBaHKE MOTHOCTHIO PA3BUTOI0 TEPMUHAIBHOTIO SKTOMUYECKOIO KOJIOCKA —

O0COOCHHOCTbh, KOTOpasi OTIM4aeT pazputue JuHuu Pl 67339 u ot TUHUN MIIEHULTBI
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CO CTaHAAPTHBIM CTPOCHHUCM KOJIOCA, U OT OIMMCAHHBLIX BBINIC MHOI'OKOJIOCKOBLIX

JIMHUM NIICHUIIHI.

Pucynok 3.18 — SEM-anamu3 pasBuBaromnierocsi comserust juauu Pl 67339. (A)
Pa3BuBaronuiicss KOJOCOK, OTICICHHBIH OT KOJIIOCOBOTO CTEPXHS. 3€JCHBIM I[BETOM
OTMEYCHA YacTh KOJIOCKA, PA3BHUBAIOIIASCS TI0 CTAHJAPTHOW cxeMe (KOJIOCKOBBIC YeIlyH
(9) m wwkame nBerkoBbie duernyw (l)), cepbiM [BETOM BBIJICIICHBI JaTEpaTbHBIC
IKTOMMYIECKUE KOJOCKH, KPACHBIM [[BETOM — TEPMUHATIBHBIN SKTOMUYIECKHUI KOIOCOK. (B)
Cxematnyeckoe wu3oOpaxeHue kojocka nuauu Pl 67339. (C-G) PassuBaromieecs
cougetrue Pl 67339 (C, D) na panneit ctanuu 1udpepeHIupoBKY IBETKOBBIX MEPUCTEM,
(E-G) ma mo3ameit craauu AuQQEpEeHIIMPOBKA [BETKOBBIX MepHcTeM. ets (ectopic
terminal spikelet) — skromuueckuii TepMUHANBHBIA KoOcOK, tsm (terminal spikelet
meristem) — MepucTeMa TEPMHHAIBHOTO KOJOCKA, OCTalbHbIE O0O3HAYEHHs Kak Ha
Pucynke 3.12. OO6o03HayeHHsI OpPraHOB TEPMUHAIBHOTO HKTOMUYECKOTO KOJOCKA
oTrMedeHbl “t” B BepxHueM unaekce. Macmra6: 200 mxm (Dobrovolskaya et al., 2017)
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Ha ocHoBanum BBISIBIEHHBIX OCOO€HHOCTEH pa3BuTus Jnunuu Pl 67339
MOXHO 3aKJIIOUUTh, YTO W3MEHEHUS 3aTPArvBalOT YCTAHOBJICHUE WICHTUYHOCTU
BTOPUYHBIX aKCHUAJBHBIX MEPHCTEM, HO HE Ha HA4YaJIbHOW CTaguMl Pa3BUTHUS
KOJIOCKA, KaK 3TO mpoucxoamio y smaui MopdpotunoB MRS/HS/GB, a na Gonee
MO3/IHUX JTalax ero pa3BUTHs, KOTJa 3akianbiBatoTcs u nuddepenmpyrorcs 3-s
U TOCJEOyIoIIUe aKCuajdbHble MEpPUCTEMBbI BTOporo mopsaaka. Kpome Toro,
MIPOUCXOUT HW3MECHEHHE XapakTepa pa3BUTUS KOJOCKOBOW MEPHCTEMBI, OHA
CTaHOBUTCS ICTCPMUHUPOBAHHOM.

Takum oOpa3zom, MO pe3yabTaTaM aHaJIW3a Pa3BUBAIOLINXCA COIBETHH C
UCIIOJIb30BAHUEM CBETOBOM W CKAaHUPYIOMIEH OSJIEKTPOHHOM MHUKPOCKOIUU
MHOTOKOJIOCKOBBIC JIMHWHM IIIECHUIIBI MOXXHO pa3AeiuTh Ha TpPU TPYNINbBI, B
COOTBETCTBHH C HAOJII0JaEMbIMU N3MCHCHHUSIMHU B PA3BUTHH COIBETHS:

[Tepas rpynma (1) BkiIrodaeT B ceOs JMHUM TIICHHWIIBI CICAYIOIIMX
MOP(OTHIIOB:

1) MRS T. aestivum (meranpHbI aHAIU3 C HCIOJIH30BAaHUEM METOJIOB

MHUKPOCKOTIUU OBLT MPOBEJICH HAa OJIHOM IIpeAcTaBuTele dTuxX JuHuid — NIL-

mrsl, Ho, yuuThiBas oOllee MPOUCXOXKIEHUE (IOHOp TMpu3Haka — dopma

Ral) u o6mme wmopdonoruyeckue XapakTEPUCTHKHA KOJOCA, MOXKHO

0000INUTh TONYYCHHBIC PE3yJbTaThl M Ha OCTAIBHBIX MPEICTaBUTEIICH

TPYIIIbI);

2) HS/FRS (iuaus MC1611 T. aestivum u R-107 T. durum);

3) TTSW (Sklel28 T. aestivum);

4) GB (Rucl24 T. aestivum, KT 3-24 T. monococcum u K-40750

T. turgidum).

OcoOeHHOCTH pPa3BUTHUSI COLBETHH TMPEACTaBUTEICH TEPBOW TPYIIIBI
3aKJTFOYAIOTCS B M3MEHEHUSAX CXEMBI Pa3BHTHS KOJIOCKA, CBS3aHHBIX C
HapyImIeHHEeM HJICHTHYHOCTH KOJOCKOBBIX MEPHUCTEM TIpH  Tepexoae K
YCTAaHOBJICHUIO WJACHTHYHOCTH (DIOpPATbHBIX MEPHUCTEM JMOO Oa3albHON 4YacTH,

1100 BCETO KOJIOCKA B II€JIOM, KOTOPBIE COMPOBOXKIAIOTCS CMEHOW (pULtoTaKcHca.
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['pynma BkiIrOYaeT npeacTaBUTeNIel BUIOB MIIEHUIIBI PA3HOTO YPOBHS IJIOUTHOCTH
— T. monococcum (AA), T.turgidum (BBAA), T.durum (BBAA) u T. aestivum
(BBAADD).

Bropas rtpymma (Il) mpencraBienHa MOpPQOTHUIIOM — JTOKHO-HCTUHHOE
BetBiacHue (Pl 67339 T. turgidum). B pa3Butuu kojoca 3Toro MopdoTHIIa TaKKe
HAOMIOAIOTCS  M3MEHEHUS, CBsI3aHbl OHM C HapyIICHWEM YCTaHOBJICHUS
UJCHTUYHOCTH  IIBETKOBBIX  MEPUCTEM  JUCTAIbHOM  4YacTH  KOJIOCKa,
COIIPOBOXTAFOTIIUMUCS CMEHOMU dumtorakcuca " U3MEHEHUEM
JIETEPMUHUPOBAHHOCTH KOJIOCKOBON MEPHUCTEMBI.

VY npencrasurener Tpetbeid rpynmsl (1) — muauit Mmopdporuna VSS (muHun
Ruc57 u Ruc62) koj0cok pa3BHBAaeTCsA B COOTBETCTBHM CO CTaHIAPTHOW CXEMOW
pa3BUTHs, HHUKAKMX HW3MEHEHU B €ro CTpOE€HMHM OOHApyKEHO He ObLIO.
JlononHuTENbHBIE KOJOCKA (OPMHUPYIOTCS MO3AHEE IMEPBUYHBIX, PACHOJIOKEHBI
OHM Ha yCTyle HWXKE TMEPBUYHBIX KOJOCKOB. OpHEHTalusi OpraHoB
JIOTIOTHUTEIBHBIX KOJIOCKOB HE OTJIMYAETCS OT OPUEHTAIIMHA OPTraHOB MEPBHUYHBIX

KOJIOCKOB.

3.6. MH3yuyeHme paHHUX ITANOB Pa3BUTUS KOJ0CA CO CHHPAJIBHBIM
PacHo/IoKeHueM KOJIOCKOB JIMHUI MSTKOH MNIIEHWUIbl HeCTAHIAPTHOIO

mop¢dotuna SCR

B HOpMme y mimeHMIBbl KOJOCKHM pAaclojiaraloTcs JIByMs MapajlielbHbIMU
psAaaMu BAOJIB OCH Kojioca, GopMUpys ABYPSAIHBINA Kojoc. JIMHUM HeCTaHAapTHOTO
mopdotuna SCR (screwed spike rachis) Msrkoi MIICHHIIBI XapaKTEPU3YIOTCS
CIHUpaJIbHBIM PACIOJIOKEHUEM KOJIOCKOB BJIOJIb OCH KOJIOCOBOTO CTEPKHS.
Konoces pactenuit nunuii Ruc 30-11 u Ruc 34-11, BeIpanieHHBIX B YCIOBHSIX
THAPOTIOHHON TeTUIHIEI, ipeAcTaBsuim SCR-mopdoTut, Komocku pacmoiaraimch
Ha KOJIOCOBOM cTepxHe 1o cnupaid. CreneHb BbIpaxkeHHOCTH SCR-mpusHaka

(CKpy4eHHOCTh KOJOCa) y JMHUN ObUTta He onumHakoBa, y Ruc 34-11 — Gomnee
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BbIpaxkeHa. Komoces pacrenuil koHTpospHOM nuHuM copTa HoBocuOupckas 67

(H67) mmenu ctanmapTHbIA 1u1s1 nimeHuI s Mmopdorun (Pucynok 3.19).
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Pucynok 3.19 — Konoces mopdporunma SCR muuuit Ruc 34-11 (a), Ruc 30-11 (0) u
CTaHIapTHOTO TUMA JIMHUYU copta HoBocubupckas 67 (B) (JloOpoBosbekast u ap., 2017a)

OcoOeHHOCTH pa3BUTHUSI COLBETHS JUHUM MArkor mimeHunbl SCR Obuin
M3YYEHbl C HCIOJb30BAaHUEM CKAaHHPYIOIIEH HSJIEKTPOHHOM U  CBETOBOU
MUKPOCKOIIMU. AHan3 pa3BuBaromierocs comnetuss SCR-muHUN moka3aj, 4To Ha
CaMbIX paHHUX JTanax pa3BUTHUS npu 3aKJIaaKe MePBUYHBIX
aKCUaNbHBIX/KONOCKOBBIX MepucteM (KM), oHu pacmonaraiuch mMOOYepETHO
kaxkaas nox yrinoM 180° mo oTHomeHuro k mpeaslaymieil ' pOpMHUpOBAIM 1BA
napauiesbHbIx psaga (Pucynok 3.20).

Takol TMOpSNOK pa3BUTHA JATEPaJbHBIX MEPUCTEM XapaKTEpEeH JUIs
T. aestivum, BUOB MIICHUIIBI PA3HOTO YPOBHS IJIOMIHOCTH U IS TIPEICTaBUTEIICH
Pooidea, B niemom (Shitsukawa et al., 2009; Kellogg et al., 2013). B otiuure ot
MIIEHUIIBI Y BUJIOB CO CIIUPATBbHBIM (UIIJIOTAKCUCOM COIBETHSI, HAIIPUMED, Y puca
Ka)KJ1as MOCJenyIoas JaTepajibHas MEPUCTEMAa COLIBETHS pa3BUBAETCS MO YIIIOM
MeHpmuM, 49eM 180° 1m0 OTHONIEHMIO K IIpeAbIAyLIEd, B pPE3yIbTaTe€ Yero

JarepaiibHble opranbl pacnojaratorcs o cnimpainu (Kellogg et al., 2013).
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Pucynok 3.20 — Ctpoenue pazsuaromiero couetuss SCR-mopdoruna muann Ruc 30-11
(ckaHUpyOIas MEKTPOHHAS] MUKPOCKOMHS) Ha HadadbHOW cTaauu nuddepeHIupoBKI
I[BETKOBBIX MepucteM (a), cragun audHepeHIMpOBKH TEPMUHAIBLHOTO Kojlocka (6, 6).
MC - wmepucrema comsetusi; KM — komockoBas mepuctema; OM — duopanpHas
mepuctrema; [IOLB — nmpumopauu opranHoB 1usetka; KU — komockoBas wemys; U —
nBetkoBas yemrys; 1K —  nguddepeHnupyrommii  TePMUHANIBHBIA  KOJOCOK
(TobpoBosbekas u ap., 2017a)

Y mnmeHdmbl Ha CACAYIOMIEM JTale pa3BUTHS COIBETHS TMPOUCXOIUT
muddepennupoka KM, Ha nepudepun KM mnosBisitoTcss 3a4aTKd OpPraHoOB
KOJI0CKa, KostockoBble derryu (KY), nanee 3akimaapIBarOTCs IBETKOBBIE MEPHCTEMBI
(IM). Ha cnemyromem osrtare pa3BuTus HaunHaetrcs auddeperiuporka [[M.
Komnocok mmienuipl pa3BuBaeTcs akporeranbHo. [locnme 3akmaaku KOJIOCKOBBIX
MepucteM pasButue corpeTuss SCR-MuHUN MpoXoauino mo CTaHJapTHOM cxeMe U
HE OTIMYaJOCh OT  Pa3BUTUS  COIBETUHA  JIMHUM  MIICHUIBI  COpPTa
HoBocubupckas 67. Bce srtambl pasButus coupetuss SCR-IMHMIA TIIICHUIBI,
CBSA3aHHBIE C 3aKjiaJKOW M mocienyromen aupdepeHInpoBKON MepUCTEMbI
COIIBETHSI, KOJIOCKOBBIX M IIBETKOBBIX MEPUCTEM HE HECIM M3MEHeHuil. B3anmuoe

pacnonoxxenue konockoB y SCR-nmuHuil Ha Bcex 3Tamax mMopdoreHesa COIBETHS,
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HaUYMHAs C 3aKJIaJIKH KOJIOCKOBBIX MEPHUCTEM U 3aKaHYMBas IpEBpallcHUEM
MEPHUCTEMBI COIBETHS B MEPUCTEMY TEPMHUHAILHOTO KOJIOCKA, HE M3MEHSIJIOCH H
COOTBETCTBOBAJIO HOPMAJILHOMY THITY Kosioca y HoBocubupckoii 67. Panee Ob110
MIOKa3aHO, YTO Y PACTCHHUH CO CITUPATHHBIM (PHIUIOTAKCHCOM COIBETHSI, K KOTOPBIM
OTHOCHTCS OOJIBITMHCTBO BHJIOB 3JIaKOB, BKIFOYAsl PHC, COPTO W JIp., CIUPATBLHOE
PACIIONIOKEHUE JIaTePaTbHBIX MEPUCTEM COLBETHS CTAHOBUTCS 3aMETHBIM Ha
CaMBbIX paHHUX JTalax pa3BUTUSA COLBETHSA, HA4YMHAI C (HOPMHPOBAHMS
HECKOJIbKMX TmepBhIX JaTepaibHbix Mepuctem (Kellogg et al., 2013; Bartlett,
Thompson, 2014). M3BecTHO, YTO MACHTUYHOCTH MEPUCTEM M (HUILTOTAKCUC TECHO
CBSI3aHBI MEXIy COOOH M 9acTO CMEHA MJCHTHYHOCTH MEPUCTEM COTPOBOKIACTCS
u3MeHeHneM ¢wmniotakcuca (Bartlett, Thompson, 2014). Boaee Toro, mokasaHo,
YTO y MYTaHTOB KaK OJHOJOJBHBIX, TaK M JBYJIOJBHBIX PACTCHHUU CYIIECCTBEHHBIC
HApYIICHUS PAa3BUTHS MEPHUCTEM (M HMICHTUYHOCTH, W JACTCPMUHHUPOBAHHOCTH)
BBI3BIBAIOT CMEHY (uUToTakcuca. IIpuMepoM MOTYT ClOyKuTh MyTaHTel |fy
apaOuIONICUC, y KOTOPBIX KOHBEPCHS Oa3ajdbHBIX I[BETKOB BO BTOPUYHBIC
T'eHEpaTUBHBIC TOOErH CcOmpoBOXIaeTcss cMeHol (uutorakcuca (Weigel et al.,
1992). V nBoiitHbIx MyTaHTOB KykKypy3bl bde zagl wu ifal ids mpowmcxomut
NIPEBpaICHAE JCTCPMHUHHPOBAHHBIX I[BETKOBBIX HJIM KOJIOCKOBBIX MEPHCTEM B
MEPHCTEMbl BTOPHYHBIX OCCH COIIBETHS, YTO TaK)Ke COIMPOBOXKIACTCA CMEHOMN
¢ummorakcuca (Laudencia-Chingcuanco, Hake, 2002; Thompson et al., 2009). B
HaIlleM WCCJICIOBAaHWM MBI HE OOHApYXWJIM W3MCHECHUN HICHTUYHOCTH /WU
JNCTCPMUHUPOBAHHOCTH MEPHUCTEM pa3BUBarOIIUXcs coretnii SCR-muHmit.

Takum oGpazom, Mopdosornueckue ocooeHHOCTH n3ydaeMbix SCR-muHui
HE SBJIIIOTCS CJICICTBHEM W3MEHEHHH MopdoreHe3a comBeTws (HapylIeHUN
UJCHTUYHOCTH, JCTCPMUHUPOBAHHOCTH MEPUCTEM, M3MEHEHHUs (PHIIOTaKCHCa), a
CBSI3aHBI C OCOOCHHOCTSIMH POCTa KIJIETOK KOJIOCOBOTO CTEPKHS Ha 0oJiee TO3IHUX
aTanax pocra kojoca. J[aHHbIE M3MECHEHUS JCTCPMHUHUPOBAHBI TEHETHYCCKH, KaK
Obuto Toka3aHo panee (Smocek, 1991) u moaTBEepXkKAECHO pe3ysibTaTaMU

HaCTOAIICTO UCCIICAOBAaHMA.
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['uGpunpl nokonenus Fq, monydeHHble Ipu cKpemrBanuy TuHuu Ruc 34-11
(SCR) u H67, umemu xosoc mopdortuna SCR, a B mokosennu F, HaOmromamu
pacmierienue: 110 pacteHuidd co CHUpaJIbHBIM KOJIOCOM K 42 pacTEHHSIM C
KOJIOCOM CTaHAApTHOTO THWIIA, YTO COOTBETCTBOBAJO pacuieruiennio 3 :1
(x*=0.010, P>0.9). CnenmoBarenpno, SCR Hacnemyercs, Kak JTOMHHAHTHBIN
MOHOTeHHbIN npu3Hak. Ha ctenenp npossnenus SCR-henoTHna BIusoT GakTopsl
okpyxatormerr cpeapl (Smocek, 1991) m reHoTmmMueckas cpena, Kak OBLIO
OOHapyX€HO B HACTOSIIEM HCCIeNoBaHUHU. Tak, nquHuW mnmeHunbsl Ruc 30-11 u
Ruc 34-11, y koTopeix reH SCrl, mMOMy4eHHBII OT OJAHOTO M TOTO K€ OHOpa
npuzHaka SCR, d¢yHKUMOHUpPYET B pa3IMyHOM TEHOTUIIUYECKON cpee,

Pa3indaroTCs CTCIICHBIO BBIPAKCHHOCTH SCR-HpI/I3HaKa.

3.7. O0cy:xnenue u 3akiaovenue K ['aBe 3

OO6o0mass TOJMyYeHHBIE pPE3yJabTaThl, CJICAYEeT OTMETHTh CJICAYIOIINE
3aKoHOMepHOCTH. OOHApYyKEHHbIE HAMU U3MEHEHHS Pa3BUTHUS MHOTOKOJOCKOBBIX
JMHUHN HE KacaJMCh MEPUCTEMBI COIIBETHS, KOTOpas y BCEX JIMHUKM pa3BUBAJIACH 110
craHgapTHoMy Uit mmeHunbl mytd (Bonnet, 1936; Shitsukawa at al., 2009), a
TaK)Xe I[BETKOBBIX MEPHCTEM, MHUIIMUPOBABIIINX OPTaHbI IBETKA KaK Yy COIBETHU
nukoro tuma (Bonnet, 1936; Shitsukawa at al., 2009). AHomManuu B pa3BUTHH
KacaJIuCh TOJIBKO KOJIOCKOBBIX MEPUCTEM U MPUBEIU K POPMUPOBAHUIO COIIBETUI
C HW3MEHEHHOW MOpQOJIOTHEH — pa3IUYHBIM MHOTOKOJIOCKOBBIM (EHOTHIIAM
kostoca (JloOpoBonbekas u np., 20146, Dobrovolskaya et al., 2015, 2017a).

I'pynna |. Jluauu, npunagexammue paznudasiM Mmopdotunam (MRS, HS,
GB, TTSW) rpynnsl |, umMeroT cxoaHble OCOOCHHOCTH Pa3BUTHUSI, CBSI3aHHBIC C
HapylieHneM (YHKIIMOHUPOBAHUS KOJIOCKOBBIX MEPHUCTEM COIBETHS, KOTOPHIE
MPOSIBIISIFOTCS. Ha OJMHAKOBBIX CTAJMSIX M 3aTPAarvBarOT OJHU U TE e MPOICCCHI
pa3BuThs (HepeXxoJ K YCTAHOBJICHHUIO HICHTHYHOCTH I[BETKOBBIX MEPHCTEM).
Paznuuus B pa3BUTUU COLBETHS MEXKIY MPEACTABUTEISIMU MOP(GOTHUIIOB TPyNIIHI |

(BHYTpH T'pYIIbl) HOCAT KOJIMYECTBEHHBIN XapaKTep U CBA3aHbI C PA3HBIM YHCIIOM
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IIBETKOBBIX MEPHCTEM, 3aMEIICHHBIX Ha YKTOIMMYECKUE KOJIOCOBBIE MEPHUCTEMBI, U
C HEOJUWHAKOBOM CTENEHBIO YMJIUHEHUS OCH KOJOCKa. ITO MPUBOJIUT K
(OPMHUPOBAHHIO PA3HOTO YHUCIIA JOTOJHUTEIBHBIX KOJIOCKOB Ha YCTYIax B IEPBOM
cllydae W Pa3BUTHIO BETBEIMOJOOHBIX CTPYKTYp Ha yCTylax BO BTOPOM ClIydae.
Pa3BuTHe BceX OKTONMUYECKHUX KOJIOCKOB MopdoTunoB rpymnbsl | waer ¢
U3MCHEHHEM (PHIUIOTaKCHca, BCICJACTBHE YEro CBEPXUYHUCIICHHBIC KOJIOCKH
mopdoturmoB MRS, HS, GB, TTSW »sr1oii rpymnmbl Bcerma pacroioKeHbl MO
yIJIOM K TIEPBUYHOMY KOJIOCKY. ClielyeT OTMETHTh, YTO M3MCHCHHUS B Pa3BUTHH
COLIBETHSI JIMHUHM TPOUCXOAAT TOCJIEC YCTAHOBJICHUS HIACHTHYHOCTH KOJOCKOBBIX
MEpHCTEeM, TaK KaK TIepBble OpraHbl KOJIOCKa (KOJIOCKOBBIC  YEIIyH)
3aKJIaJIBIBAIOTCSI HOPMAJILHO, HO JIAJIbIIIE IPOUCXOANT HAPYIIICHHE CXEMBI PA3BUTHUS
¥ BMECTO OPT'aHOB IIBETKA Pa3BHBAIOTCS SKTOMUYECKUE KOJOCKH. ClieI0BaTeIbHO,
U KJIacTepbl CHUIMYMX CBEPXYHUCICHHBIX KOJOCKOB, W  «BETOYKHW»  CO
CBEPXYHMCICHHBIMHA KOJIOCKAMH Ha OJHOM YCTYIIE KOJIOCOBOTO CTEPKHS Ipymibl |
SIBIIIIOTCS BUJIOM3MEHCHHBIMHU KOJIOCKAMHU.

OnucanHple HAMU U3MCHEHHS B pa3BUTHU colBeTHs (loOpoBosbekas u ap.,
20146, Dobrovolskaya et al.,, 2015) cxomubl ¢ OOHapy)XCHHBIMH paHee
0COOEHHOCTSIMH pa3BUTHs colBeTHil myTaHTOB fZp puca (Komatsu et al., 2003a),
bdl kyxypy3sl (Chuck et al., 2002), mosl B. distachyon (Derbyshire, Byrne, 2013).
HecMmoTpst Ha pa3HbIe THIBI COIIBETUH Y MyTaHTOB pHca, KyKypy3bl, B. distachyon
¥ U3ydaeMbIX HaMH JIMHHUHA (METeJKa, T0YaToK, KOJIOC), IPOCIICKUBAIOTCS 00IINe
3aKOHOMEPHOCTH B pa3BUTHH WX COLBETHH, CBS3aHHBIC C HapyIICHUSIMHU
YCTAaHOBJICHHSI HMJICHTUYHOCTH IIBETKOBBIX MEPUCTEM, Ha MECT€ KOTOPBIX
pPa3BHUBAIOTCS OKTONMYECKHE KOJOCKH, B pe3yJdbTaTe dYero QOpMUPYIOTCS
uype3BbIYaiiHO pa3BeTBicHHBIC MeTenku (Chuck et al., 2002; Komatsu et al., 2003a)
WIM DKTOIHYECKHE «BETOUKM» B Kojoce miam modarke (Chuck et al., 2002;
Derbyshire, Byrne, 2013; Dobrovolskaya et al., 2015, 2017). [{ias myTanToB prca
XapaKTepHbl TOBTOPHBIC IUKJIBI BETBJACHUS M (DOPMHpPOBAHHE SKTOIMUYCCKUX
BETBEITOJIOOHBIX CTPYKTYP BMECTO IIBETKOB CIICAYIONIUX IOPSIIKOB; COIBETHS

myTtaHToB fzp, kak mpaBuio, crepuiababl (Komatsu et al., 2003a). Passutue
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IKTOIMMYECKUX KOJOCKOBBIX MepucteM mMytaHToB fzp, bdl m mosl u ommcanHBIX
HaMU TpeacTaBuTenell rpynmsl | conmpoBoxkaaeTcs cMeHol ¢umtorakcuca. Panee
ObLJIO MOKa3aHO, YTO CMeHa (UIJIOTaKCUCa COINPOBOXKIAET HW3MEHEHHE
WJICHTUYHOCTH W/WIM JAeTepMHHUpOBaHHOCTH Mepuctem (Bartlett, Thompson,
2014) w mHapymieHMsIM B YCTAHOBJICHHMH WJICHTUYHOCTH MEPUCTEM MOTYT
CONyTCTBOBAaTh HW3MeHeHus ¢uiotakcuca (Weigel et al, 1992; Laudencia-
Chingcuanco, Hake, 2002; Thompson et al., 2009).

OO6mue yepTbl B (DEHOTUMUYECKUX MPOSBICHUSX MPU3HAKOB U CXOJICTBO
OOHApy)KCHHBIX HAMHU W3MEHEHHUU B Pa3BUTHUU KOJOCA JIMHUN MHOTOKOJIOCKOBBIX
JMHUAN TekcarionaHoi mmenunbl 7. aestivum (obpoBoabckas u np., 201406;
Dobrovolskaya et al., 2015), aummowaHOM mIICHWIBI 1. MONOCOCCUM |
TETPAIIONTHBIX BUAOB mmeHuisl T. durum u T. turgidum (Dobrovolskaya et al.,
2017) moryt OBITH CIEACTBUEM MYTallUii B TOMEOJOTHYHBIX T€HAaX U OTPaXKaTh
TEHETUYECKOEe POJACTBO U oOIiee mpoucxoxjaeHue reHomoB A, B u D Bumgos
MIICHULIBI PA3HOTO YPOBHSI IJIOUTHOCTH.

I'pynna Il. M3menenus pa3Butus MHOrokonockoBou ymuus Pl 67339
T. turgidum (MopdOTHI «IOXKHO-UCTHHHOE BETBJICHHE» KOJIOCA) CYIIECTBEHHO
OTIMYaroTcsa oT u3MeHenu# rpynmsl |. Hapymenus B cxeme pazutus coupetus Pl
67339 mHactynmatoT mo3AHEE, YeM Yy JUHUH Tpymnmbl | W MyTaHTOB 37aKOB
fzp/bd1/mosl, u nepBeie 1Ba IBETKA B 0a3ajdbHOW YacTH KOJOCKA Pa3BUBAIOTCS 11O
CTaHJIAPTHOM cxeMe. Pa3BUTHE MOCIEQYIOMUX [IBETKOB HAPYIIEHO U MPOUCXOIUT
CXOAHBIM ¢ Tpymmoil | o6pa3oM: 3KTONMWYECKUE KOJOCKH Pa3BUBAIOTCS Ha MECTE
I[BETKOB, UX Pa3BUTHE COMPOBOXKIAaeTCs cMeHoM pumtorakcuca (Dobrovolskaya et
al.,, 2017). K ocoOeHHOCTSIM pa3BUTHS 3TOr0 MOP(OTHUMA CIIEAYEeT OTHECTH
(dbopMUpOBaHKE IKTOMUYECKOTO TEPMUHAIBLHOTO KOJIOCKA, UTO HE XapaKTepHO IS
IPEACTaBUTENICH ONMUCAaHHOW HaMu rpynnsl |. MyTaHThI Ipyrux BHJIOB 3JIAKOB C
10T0OHBIMHU H3MEHEHHUSIMH B PA3BUTUH B JIUTEPAType OMUCAHBI HE OBLIH.

I'pynna I11. B oiimune ot mepBBIX ABYX TPYII, Pa3BUTHE JOTOTHUTEIBHBIX
KoJockoB ~ Mmopdoruna VSS  mpoucxomuT BHE  NEPBHUYHOTO  KOJIOCKA.

I[OHOJ'IHHTCJIBHBIﬁ KOJIOCOK pa3BHUBACTCA MMO3JHEC IIEPBUIHOIO, PACIIOIIOKEH HUKE
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Ha YCTyNe KOJOCOBOTO CTEpKHS W ero (OpMHUPOBAHHE HE COMPOBONKIACTCS
cCMeHOW (QwmioTakcuca U, TakuM o00pa3oM, HE CBSI3aHO C HW3MEHEHUEM
UJCHTUYHOCTH/IETEPMUHUPOBAHHOCTH KOJIOCKOBOM MEPUCTEMBI.

BrisiBnenHsle n3mMeHeHus: MOp(oreHe3a COLBETUN JIMHUN BCEX TPeX TPYII
(I-111) mpoucxonsaT Ha marom stame opranoreHe3a (Kymepman, 1968). Omnako
BBIZICIICHHBIE HAMH TPYNIBI JIMHUA C HapymICHUSIMH MOPQOTeHe3a IMO3BOJSIOT
OoJiee NIETAIbHO OXapaKTEepU30BaTh OTACJbHBIE CTAIUU PA3BUTHS COLIBETUS BO
BpeMs ITPOXOXKJICHUSI TOTO JTarna.

SCR-mop¢gorun. Pesynpratel usyduenus mmauii ¢ SCR-mopdoTumom
KOJIOCa MTO3BOJIAIOT CAENAaTh CIEAYIOIINE BHIBOJBI:

1) CrhupanpHOoe pacroyiokeHue KoyiockoB y nuHuE SCR He cBsizaHO ¢
W3MEHCHUSIMU/HAPYIIEHUSAMU Ha paHHUX JTamax pa3BUTUA COIBETHS (Korja
MPOUCXONUT 3aKiiajka U JudPepeHInpoBKa OpPraHOB COIBETHS), a SIBISETCS
CJIEICTBHEM OCOOEHHOCTEN POCTa KJIETOK KOJIOCOBOIO CTEPKHS Ha 00Jee MO3THUX
JTamax pocTta Koyioca, Korjma auddepeHIMpoBKa BCEX OPraHoB COLBETHS
OJHOCTBIO 3aBepmicHa (JloOpoBonbeckass u  ap., 2017a). CremoBareinnbHo,
CIIUpaIbHOE PACMHOJIOKEHHUE KOJIOCKOB B COIIBETUM 3J1aKOB MOXKET OBITh
0OyCJIOBJIEHO HE TOJILKO OCOOCHHOCTSIMU PACIIOJIOKEHUS KOJOCKOBBIX MEPHCTEM
COI[BETUSI OTHOCUTEJIBHO OCH COIBETUsI (TUIOM (PUIIOTAKCUCA COIBETUSI), HO
O0COOEHHOCTSIMHU POCTa KJIETOK;

2) SCR wHaciaemyercs Kak JOMHHAHTHBIM ~ MOHOTEHHBIH  MPHU3HAK

(1oOpoBosbckas u np., 2017a).

Takum oOpa3om, TeTeporeHHass Tpylna MHOTOKOJIOCKOBBIX —JIMHUMA,
OTHECEHHBIX K Pa3HbIM MOP(OJIOTHYECKUM THUIIAM IO pe3yJibTaTaM BHU3yaJbHOU
OIICHKU (DEHOTHUIIOB KOJIOCa, OblIa pa3jelieHa Ha TPU OCHOBHBIX TPYIIBI MOCHE
JeTaIbHBIX HCCIIEIOBAHUN OCOOCHHOCTEH pa3BUTHUS COIBETUM C MPUMEHEHUEM
METOJIOB CBETOBOM M JJIEKTPOHHOW MHUKpOCKOonuH. Kaxkpas rpynmna BKIOYAET
JUHUU C  OJHOTUIIHBIMA  HapylmieHusMu  MopdoreHesa.  BbIsiBIeHHBIC

HEOJIMHAKOBBIE U3MEHEHHUSI B pa3BUTUU colBeTuid npeacrtasureneit rpynm |, 11 u 111
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MHOTOKOJIOCKOBBIX JIMHHAW, a TaKXe JIMHUHA CO CIIMPAIBHBIM pPACIIOJIOKCHHEM
KojockoB MopdoTtuna SCR mpenmnoaraioT pa3udHbIe HAPYIICHUS TeHETUYECKON
PETYISIIMKA TIPOTPAMM  Pa3BUTUA WX colBeTud. OxapakTepu30BaHHBIC JHUHUH
SBIIIOTCS MOJICIISIMU  JIJISL  TAJIBHEHIIIETO0 HW3YYCHHS TCHETHYCCKOW PETyIISIHA

MopQoreHesa COIBETHS MIIICHUIIHI.
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I'aaBa 4. U3YUEHUE TEHETUYECKOM PEI'YJISIIUN
MHOTI'OKOJIOCKOBBIX ®EHOTHUIIOB MSITKOM NIIEHULBI
T. aestivum L. 1 P’KU IOCEBHOM S. cereale L.

JI1s1 BBISIBJIIEHUS T€HOB, PETYJIUPYIOLINUX Pa3BUTUE COLBETUN C U3MEHEHHOU
Moposioruei, cBA3aHHOW ¢ (HOPMHPOBAHHEM JOTOJHUTEIBHBIX KOJIOCKOB Ha
yCTynax KOJIOCOBOI'O CTEPKHS M YCTAaHOBIICHHS X TOYHOM JIOKAJIM3ALUK HA KapTax
XPOMOCOM MPUMEHSIIN METOJIbI KJIACCUYECKOW T€HETUKHA U COBPEMEHHBIE MOIXO0/IbI
aHajau3a TeHOMa PacTEHUM, BKIIOYAS] MOJEKYISIPHO-TEHETUYECKOE KapTUPOBAHUE.
[TocTpoeHune KapT XpOMOCOM BBITOJIHSIOCH C HCTIOJIB30BAHHEM MUKPOCATEIUIMTHBIX
wm SSR (simple sequence repeatS) MapkepoB IMIICHHIIBI, KOTOPHIC OTIMYAIOTCS
BBICOKMM YPOBHEM BBISBIISIEMOTO BHYTpHBHI0BOro nojgumopdusma (Roder et al.,
1998; Ganal, Roder, 2007). s cpaBHUTECIBHOTO KapTHUPOBAHUS HCIOJIb30BAJIH
COS (Conserved Ortholog Set) — SSCP (Single Strand Conformation
Polymorphism) mapkepsi menuiist (Quraishi et al., 2009), kotopeie xapakTepu3yet
BBICOKasi KOHCEPBATUBHOCTh B T€HOMAX 3JaKOB. [Ipu MOCTpOCHNM KOHCEHCYCHBIX
KapT XpOMOCOM MIIEHUIIB UCIIOJIb30BAIM UH(POPMAIIUIO O TMOJO0KEHWH Ha KapTax
xpomocom SSR u RFLP (Restriction Fragment Length Polymorphism) mapkepos
(http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical).

4.1. MoJiekyaSIpHO-TeHETHYECKOe KAapTHPOBaHHE reHa mrs1,

AerepMuHHMpyomero npuznak MRS

Panee Obuto mokaszano, uto npuszHak MRS (multirow spike, mHOTOpSITHBIH
KOJIOC) HaXOIUTCS 0] MOHOTCHHBIM perieccuBHBIM KoHTposiem (Martinek, 1998).
Pe3ynbTarhl, BBIMOJTHEHHOTO HAMH TEHETHMYECKOTO aHalu3a Ha MOIMYJISIIHIX
rubpunoB F1 u F; ot ckpemmBanuit Rucl63 x S0149 (momymsuus 1) u Rucl67 x
S0149 (monymsmmst 1), rne Rucl63 u Rucl67 — nmuaum mopdotuna MRS (morop



129
npu3Haka —Ral), a S0149 — nuHUS co cTanaapTHEIM (eHOoTUNoM Konoca (PucyHok

4.1, Tabmuna 4.1), moxrBepauiu ganuble, morydennsie Martinek u Bednar (2001).

Pucynok 4.1 — Konocest muauii Msarkoi nmeHur sl S0149 (cmesa), Rucl63 (B mentpe) u

Rucl67 (cripaBa) (Paspaboran aBTopoMm)

Konocest tubpunoB Fi Obum cTaHmapTHOro THma, a B MOMYJSIIUSAX F
HaOJTFOIAJIOCH PACIIEIUICHIE Ha pAaCTeHUS CO CTaHAAPTHBIM KoocoM 1 MRS-tumom
B COOTHOIIICHUSIX, COOTBETCTBYIONTUX 0’KHIaEMOMY PACIICTUICHHIO 3 (CTaHIapTHBIN
kosioc) k 1 (MRS) (Tabnuma 4.1). Pactenust poauresei u ruOpHIOB BHIPAIIIMBAIHN B
ycioBusx Terumnbl. [Ipu3Hak MRS yumThIBaJics Kak HaJW4Me/OTCYTCTBUE
JOTIOTHUTENBHBIX ~ KOJIOCKOB HA YCTymax KOJIOCOBOTO CTEp)KHs, CTeIeHb
BBIPOKEHHOCTH TPU3HAKA (YHCIIO YCTYMOB C JIOMOJHUTEILHBIMU KOJOCKAMHU U
YHUCJIO JOTOTHUTEIBHBIX KOJIOCKOB Ha YCTYIIC) HE IPHHUMAIACh BO BHUMAHUE.

st ompenenieHrMss XpPOMOCOMHOW JIOKaNIHM3allid TeHa ObUl TPOBEACH
MOU(DUITMIPOBAHHBIN CErperaliMOHHBIN Oallk-aHamu3 (J1ajnee Moau(pUIMPOBaHHBIN
Oank-aHanMu3) ¢ Hcnoib3oBaHueM SSR-mapkepoB. Meroauka mpoBeAeHHs Oaik-

aHanmu3a Oblia paspaboTaHa HaMu Ui PELIEHUS 3a7ad  MOJIEKYJSPHO-
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TeHEeTUYECKOTO KapTHpPOBaHUS B CilydasX, Korja uHpopmanus O JOKaIU3aluu

U3y4aeMOro reHa OTCYTCTBYET WM OKa3ajaach OIIMOOYHOM.

Ta6imna 4.1 — PaciericHre mo tumaMm Kosioca B monyssiusx F, (Paspaborana

aBTOPOM)
Cxpemu- Oowee Haouronaemoe | Teopernueckoe
BaHHe YHCJI0 pacuienjienme pacuienjieHmue ’ p
pacreHui L
N SS N SS

Rucl67 x

S0149 106 80 26 79.5 26.5 0.013 >0.90
Rucl63 X

S0149 100 78 22 75 25 0.48 >0.25

HpI/IMe‘-IaHI/IeI N — xojoc CTaHAApPTHOI'O (beHOTI/IHa, SS — kojoc co CBCPXUYHNCICHHBIMU
KOJIOCKaMH

MoaudunupoBanubiii  Oalik-aHaU3 ObUT  ampoOOMpOBaH HaAMU  TIPH
MIPOBEICHUH MOJICKYJIIPHO-TEHETHICCKOTO KapTUPOBAaHUHU T€HOB, OIPEACIISIOIIIX
nyprnypHyto okpacky nepukapma (Dobrovolskaya et al., 2006) u onymienus nucra
msrkoit mirenuirsl (Dobrovolskaya et al., 2007). MeTon 3akirodaeTcst B IpOBEACHUH
F€HOTUIIMPOBAHMS HA 4YacTH KapTupyromed nomyiasauuv, npu stom JJHK
WHIUBUIYAIbHBIX ~pPAaCTEHU HE coOupaeTcss B MyJbl, MPEACTABISAIONINE
KOHTpacTHBIC (PEHOTHUIIBI, KaK 3TO MPOUCXOIUT IIPU MPOBEIECHUN CETrPETAIMOHHOTO
Oanmk-aHaNMM3a MO CTAHJAPTHOM CXeMe, a aHaNu3UpyeTcs OTAeNbHO. OCHOBHYIO
YacTh AHAIM3UPYEMBIX PACTCHHUI TMPEJCTABISAIOT PEIeCCUBHbIC (QeHOTUIbI. J[ms
aHaNMM3a WCIOJIB3YIOTCS MOJICKYJIIPHO-TCHETUYECKHE MAapKEPhl, BBISBIISIONINC
NOJIUMOPGU3M MEKITY POIUTEIAMU KaPTUPYIONTUX MOMYJISIUNA U PACTIOJIOKEHHBIC
HAa MOJICKYJIIPHO-TEHETUYECKUX KapTax XpPOMOCOM C TOKPBITHEM KaXKIbIX
15 - 20 cM.

B nacrosieM ncciie1oBaHuM I BRISBICHUS TOJMMOp(HBIX SSR MapkepoB
ObUTO Mcmoab3oBaHo 21, 26, 28 u 25 SSR-mapkepoB (GDM u GWM) xpomocom

neHuisl 2A, 2B, 2D u 4A, cootBerctBenno (Roder et al., 1998; Pestsova et al.,
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2000). 12 (2A), 19 (2B), 19 (2D), 20 (4A) momumop(HBIX MapKepOB s
kaptupytomiei monyisauu | u 13 (2A), 20 (2B), 19 (2D), 21 (4A) mtst nomyissaun
Il ObuiM WCTHONIB30BaHBl JJISI MPOBEICHHUS MOAM(PUIIMPOBAHHOTO OaliK-aHaau3a.
br110 00HAPY)KEHO TEHETHUECKOE CIEIIICHIE MeX Ty MI'S-ToKycOM 1 ABEHAIATHIO
(monyssitus |)/onuunannareio (momynsuus 1) SSR-mapkepamu xpomocomsr 2D.
Jlanee monoaHUTEIbHBIN Ha00p 13 18 Mapkepos xpomocomsl 2D (Guyomarc'hetal.,
2002; Somers et al., 2004; Yu et al., 2004; Zhang et al., 2005, Zhang, 2006) 6bL1
poTeCTHpOBaH Ha monuMopdu3m Ha obpasuax JIHK pomutenelr kapTupyrommx
nonyJsiud. Bee mommMopdhHbIE MapKephl, BKITIOYas BBISIBIICHHBIC ITPU TIPOBEICHUN
MOAU(PUITUPOBAHHOTO OanK-aHaIM3a, ObUIM TPUMEHEHBI IS TCHOTUITMPOBAHUS
pacTeHui kapTupyroniei nomyssiuu Fo. B pe3ynbrare Obui CKOHCTPYUPOBaHbI JIBE
MOJICKYJISIPHO-TEHETHUECKHUX KapThl XpoMocoMbl 2D (PucyHok 4.2).

[Topsimok B3auMHOTO pacnoyiokeHusi SSR  MapkepoB U TeHETHUECKHE
paccTosTHUSI MEXKIy MapKepaMH Ha KapTax XpomocoM 2D coOTBETCTBOBaIH
ormyonukoBanHeiM panee (Roder et al., 1998), uto cBumeTeaLCTBYET O TOM, YTO
xpoMocoMbl 2D poauTeneil He HECYT KPYIHbBIE XPOMOCOMHBIE TEPECTPONKU —
WHBEpCUU U TpaHchokanuu. OTCyTCTBHE OJIOKOB TECHO CIICTUICHHBIX SSR MapkepoB
C HyJIb-JJIEJISIMU CBUJIETEIHLCTBOBAJIO O TOM, YTO KPYIHBIE JIeJei Xpomocom 2D
Takke oTCyTCTBYIOT. [Tockonbky MRS HaxoauTcst 101 MOHOTEHHBIM PEIECCUBHBIM
KOHTpOJIEM, MYTaHTHBIN ajuienb ObUT 0003HaYeH MrsSl, a amienb OUKOro TUMA —
Mrs1.

OOHapyxeHo, 4TO reHeTudyeckuid JIokyc Mrsl pacnonoxeH B KOPOTKOM
wieue xpomocombl 2D, TecHo cuierien ¢ SSR-mapkepamun Xgwm988 (momyssitum |
u 1) u Xgwm484 (romysatus 1) u ko-cerperupyer ¢ Xwmc453 (nomyssiuu | u 1)

B 00eux nonyssiusax (PucyHok 4.2).
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2D ()
oM Maprep 2D (II)
Xgwm1099
cM Mapkep
113 —
Xgwmral mmmeeo oo 1.6 Xgwm886
8.0 N\ Xgwm721
19.2 — )
Xgwm296
Xgwm261
95 — 245 —
Xgwm4815
13.9 —
L _8-8—r\—_ Xgwm4830
Xgwm4830 ---~"~ 6.1 Xgdm107
19.5 ;2 N Xgwm815
3'3 — Xbarc168
00 == Xgwm484
0.0 Xwme453 - ----"" "7 30 — Xwmc453
o =l N ke
48 — 9 75 — Xgwm4756 §
og _— N Xgwm4029 S .- Xksum73 L,
15 TN Xgdmio . -
34 —= Xgwm448 _--" 15.8——
' Xksum73 -~
Xgwm1204
201 — _ 80 -
-7 - Xgwm790
48 ngm1204’ PP -
6.4 Xgwm790 !
Xgwm608

Pucynok 4.2 — MOJIe;(yJISIpHO-FeHeTI/ILIeCKI/Ie KapTbl XpoMocoM 2D, coxepskamue mrsl.
['eneTnyeckue pacctosiHusi B cM mpuBEIEHBI cleBa OT KapT. S — KOPOTKoe mieuo; L —
JUIMHHOE Tuieuo; | — xaptupyromas nomymsmus F2 Rucl63 x S0149; Il — kaprupyromas
nomysiusa F2 Rucl67 x S0149 (Dobrovolskaya et al., 2009)

Jlanee Obura mpoBeAcHa Jokanu3anus Mrsl B genermoHHOM OuHE
xpoMocombl 2D (meneunoHHble OMHBI — Y4YacCTKH XPOMOCOMBI, OTpaHUYEHHbBIC
TOYKaMU pa3pblBa JeJeUnii) TPU NOMOUIM T€HOTUITUPOBAHUS JEIELIMOHHBIX JIMHUAN
2DS-1, 2DS-3, 2DS-4 u 2DS-5 copra nuenunsl Yaitnu3 CripuHr GiaaHKUPYOIUMA
reH mapkepamu — Xgwm484 u Xgwm988 u mocnenyromieil ux JoKaau3aluud B

neneronnbix OmHax (Pucynok 4.3). O6Guapyxkeno, yto Mrsl nokamuszoBaH B
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nenennonraoM oune 2DS-5 (FL 0.47-1.0), 3anumaromiem 53% aucTaibHOTO paiioHa

KopoTKkoro 1ureda xpomocoMbl 2DS (Dobrovolskaya et al., 2009).

2DS
oerieyUoHHbIe
- JIUHUU
2DS-5
Xgwm484
Xgwm988
_ ™=
e
| H— = =
$—— 2Ds-2,6 o LLX
%%
a 1] v J‘:? &G

Pucynok 4.3 — (a) ®usndeckas aenennonHas kapra xpomocomsl 2DS. (6) CxemaTtuyeckoe
n300pakeHue NIENCINOHHBIX JTHHANW MSTKOW MIIEHUIIBI, IMOJYYeHHBIX Ha OCHOBE COpTa
Yaitanz Cropuar. CTpenkd 0003HAYarOT TOYKU Pa3pbiBOB Jeienuid. [IpsMOyroinbHHUKH
yepHOro IBera o0o3HauaroT pacnosoxenue C-0oum0B (Gill et al., 1991). O6o3HaucHHe
nenenroHHoro OwHa 2DS-5 — chopaBa oT  (QuU3MYECKOM JIENEIUOHHOM  KapThl,
JIOKaJM30BaHHbBIC B HeM Mapkepsl — ciieBa (Dobrovolskaya et al., 2009)

Ha ocHoBe nByX CKOHCTpYyMpOBaHHBIX KapT xpomocoM 2D (Pucynok 4.2),
pedepeHcHo MOJIEKYISIPHO-TEHETUYECKON KapThI 2D
(http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical) u ony6nukoBanHON
panee kapthl xpomocombl 2D (Ganal, Roder, 2007) Obuta CKOHCTpyHpOBaHa
JacTUYHAs KOHCEHCYCHas KapTa XpomMocoMmbl 2D, coaepikamias TeHETHYECKHA
agokyc Mrsl, SSR u RFLP wmapkepst (Pucynok 4.4). YuutsiBass To, uto RFLP-
nokycel Xcdol1379, Xbcd262, Xfbb279 u Xcdo405, ¢nankupyrommue Mrsl, Obuim
paHee OTHECEeHbI k Ooraromy renamu paiiony 2S0.8 (Erayman et al., 2004), mbt

sakmroumi, 9to Mrsl rtakke mpuHammexuT K panony 2S0.8, 3aHumaromemy
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CerMEHT (U3NYECKOM KapThl MPOTHKEHHOCThIO 7 MIH. IL.H. C YacTOTOU

pexomOuHaruu 215 000 m.H./cM (Erayman et al., 2004; Dobrovolskaya et al., 2009).

52 ]
S0.9 vapkep
2BS-7 (cM)
2BS-3
2S0.8’ Xcdo1379"« _ Xgwm4830 (0)
2BS-14 Xbed26a "~
ﬁ;%%%%\;\ o Xcdo1379 (5.8)
AN Xgdm107 (8.8)
AN WY
AN N
AR
AN Xgwm815 (14.9)
2BS-8 \\\\\ T\ Xbarcl68 (17.2)
280.5’ \ \\\::NXcdolMQ (18.3)
2DsS-5 WS \ngm484 (19.8)
M. Xbed262  (20.9)
v

. Xwmc453  (23.1)

(23.1)
Xfbb279  (23.9)
_Xgwm102 (24.4)
Xgwm988 (26.1)
_Xcdod405  (26.7)
Xgwm4756 (27.9)
Xgwm4029 (30.7)
Xgwm515 (31.9)

} |

a J C (3

(*)Vl3|/|"|eCKa;| KapTa reHeTn4yeckas Kapta
Erayman et al., 2004

- oboraLleHHbIN
reHamm pavioH

(@)

Pucynok 4.4 — (a) dusnueckas KOHCEHCYCHasi KapTa KOPOTKHUX IUIEY XPOMOCOM
TOMEOJIOTHYHOM TPYMIBI 2 ¢ 0003HAUYCHHUEM JIOKATU3aIMKU 000TallEeHHBIX TeHAMU PaiiOHOB
(Erayman et al., 2004). (6) YacTu4Hast KOHCECHCYCHAs TEHETUYIECKAst KapTa XpOMOCOMBI 2D,
BKJIIOUaroniasi reH mrsl (BblAelieH OpsMOYroibHUKOM). RFLP-10Kychl MOTYEpKHYTHI,

o0mue JIOKyChl COEAMHEHBl MyHKTUPHBIMU TpsiMbiMu JuHUsMU (Dobrovolskaya et al.,
2009)

VYuuThIBas XPOMOCOMHYIO JIOKaJU3allMI0 TeHa MIS1, neTepMHHUPYIOIIEro
npuszHak MRS, B xpomocome 2DS, moutn mzorennas nuaus NIL-mrsl msrkou
nireHutpl Mmopdortunma MRS, monop npusznaka MRS (KM240) u pekyppeHTHBII
ponutens H67 ObLIM TEHOTUNMUPOBAHBI C HCMHOJb30BaHHMEM SSR  mapkepos
xpomocoMebl 2D (Pucynok 4.5). DTo MO3BOJIMIIO ONPENEITUTh UTPOTPECCUPOBAHHBIH

CErMEHT XPOMOCOMBI IOYTH W30T€HHOM JIMHWM, HECYLIMM MAPKUPYIOIIUN T€H —
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mrsl: Xgwm815 — Xgwm515 (ma reHeTmdeckoi kapTe 3aHmmaer 17 cM).
Jlokanu3anus M3y4yaeMoro TeéHa Ha TeHETHYECKOH KapTe U B COCTaBE CErMEHTa
uaTporpeccun (Pucynku 4.2 u 4.5) coBmagaer, 4To MOATBEPKAAET Pe3yJIbTaThl

MOJIEKYJIsSIpHO-TeHeTHUeckoro kaptupoBanus (Dobrovolskaya et al., 2009, 2015).

2DS
.~
2D
mapkep Mapkep (cM)
Xgwm210 Xgwm4830 (0)
Xgwm296
Xcdo1379 (5.8)
Xgwm261 Xgdm107 (8.8)
Xgwm815 ==-=-—-—_____ __
XgarC].GS Tre——-—- Xng815 (149)
ngm484 _____ I\ Xbarcl68 (172)
XWMCA53 = - - — — — ] [T ---- ::NXCd01479 (18.3)
mrs1 Xgpw2203 I = Xgwm484 (19.8)
Xgwm102 =~~~ """ 77 7] TN Xbed262 - (20.9)
Xgwmogg -----~"""""] [ T\ xwmca53  (23.1)
Xgwm515 -~ _ _ _ mrsl (23.1)
Xgwm30 i ik ESOR _ Xfbb279  (23.9)
_Xgwm102 (24.4)
X 44
gwma48 Xgwm988 (26.1)
Xksum73 Xcdod05_  (26.7)
Xgpw346 Xgwm4756 (27.9)
Xgwm4029 (30.7)
Xgwm515 (31.9)
Xgpw5209 l
Xgwm249
Xgwmb539
g J ¢
Xgpw4480 6
Xgwm608
a

Pucynok 4.5 — (a) Cxemarnueckoe u3obOpaxkeHne XpoMocombl 2D moutu W30reHHOM
muann NIL-mrsl, secymeit mapkupytommii ren mrsl. (6) Yactuunas KOHCEHCYCHAsI KapTa
xpomocombl  2DS.  OOmme  JIOKyChl ~ COEAMHEHBl  MYHKTHPHBIMU  JIMHUSMHU.
[TpsIMOYTOJBHUKM 3€J€HOr0 M KpPacHOro I[BETOB 0003HAYalOT CErMEHThI XPOMOCOM
pekyppentHoro poxutens (H67) u nonopa MRS (muaun KM240), cootBetctBenHo. C —
neHrpomepa (Dobrovolskaya et al., 2015)
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Hapsiny ¢ ponurtensimu kaptupyromux nomyisiiuii (Rucl6e3, Rucl67) u
o4ty nzoreHHou auHuen NIL-mrsl, neBarb JUHUI MSATKOW MIIEHUIIBI MOP(OTHUIIA
MRS (V3-79-08, V3-82-08, V3-83-08, V3-84-08, VV3-85-08, VV3-86-08, VV3-87-08,
V3-88-08 u V3-89-08) Oblmu reHOTUNIUPOBAHBI C MpUMeHeHneM SSR-mapkepos,
dmankupyrommx mrsl (Xgwm484 u Xgwm988), u ko-cerperupyromero ¢ mrsl
Mapkepa — XwWmc453. beiio o0HapykeHo, 4TOo, B TO BpeMs Kak (DIIaHKHUPYIOITHe
U3yJaeMbIii T€H MapKepbl Obumm TipeactaBieHbl y MRS-muHMA pa3auaHbIMA
ajiensaMu, Bce uzydaeMble MRS-nmuanm Hecnu oauHakoBbId awienb 194-m.H. Ko-
CETPErupYIONIEro MUKPOCATEIIUTHOTO JOoKyca XWMC453. ¥V JMHUI MIIeHUITBI CO
CTaHJAPTHBIM (DEHOTHIIOM KOJIOCA BCTPEUAIHCh Pa3HbIe ajuienu (MpeacTaBICHHbIC
dbparMeHTaMu pa3TUYHOM JJIMHBI) BCEX TPEX MHUKPOCATEIUIUTHBIX JIOKYCOB
(Pucynok 4.6, Tabnuna 4.2). [lonyyeHHble pe3yabTaThl MOKa3aid, YTO, HECMOTPS
Ha pa3Inyusi TEHOTUITMYECKOU cpeibl, Bce uzydaembie MRS-nuHuu HecyT ren mrsl,
nerepmuHupytomui  MRS-geHotun, B OJUHAKOBOM TE€HETUYECKOM KOHTEKCTE
(amtens 194-1m.H. J0Kyca Xwmc453). DTo moaTBepikIacT eIuHOe IPOUCXOKICHUE
npusHaka MRS niog koHTposiem rena Mmrsl y uzydaembix JTUHUIA.

Annens 194-m.H. — XWwmc453 MOXKET CIIy>KUTh TUarHOCTUIECKUM MapKepoM
npuszHaka MRS, Haxomsmerocs moj KOHTPOJEM PelecCUBHOTO autels reHa Mrsl
(Dobrovolskaya et al., 2008).

Takum oOpa3oM, MBI BIIepBBIE MTOKa3aaM, 9To npu3Hak MRS Haxoautcs mon
KOHTPOJIEM PELIECCUBHOTO ajliefisi reHa MrSl, ToKaIn30BaHHOTO Ha MOJICKYJISIPHO-
TeHETUYECKOM KapTe XpoMocoMbl 2DS, TecHo criemieHHoro ¢ Mapkepamu Xgwm484
n Xgwm988 wm ko-cerpermpyromiero ¢ mapkepom Xwmc453. Jlokamm3arus
¢dmankupyrommx Mrsl mapkepoB B nenenmonHom Oune 2DS-5 (FL 0.47-1.0)
OrpaHUYMJIa PACTIONOKEHUE U3y4aeMOro reHa JUCTaIbHOU YacThio (1/2) KopoTKoro

ieya xpomocombl 2D B coctaBe 6oratoro renamu paiiona 2S0.8 (JloopoBosbckas,

2011; Dobrovolskaya et al., 2008, 2009).



137

W??,o 5 1. V3-79-08
502 4532 o 1042 3. V3-83-08
500  q5gz e EE 4.\/3-84-08
01 g1ee3 1770 5. V3-85-08
A 1942 .
REE /T 1942 6. V3-86-08
a0.3
1523 _,_,«-H:io 1242 7.\V3-87-08
AR e 1042 8. V/3-88-08
ﬁﬂﬁsﬂ _ﬂﬂﬂ\w?.u 1044 9.V3-89-08
903 1531 1770 1042 10. Ruc163
A : '
04 _1ssa 177.0 1944 11. Rucl67
P L .
MEW IE:_?;.EEJ?B.Q 1003 12. 50149
msm L0 13.HoBocubupckast 67
1942 WIEE g 14. Ckamna
M“ s0s. 19+ CaparoBekas 29
Nmﬁ s AT e 16. Purple Feed
Pucynok 4.6 — Pesympratel ¢QparmentHoro anammsza (ALF-express Amersham-

Biosciences), noxy4deHHble B pe3yibTare pasneneHus npoayktoB TP ammaudukamm
mapkepa Xwmc453 Ha obOpasuax JJHK oamnamnatu smuauii mopdorunma MRS (1-11) u
JIMHUH/COPTOB MIICHUIBI CO CTAaHAPTHBIM (eHotunoM kosioca (12—16). dparmeHTHl,
COOTBETCTBYIOIIME JIOKyCcy XwWmMmC453-2D, o6o3HaueHsl crpenkamu. 194-m.H.-amnenb
nokyca Xwmc453 MRS-nunwuit Beiienen npsimoyronsaukom (Dobrovolskaya et al., 2008)
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Tabéanua 4.2 — Annenn MEKPOCATEITUTHBIX JIOKYCOB, TECHO CLEIJICHHBIX C TEHOM
mrsl, nuauit Mopdotuna MRS, mHOTOKOIOCKOBOH NTHNYK 1611 B COPTOB MITIEHUTTBI

CO CTaHJApTHBIM (eHOTHIIOM KoJioca (Pa3paboTaHa aBTopom)

JInaus AJltenns MUKPOCATEJUIMTHOTO JIOKYCa
(muHa parMeHTa aMIUTH(UKAIUN B T1.H.)
Xgwm988 Xwmc453 Xgwm484
V3-79-08 187 194 157
V3-82-08 187 194 165
V3-83-08 187 194 157
V3-84-08 187 194 157
V3-85-08 187 194 157
V3-86-08 157 194 165
V3-87-08 187 194 157
V3-88-08 187 194 157
V3-89-08 187 194 165
Rucl63 157 194 165
Rucl67 187 194 157
NIL-mrsl 187 194 155
So0149 184 200 157
CaparoBckast 29 146 205 165
HoBocubupckas 67 163 190 167
Ckaina 167 190 163
JIuams 1611 146 205 165

[Ipumeuanne: [unarnoctuueckuit amiens 194-m.H. mokyca XWmCc453 BbIIeNeH KUPHBIM

mpupTOM
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4.2. BuausiHue mnepecTpoek XpomMocoMbl 2D Ha ¢eHOTHNI Ko0J10Ca MSATKOM

MNIIICeHUINbI

Hapsny ¢ mHorokosnockoBeiMu JHHsIMH Mopdotuna MRS, umeronumu
obmree mpoucxoxaenue (Ral), Mpl TpoTecTUPOBAIHM HA HAJTUYHUE THATHOCTHIECKOTO
mapkepa npm3Haka MRS (Xwmc453-194 1m.H.) TeHETHYECKH HE3aBUCHUMbIC
mHorokoJsiockoBeie auHMH MC1611, Ruc204, Sklel28, S0164, npencrapisBiime
oriauaHblie oT MRS mMopdoTunbl (1eTanbHas XapakTepucTHKa (EHOTHUIIOB KOJoca
auHUM npencrasieHa B ['nase 3). beiio oOHapykeHo, 4To y Tpex auHui — Ruc204,
S0164, Sklel128 wmukpocaTemuTHBIA JOKyCc Xwmc453 xpomocombr 2D  He
aMIUTU(UITIPOBAJICS, TO €CTh OBbLI MPEICTaBIIEH HyIb-ajuiesneM, a y tuauu MC1611
OBLJT IpEeICTaBIIEH ajuiesieM, OTJIMYHBIM OT fuarHoctudeckoro — 205 m.H. (Tabnuna
4.2). OrcyTcTBHE aMIUTH(DHKAIIMM MOXET OBITh CIICJICTBHEM JICICIMH paioHa
XPOMOCOMBI, HECYIIHI MHKpOcaTeIUTUTHBINA JIokyc, uin JHK-nmonmumopdusma B
paifoHax omxura mpaitmepoB. Hammume Hymb-amneneir moxkyca Xwmc453-2D y
M3y4aeMbIX HaMU JIMHUN MOTJIO OBITH cBsizaHo Kak ¢ JJHK-nmomumopduzmom, Tak u
c nenenusMu. s manpHEHIIEro u3y4eHuss MHOTOKOJIOCKOBBIX JIMHUW MIIICHUIIBI
OBLITM MPUMEHEHBI METOIbI KAPHOTHUITUPOBAHUS B COUCTAHUN C MUKPOCATECITUTHBIM
aHAJTN30M.

KapuotunupoBanue XpoMOCOM MHOTOKOJIOCKOBBIX JTHUI MC1611, Ruc204,
Skle128, Rucl30 wu S0164 ObUIO BBIOJHEHO C WCIOJB30BAHUEM METOIOB
C - muddepennmanbHOro oOKpammBanus B corpyaaudectse ¢ a1.0.H. E.J[. bagaeBoit
(MuCcTUTyT 06O1el reneTrky uM. H.W. BaBmiioBa PAH, r. MockBa) v ruOpuau3ainau
FISH in situ B corpyauuuectBe ¢ k.0.H. W.I'. Amonunoir (MLul' CO PAH,
HoBocubupck) mo ony0aukoBaHHBIM paHee MeToankaMm (Badaeva et al., 1994, 2007;
Salina et al., 2006).

KapuorunupoBanue  xpomocom  MyrantHo  juHun  MCI1611 ¢
ucrnojas3oBanueM Metosia C-nuddepeHInanbsHOT0 OKpalIuBaHus U THOpUIU3aIUN
in situ ¢ mpobamu pScl119.2 u pAsl oOHapy W10, YTO M3ydaeMmasi JIHUHUS HUMECT

42-X XpOMOCOMHBIM HA0OpP; XPOMOCOMHBIE TEPECTPONKH BBHISBIEHBI HE OBLIN
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(Pucynox 4.7). IlomyueHHble pe3ynbTaThl MOKa3ald, YTO MYTAHTHBIN (PEHOTUI
muaun MC1611 He cBsizaH ¢ KpyNHBIMH XPOMOCOMHBIMH IEPECTPOMKAMHU HIIN

aneyrutonueit (JloopoBonbekas u jp., 20140).

A
f = 19 .
" q“ J’ e‘\“ G ?“’ soph » 80
:“'%\‘ .Q&\ ‘ - “'t L b A
"‘ d.' | ‘ 7‘;.— 'n ""DS ', ;‘:‘.g
N 1 ‘t*m“?f : » L,D’ i1 &0
fm* wowt _,;.,.
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Pucynox 4.7 — (A) Kapuotunm myranTHON nuHMH Msrkod mmenunsl MC1611 (C-
nuddepeHIantbHOe OKpalBaHiue XxpoMocoM BeimosHeHo 1.0.H. E.J[. bagaeBoit). 1-7 —
romeosoruunsie rpynnsl. A, B u D — renomsl nmennnsl. (b, B) FISH na merada3ubix
xpomocomax JuHur MC1611 ¢ 3omgamu (B) pScl19.2 u (B) pAsl (FISH-anamus
BoinosiHeH K.0.H. M.I'. Anonunoit) (JJoopoBosbckast u ap., 20140)

KapuotunupoBanue xpomocom Jsmuuii  S0164, Sklel28, Ruc204,
BBIIIOJIHEHHOE C HCIOIb30BaHneM Metoaa C-auddepeHnnaaprHOro OKpamBaHus 1
rubpuan3amuu in Situ ¢ mpodamu pScl119.2 u pAsl, mokaszano, 4yTo H3y4aeMbie

JUHUU UMEIOT 42-X XpOMOCOMHBIM HA0Op, Y BCEX TPEX JIMHUN ObLIIM OOHAPYKCHBI
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XPOMOCOMHBIE TIEPECTPOUKH, 3aTparuBatomme xpomocomy 2D (JoOpoBonbckas u
np., 2014a; Dobrovolskaya et al., 2015). V nuann S0164 oO6HapykeHO 3aMelIeHue
napbl XxpoMocoM 2D romeosiorudHoii nmapoit xpomocom 2A (Pucymnok 4.8), Takum

oOpazom, maus S0164 sBisiercs 3amenieHHo — N2DT2A.

N2DT2A

Pucynoxk 4.8 - Kapuotun MyTaHTHOM JUHUM MATKOM mnmeHuns S0164  (C-
nuddepeHImatbHoe OKpalMBaHue XpoMocoM BeimoiHeHo a1.0.H. E.J[. bagaeBoit) 1-7 —
romeosioruunbie rpynmsl. A, B u D — renomsr mmenwuisl (Dobrovolskaya et al., 2015)

JIluaum SKle128 u Ruc204 umenu 42-X XpOMOCOMHBIH Ha0Op, HO KOPOTKHE
wiedn xpomocoM 2D aTux nuHME OblIM  ykopoueHwl: y JuHuM Sklel28
OTCYTCTBOBaJl TEPMHUHAILHBIN O9H], XpoMocoMa Obl1a yKopoueHa Ha ~50%, a y
auaun  Ruc204 TepMuHANBHBIA O9HJ TPHUCYTCTBOBAJ, HO XpoMocoma Oblia
ykopoueHa Ha ~10%, 4dYTo yKa3piBa€T Ha HaIW4YUE TEPMUHAIBHOU W
UHTCPCTUIHAIBHOMN JIeenid KOPOTKOTOo Iieua xpomocoM 2D y munuit SKle128 u
Ruc204, cootBerctBerHo (Pucynku 4.9-4.11).

JIIsi yTOYHEHUs pe3yJbTaTOB KAapUOTHITMPOBAHUS M OIPEICICHUS TOYEK
pasphIBa Jaenennii ObLI MPUMEHEH MUKPOCATEIUIUTHBIN aHAIIN3 C UCITOJIb30BaHUEM
MapKepoB, JIOKAJIW30BAaHHBIX paHEEe HA MOJICKYJISIPHO-TCHETUYECKOW KapTe

xpomocomsl 2D (http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical/).
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Skle128

Mmapkep
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Pucynok 4.9 — Cxemarnueckue n3obOpaxenus xpomocoM 2D ¢ 0003Haue€HHEM TOYEK

o= 00

paspbiBa neneruii (cneBa) u kapuotunsl ymHud SKle128 (a) u Ruc204 (b) (cmpasa).
OtcyrcTBytomue SSR mapkepsl 0003HaueHbI cepbiM 11BeTOM. OcTanbHble 0003HAUYEHUS
Kak Ha pucyHkax 4.7-4.8. C-auddepeHnnaipbHOEe OKpaIIMBAaHUE XPOMOCOM BBIMOJHEHO
n.0.1. E.JI. Bagaesoii (Dobrovolskaya et al., 2015)
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B pesynbrare mpoBeneHHOro aHanu3a OBLIIO OOHAPYXKEHO, YTO y JIMHUHU
Skle128 Bce mapkepsl xpoMocombl 2DS, paciosiokeHHbIE Ha TCHETUYECKOH KapTe
muctanbHee  XgWmS15,  OTCyTCTBYIOT, YTO  NOATBEPAWIO  PE3YJbTAThI
kapuotuniupoBanus. Jluaus SKle128 HeceT TepMUHAIBHYIO JCICIAI0O KOPOTKOTO
mieda XpoMocoMbl 2D ¢ TOYKO# pa3phiBa MEKy MUKPOCATEIUIUTHBIMU JIOKYCaMU
Xgwm515 u Xgwm988.

VY auaumm Ruc204 wnaGmromaeTcst Aelields MHUKPOCATEIUTUTHBIX MapKepoB,
pacCIONIOKEHHBIX Ha TeHETHYecKou kapre Mexay Xgwmd84 u Xgpw2203, uto
COOTBETCTBYET TCHETUYECKOMY pPacCTOSHUIO ~ 9 cM
(http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical/)  (Pucynox  4.9).
Takum o6pazom, xpomocoma 2D nuauu RuUC204 HeceT HHTEPCTULHATIBHYIO
JIEJIELIMIO C TOYKaMH pa3pbiBa MEXTy MUKPOCATEIUIMTHRIME JJOKycamMu  Xgwm484
— Xwmc453 B nuctansHoi yactu 1 Xgpw4307 — Xgpw2203 B TpoKCUMaILHOM YacTH
(Pucynok 4.9). XpoMocoMHbIE€ IEPECTPONKH B APYTHX XPOMOCOMAX JTAHHBIX JTUHUI
oOHapyXeHbI He OBLIH.

Kapuotnn ymanm  Sklel30 Obi1  ycTaHOBIEH € UCIOJIB30BaHUEM
ruOpuan3anmy in Situ ¢ mpodamu pScl119.2 u pAsl (Pucynok 4.10). [Tokaszano, 4to
u3ydyaemasi JUHUS uMeeT 42-X XpOMOCOMHBIN Habop, adeppaiuu XpoMocoMm 2-i
TOMEOJIOTUYHOW TPYMITBI BBISIBICHBI HE ObUIH, OOHApY)KE€HA TPAHCIOKALUS MEXIY
xpomocomamu 7B u 5B, compoBoxnaromascs mepeHocoM (gpparMeHTa JJIMHHOTO
miedya XxpoMocomsel 5B Ha jymmHHOE uIedo XpoMocoMbl 7B (Pucynok 4.4).

[lomydyeHHble HaMU JaHHBIE COTJIACYIOTCS C pe3yJbTaTaMH paHHHUX
uccnenoanuii (Swaminathan et al., 1966; Kosner, Foltyn, 1989), moka3aBmuix
HAIMYUE XPOMOCOMHBIX TMEpPEeCcTpoeK (Iaenenuid) y JHHWA MIICHUIBl  C
JIOTIOTHUTEIHHBIMU KOJIOCKaMH. Mcmofib30BaHWE METOJO0B KapHOTHUIIHPOBAHUS B
COYETAHUH C MUKPOCATEITUTHBIM aHAIM30M MO3BOJIHIIO YCTAHOBUTb, UTO JIETCIHH

3aTparuBaroT KOPOTKOE IIeU0 XpoMocombl 2D.
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Pucynok 4.10 — FISH Ha meTadasubsix xpomocomax junuit Skle128 (a, 6), Ruc204 (s, 1),
S0164 (m, e), Skle130 (k, 3) ¢ 3ommamu PScll19.2 (neBwiii psa u300paxkenuit) u PASL

(mpaBeIii  psa M300paKEHUI).
([1ob6poBosbekas u ap., 2014a)

FISH-ananu3 BeimonHeH K.0.H.

N.I. AponuHou
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Baxxno otmetuts, 9To Xxpomocoma 2DS Hecet rern Mrsl, myranuu KoToporo
BBI3BIBAIOT (DOPMUPOBAHME MHOXKECTBEHHBIX KOJIOCKOB Ha YCTymaxX KOJOCOBOTO
crepxHs auauMi Mmopdotuma MRS (Dobrovolskaya et al., 2009, 2015). I'er mrs1 ko-
JOKaJIM3yeTCsl Ha MOJIEKYJISIpHO-TeHeTHUecKoi kapTe ¢ SSR-mapkepom Xwmc453,
KOTOPBIN MOMagaeT B 00JacTh TEPMUHAIBLHON nAenenuu XxpomMocoMbl 2DS nunuun
Skle128 u untepcTunmansuoi aenenuu 2DS nmuaun Ruc204. Creqyer OTMETHUTD,
gro yuaus Sklel28 u nuann mopdotuna MRS nMmeroT cxomHbIil peHOTHIT KOJIOCa,
pa3MuMsl CBS3aHbI C YMCIOM JIOTIOHUTENIBHBIX KostockoB (y Skle128 B ocHoBHOM
pa3BHUBaeTCA MO TPH KOJOCKA Ha YCTyme, a y MIS1-MyTaHTOB — MHOXECTBO
KOJIOCKOB) M ¢ jummHOM Kojioca (SKIel128 mMmeeT yKOpOYEHHBIN KOJIOC JJTUHOU 5,5
cMm). ®@erorunbl auHUM RUC204 w1 Mrsl-MyTaHTOB TaKkKe CXOIHBI. MyTaHTHBIH
(beHOTHUIT TeHETUYECKH HEe3aBHCHUMOT0 MHOTOKOJI0OcKOBOro myTanTa MC1611 taxke
JIETEPMUHUPOBAH PEIICCCUBHON MyTalluel r'eHa, JIOKAJIM30BAaHHOTO B XPOMOCOME
2D (JlaiikoBa u ap., 2005; o6poBoiabckas u ap., 20146; Dobrovolskaya et al.,
2015). bonee Toro, ¢ HCTIOIL30BAHMEM METOJ0B MUKPOCKOITUU OBLIIO TTOKA3aHO, YTO
muann  Sklel28, Ruc204, So0l64, MCI1611 u NIL-mrsl xapakrepu3yroTcs
CXOJTHBIMH OCOOCHHOCTSIMH PA3BUTHS COLBETHS M ObUTH OTHECEHBI K TPYTIIIE JTUHUAN
C OJHOTHUITHBIMU HapymieHussMH Mopdoreneza corperus — rpynmna | (I'masa 3).
Takum o0pa3om, MyTanuu TeHa (T€HOB), JIOKAIM30BAaHHBIX B Xpomocome 2DS,
nenenun  obmacth  xpomocombl  2DS;  BkIouas  MHTEPCTHIHAIBHYIO U
TepMUHAIBHBIC JIENEIMA |, HaKOHEI, OTCYTCTBHE XpomocoMmbl 2D moxer
MIPUBOJNTh K M3MEHECHHSIM MOP()OJIOTHU KOJIOCA, CBSA3aHHBIM ¢ (popMUpOBaHHEM
JIOTIOJTHUTEIBHBIX KOJIOCKOB Ha yCTyMax.

[To pe3ynpTaTam HamIUX HWCCIEIOBAHUMN NeNenUud KOpoTkoro reda 2DS u
OTCYTCTBHE XpOMOCOMBI 2D MOTYT IPHBOINUTH K U3MEHEHUIO (DEHOTHUIIA KOJIOCA U
Pa3BUTHIO JIOMOJTHUTEIBHBIX KOJIOCKOB. Y copTta Yaiinn3z CHopuHT OTCYTCTBHE
xpoMocombl 2D MMeNo CXOIHBIM, HO TOpa3lo MeHee BBIpaXEHHBIH d(PdexT u
MPUBOJIWIO K PAa3BUTHIO JOMOJHUTEIBHOTO KOJIOCKAa Ha OAHOM WJIM HECKOJIBKHX

ycrymax (Sears, 1954).
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Jlis Toro 4TOOBI OMpEAENUTh, OKa3bIBAIOT JIM BIUSHUE HA MOP(OIOTHIO
KOJIOCa JEJIEHUHA KOPOTKOro Iuiedya XpomMocoMbl 2D u apyrux XxpomocoM 2-i
rOMEOJIOTUYHOM TPYIIIBI XpoMocoM copta Haitnuz CrpuHr, Mbl IpOAHAIU3UPOBAIN
(dbeHoTUIBI KOJIOCAa JENCHUOHHBIX JHHUA C TEPMUHAIBHBIMU JEJCHUSIMH 2-U
TOMEOJIOTUYHON TIpynnbl xpomMocoM. Kosiocksi AenenuoHHbIX JuHUE YaliHu3
CrnpuHr ¢ KpynHbBIMH TepMHUHAIbHBIMU JenenusiMu 2DS-4 u 2DS-5 Obuin
yKopoueHbl 710 4.8-5.5 ¢cM U UMeNH MOJIyKOMIAKTOUIHBIA OyTaBOBUAHBIN THUII, HA

yCTYIax pa3BUBAIOCH MO OJHOMY KoJocKy (Pucynok 4.11).
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Pucynok 4.11 — (a) Cxematnueckoe n3zodpaxenue xpomocom 2D ¢ ob6o3nauenuem C-
osuz0B (Gill et al., 1991) u pororpaduueckue n3o0pakeHus KOIOCHEB (B HIKHEH YacTh
pHCyHKa) copTa MArkoi mmenunsl Yaitauz CrpuHr, nenennonsbix auauid 2DS-5 n 2DS-
4, muorokojockoBbix JuHHNA SKle128 u Ruc204. CnpaBa OT M300paKCHHI XPOMOCOM
muani SKle128 u Ruc204 mokaszaHbl reHeTHYECKHE KapThl XpoMocoM 2D (cepsIM 1BETOM
0003HaYeHbl JIeJeIUU MUKpPOCATeIUIUTHBIX MapkepoB). [lopsiaok  pacronoxeHus
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MapKepoB COOTBETCTBYET MOPSAJIKY, WU3BECTHOMY u3 JTUTEPATYPHI
(http://wheat.pw.usda.gov/ggpages/SSRclub/GeneticPhysical/). (6) CpaBHenue mJIuH
xpomocoMm 2D nunuii Skle128 u Ruc204 1 KOHTPOIBHOMN JIMHUU MATKOW MIIEHHIIBI (COPT
Pitic). Iuddhepennnansaoe C-okpammnBanue XpoMocoM BeinoaHeno 1.0.H. E.JI. bagaeBoii
(dobpoBombckas u np., 2014a)

Wzyuaemas namu nunus SKle-128 ¢ kpymnHoi TepMuHaIbHOM neienuei 2DS
TaK)kKe UMEET YKOPOUEHHBIN KoJioc. MI3BeCTHO, UTO KOMMAKTOMAHBIA THIT KOJOCA Yy
28-XpOMOCOMHBIX TeTpa-(hopM MSATKOM MIICHUIIB, Y KOTOPBIX IOJHOCTHIO
OTCYTCTByeT TeHoM D, HaxomuTcs moa KOHTPOJEM JBYX PEIECCHUBHBIX
B3aMMOJICHCTBYIOIUX TE€HOB, HO TPOSIBISETCS OSTOT NPU3HAK B OTCYTCTBUE
xpomocoM resoma D. Tak, kooc copra Thatcher umeeT crangapTHBIN THIT, @ KOJIOC
ero tetpa-popmsl, tetraThatcher, — kommakrounusiii Tun (I'oHuapos, 2012). ABTop
MPEIOIOKUI, YTO y TeKCAIUIOUIHON MSTKOW MIIEHUIBI UMEIOTCS PEIECCUBHBIN
reH(bl), JeTEPMUHUPYIONTUI(E) KOMITAKTOUIHBIN THIT KOJIOCA, HO UX MPOSBICHUE
cynpeccupyeTcs reHoM riii reHamu reHoMa D. BepositHo, y muauu Skle128 u copra
Yaitunz CHOpUHT TakKe HMMEIOTCS PEUECCUBHBIE Te€Hbl, O00YCIaBIMBAIOIINE
KOMIAKTOUJHBIA THUIl KOJIOCA, KOTOpbIE MPOSIBIAOTCA B OTCyTcTBUE ~ 50%
TEPMHHAILHOTO paifioHa xpoMocoMbl 2DS. BrusHue npyrux nenenuii XpoMocom
2 - 1 TOMEOJIOTUYHOM TPYIIBI Ha KOMIAKTHOCTh KOJIOCA HAMH OOHApyKEHO He
ob10. Kosockss ¢ «pemymiukaimeil KOJOCKOB» y JHMHUH C TEPMUHAIBHBIMU
JeNenusIMu XpoMocoMbl 2D oOHapyxeHbl He Obuth. DEeHOTUN JIUHUMN C AeNeUsIMU
KOPOTKOTO Tuledya XpOMOCOMBI 2A, KOTOpblE TOAJIEPKHUBAIOTCS TOJIHKO B
reTEPO3UTOTHOM COCTOSIHUH, HE OLICHUBAJICS.

«Pepynnukanuss KOJIOCKOB» Oblla OOHapyeHa TOJbKO y  OIHOM
JeJeMOHHOM TuHUMU, 2BS-7, Tpu 3TOM IBOIHBIE KOJIOCKU Pa3BUBAJIUCh HE BO BCEX
KOJIOChsIX. JlOMOJIHUTENbHBIE KOJOCKM Ha YCTynax pacrnojlarajiucb Moj
HOPMaJIbHBIM, YTO COOTBETCTBYET onucanuto Sears (1954) u cxoaHo ¢ MophoTHITOM
VSS (vertical sessile spikelets) B wamux wuccinenoBanusx. [lpu u3ydeHuu
O0COOCHHOCTEM pa3BUTHUSI MHOTOKOJOCKOBBIX JInHUH mimeHuIsl NIL-mrsl, Ruc204,

Skle128 u S0164, oTHeCeHHBIX HaMu K ojaHOW rpymme (rpymnma |) nuHuit ¢
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HapymeHussMu Mopdorenesa (I'maBa 3), MBI OOHApYXKWJM, YTO BTOPUYHBIC
aKCHalbHBIE MEPHUCTEMbI, JalOllMe€ Hayajio JOTOJHUTEIbHBIM  KOJIOCKaM,
Pa3BUBAIOTCS B IJIOCKOCTSX MEPHEHANKYISPHBIX MJIOCKOCTH MEPBUYHOTO KOJIOCKA
JTIMKOTO THTIa Ha MECTE IBETKOBBIX MEPUCTEM, B PE3YJITATE YETO JOTIOJHUTEIHHBIC
KOJIOCKM JTHX JIMHUH PACMOJOXKEHbl TOJl YIjoM K TIEPBUYHBIM KOJOCKaM
(ToopoBonbckas u ap., 20146; Dobrovolskaya et al., 2015). Bo3amoxHO, kK pa3BUTHIO
JOTIOTHUTEIHHBIX KOJIOCKOB JIBYX THIIOB, XapakTEPHBIX I 1) HYJUIMCOMHBIX
nuaui copta Yariuuz Crpunr (Sears, 1954), munuit Yaitanz CrnpuHr ¢ aesenuei
2BS-7 u 2) nuHuil Tpynmbl MHOTOKOJIOCKOBBIX MOP(GOTHIIOB |, TPUBOIAT pa3HbIE
W3MECHEHHUST MOp(QOTreHe3a COIBETHSA. DTH MU3MEHEHHSI MOTYT OBITh HEOJWHAKOBO
reHETHYECKH IE€TEPMUHUPOBAHEL. B 11€]I0M, ClIelyeT OTMETUTh, YTO XPOMOCOMEI 2
TOMEOJIOTUYHOW TPYIIBl MATKOW TIICHHWIIBI HECYT MHOXKECTBO TEHETHUYECKHX
JIOKYCOB, OTIPEIEISIONIUX XapaKTEPUCTUKU KOJIOCA, CPEIU HUX: YUCIIO KOJIOCKOB Ha
ycTymax koyiocoBoro crepxkus (Dobrovolskaya et al., 2009), mioTHOCTh U JTMHA
xostoca (Sourdille et al., 2001).

MacKey (1968) mpearnonoxuia, 4To OOJILIIMHCTBO BHIUMBIX MYTallui Y
MSATKOW  TIICHWIIBI  BBI3BAHBI ~ XPOMOCOMHBIMH  TIEPECTPOHKAMH  W/HITU
aHeyrionauen. Pesynbratel akcriepumenToB B.M. Menbauka u I'.I1. I1actyxoBa no
U3YYEHUIO IIUTOTEHETUKU MOP(OTOTHIECKUX MYTAHTOB MSTKOM SIPOBOM MIICHHIIBI
noarBepanian npeanoioxenue MacKey (Menbnuk, [Tactyxos, 1984).

Takum 06pazom, HAIIM KCCIIEIOBAHNS, BHITTOJIHEHHBIE HA MHOTOKOJIOCKOBBIX
JUHUSAX MSTKOW TIIEHUIBI PA3HOTO MPOMCXOXKICHUS, TTOKA3aIH, YTO 3aMEIICHUE
Xxpomocombl 2D u fmenennu KOPOTKOTO Tuieda 3TOM XPOMOCOMBI MOTYT BJIHSTH Ha
MOP(OJIOTUIO KOJI0CA MIICHUIIBI, BBI3bIBAS PA3BUTHE JOTIOTHUTEIILHBIX KOJIOCKOB Ha
ycTynax KOJOCOBOTO CTEP)KHS M MPHUBOJS K M3MEHEHHIO KOMITAKTHOCTH KOJIOCA.
[TosiBIeHnEe MHOTOKOJIOCKOBBIX/BETBUCTHIX (JOPM B MOTOMCTBE OT CKPEIIUBAHUS
MSATKOW MIIEHUIIBI C IPYTUMU BUAAMU 3JIaKOB MPHU OTAAJIICHHON THOpUIU3AINK B
pamMKax CeJEKIIMOHHBIX MPOTPaMM MOXET CIYXHTh MapKepoM TMepecTpoeK

XPOMOCOM 2-i TOMEOJIOTUYHON TPYIIIBI.
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4.3. OmnpepneneHue reHeTMYECKOro BKJaaa jAedeumii xpomocombl 2D B

(l)OpMI/IpOBaHHe MHOTI'OKOJJOCKOBBIX (l)eHOTI/IHOB MATKOH NINEeHU I bI

JInst Toro 4ToOBl OLIEHUTh TEHETHYECKUN BKJIaJ OOHAPYXEHHBIX JIEJCHIHA
xpomocombl 2D B (opmupoBaHrEe MHOTOKOJOCKOBBIX (DEHOTHIIOB KOJIOCA JIMHUN
Ruc204 u Sklel28, 6b110 TpOBECHO reHETHYECKOE KAPTUPOBAHUE HA MTOMYJIAIUAX
F,, momyuennsIx ot ckpemmBannii Ruc204 x C29 (149 pacrenuii) u Skle128 x C29
(134 pacrenus), rne C29 — nuHus copra Mmsrkod mnmeHuisl CaparoBckas 29.
Pacmierniienre B KapTUPYIOMINX MOMYJISAIUASX OTKJIOHSIOCHh OT MOHOTEHHOTO U JIJIS
UJIEHTU(PUKAIINY JIOKYCOB, OTBEUAIOIINX 32 POPMUPOBAHUE MYTaHTHOTO (DEHOTHUIIA,
obuto mpumeneno QTL (Quantitative Trait Locus) - kaptupoBanue. KapruposaHnue
QTL BrimonHATM 1O anmpoOUPOBAHHONW METOJIWKE, aTanTHPOBAHHOW HaMU IS
aHaJKM3a TJIABHBIX T'€HOB MSTKOW MIICHUIIbI, HA JEHCTBHE KOTOPBIX OKa3bIBAIOT
BJIMSIHAE JIOKYChI ¢ MUHOpHBIM 3¢ dexrom (Castro et al., 2005), u npusHakos,
HaXOSIINXCS MO/ MOJIMreHHbIM KoHTposieM (Castro et al., 2008).

Konockst rubpumor mokosienus Fi; ot ckpemuBanus Sklel28 x C29 oObutn
CTaHJIAPTHOTO THUIIA, a B TIOKOJIEHNH F, HaOmonamy paciieruieHne Ha HECKOJIBKO
deHoTUnMUecKuX KiaccoB. Hapsay ¢ kimaccamu poautenbckux dperotunos Sklel128
u C29 Obutt uAeHTUGUIIMPOBAHBI JBA TPOMEKYTOUHBIX KJacca, OTIWYAIOIIUECs
CTEIICHBbIO TpOsiBJIeHUs1 npu3Haka (PucyHok 4.12). MHOTOKOJIOCKOBBIH (EHOTHIT
nanee Oyzaet o6o3navatecs SS (Supernumerary Spikelets). CootHorienue pacteHuit
¢ SS-denorunom (10) k ocrampHBIM pacTeHusiM (124) coorBercTBoBaso 1: 15
(x¥*=0.34, P>0.75), uto mpeamonaraeT HaIM4YHE JIBYX DPELECCUBHBIX TI'EHOB,
KOHTpOJHUpyomuXx SS-npusHak auann Sklel28.

PesynbTaThl kapTUpoBaHus nokazanu Haauuue QTL xpomocomsl 2DS nuHum
Skle128 (LOD =12.17, P =0.0025), xortopsiii ompenenser g0 49,6%
U3MEHYHMBOCTH M3y4yaemoro npusHaka (Pucynku 4.13, 4.17) (Dobrovolskaya et al.,
2015). IMonoxenune nannoro QTL ¥ MHKpPOCATEITUTHBIX JIOKYCOB, BXOMSIIUX B

obacth TepmuHanbHOM nenerun 2DS muann Skle 218, cosnamaer (Pucynku 4.9,
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4.13). D10 o03Ha4yaer, YTO HAIWUYME JAETCIUH BHOCHUT BKJaa B (OPMUPOBAHUE

MHOTOKOJIOCKOBOTO (heHOoTHMa TuHNK Sklel28.

w C29

™ v

60

50

40

30

Skle128

20

Yucno pacteHui

10 ‘ ‘

#1 # 2 #3 # 4

Pucynok 4.12 — ®eHotunuueckue Kiacchl nmomyiasnun F2 ot ckpemuBanus Sklel28 x
CapatoBckass 29 (C29). Kmaccer #1 um #4 mnpenctaBiusioT (EHOTHIIBI POTUTEICH
kaprupyromux momyisnui (C29, Skle128). Pacrenus xinacca #2 6xm3ku k C29, KOIOCHs
UMCIOT CTUHUYHBIC JTOTIOJIHUTEIIbHBIC KOJOCKH (1-2 Ha KOJI0C), KOJIOChSI paCTeHUH Kiacca
#3 MMEIOT MHOXECTBCHHBIC JIOMOJHUTEILHBIC KOJIOCKH, HO MHOTOKOJIOCKOBBIM (DeHOTHIT
BBIpAKCH B MeHbIIel cTernenu mo cpaBuenuio ¢ Sklel28 (Dobrovolskaya et al., 2015)

2D

cM MapKep
Xgwm296

xgwm261  (SS-D
8.6 — Xwmc453

xgowazor  LOD >10.0

Xgpw2203

17.8—
Xgwm515

Xgwm448

Pucynox 4.13 — YacTuuHas MOJEKYyJISpHO-TEHETHUECKas KapTa xpomocombsl 2D
(xkaptupyromnas nomynsinust  Sklel28 x C29) ¢ o6oznauenmem (SS-D. KpacHsrit
NPSIMOYTOJIFHUK OTPaHUYHMBAET PaliOH KapThl XpoMocoMbl 2D C mokaszarensMu BeTUYHH

LOD >10 (Pa3pabotan aBTOpOM)

Li ¢ coart. (2011) oOHapyxuiau, uTo 3a (HOPMUPOBAHKE MHOTOKOJIOCKOBOTO
¢denorumna Tubderckoit TpexkosockoBoit Gopmbr mmenuibl (Tibetan triple-spikelet

wheat, TTSW) otBeuaer jiokyc xpomocombl 2AS. BimsHue JTOKYCOB XpOMOCOMBI
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2D, y4acTByIOIINX B TCHETUYECKOM KOHTPOJIE H3y4aeMOoro MPU3HaKa, aBTOPAMU HE
n3yyanoch. Jluaus Sklel28 Oputa momydena Ha ocHoBe popmbl mmenutbl 1 TSW
IyTEeM CaMOOIIBIICHUS B PsI/ie TTOKOJICHUH. Y UYUTBIBAs 3TO, MBI TIPETIOIOKHUIH, YTO
HapsIy ¢ JIOKycoM XpoMocombl 2DS, B reHeTH4eckoM KOHTpoJe (GOPMHUPOBAHHUS
TPEXKOJIOCKOBOTO  ()EHOTHIIA  yYacTBYyeT H  JIOKYC XpPOMOCOMBI  2AS,
uaeHTHGUIIpoBaHHbIN paHee Li ¢ coaBTopamu (2011).

Komnoces rubpunoB F; ot ckpemmBanust Ruc204 X S29 6p1mm craHmapTHOTO
TUma, a THOpUABI F, pacmeruisuiich Ha HECKOJIbKO (HEHOTHITMYECKUX KIIACCOB
(Pucynok 4.14). CootHomenue poaurtesbckoro gpenoruna Ruc204 (21 pacrenue) k

pacTeHUsIM OCTalIbHBIX KjaccoB (128) OTKIOHSAIOCH Kak OT pacuiersieHus 1 : 15

(x*=15.6), Takmor 1: 3 (y°=9.5).

C29

920

70 —

60 T—

50 +—

= Rue

30 T—

Uucno pacreHuit

20 T—

10 +—

Pucynok 4.14 — ®enotunuueckue Kiaccel nonynsuuu F2 ot ckpemuBanus Ruc204 X
Caparosckas 29 (C29). Knaccet #1 u #4 npeacrasnstoTr denotunsl poautenenn (C29,
Ruc204), pactenuss xmacca #2 Omuzku k C29, KOIOChS WMEIOT €IWHUYHBIC
JIOTIOJIHUTENIbHBIE KOJOCKM (1-2 Ha KOJOC), KOJOChsl pacTeHHWil kiacca #3 HMMEIOT
MHOKECTBEHHBIC JOMOJHUTEIbHBIE KOJIOCKM M pacTeHus Kiacca #5 uMerT Oosee
BBIPOKEHHBIN MyTaHTHBIN (peHoTun 1o cpaBuenuto ¢ Ruc204 (Dobrovolskaya et al., 2015)

C ucnons3oBanreM SSR-mapkepoB ObLIIM CKOHCTPYUPOBAHBI TEHETUUYECKHE
KapThl XxpoMocoM 2D u 2A (dactuyHas), MPOBEACHO UHTEPBAILHOE KApTUPOBAHUE
SS-mpusnaka u unentudunupoBansl g8a QTL xpomocom 2D u 2A ¢ Bkiagom B

U3MEHYMBOCTh W3ydaeMmoro npusHaka 47.4% (LOD =13.25, P=0.001) u 16%
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(LOD = 3.8, P =0.001), coorBercTBeHHO (PrcyHOK 4.15), 4TO 03HAYaeT OCHOBHOMH

BKJIAJT JIOKYCa XpOMOCOMBI 2D B KOHTPOJIb U3y4aeMOro npu3HakKa.

™
cM Mapkep o -
Xgwm261 o B O
229—
Xgwm815
00 Xwmc453 SS-D
' Xgpw4307 -
1-6f SngmMog . a
Xgpw2203
2.0/‘
4.0 Xwmb515
7.1 Xgpw346
11— Xksum73
Xgpwb209 ZA
19.7 cM Mapkep
Xgwm372
45—
Xqwm425 gSS-A
25—R  Xgwm448
Xgpw8003 46— LOD > 3.0
- ’ Xgpw2225
v 6.4—
Xgwm515b
a v
b c

Pucynok 4.15 — MonekynsspHO-TeHeTHYECKHE KapThl XpomocoMbl 2D (a) u wacTtuuHas
kapta xpomocombl 2AS (b) (xaprupyromas mnomyisius Ruc204 x Caparosckas 29),
CIpaBa OT KapT — pe3yabTaThl MHTEPBAIBHOTO KapTUpoBaHus ToKycoB SS-D (a) u qSS-A

(b). C — menTpomepa. KpacHblil psIMOYTOTBHUK OTPaHUYUBACT PalioH XpOMOCOMBI 2AS ¢

nokazarensimu BenuunH LOD > 3.0 (Pa3zpaboTtan aBTOpoMm)

PacmonoxkeHne Ha MOJCKYJISIPHO-TEHETHUECKOW KapTe XpoMocombl 2D
jokyca SS-D coBmagaeT ¢ paitoHOM HHTEPCTUIMATILHOM JIeTIeITNN XpOMOCOMbI 2DS
muaun Ruc204 (Pucynku 4.9, 4.15). D10 03HauaeT BKJIAJ JAEJCIUU dTON 00JiacTu

XpOMOCOMBI B (POPMHpPOBaHKE MHOT'OKOJIOCKOBOTO (heHOoTHIA JInHuU SKlel28.
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Takum 00pazoM, MOJIEKYJISIPHO-TEHETHYECKOE KAPTUPOBAHKUE HA MOMYJIALIMIX
F, or ckpemmuBanusi mMHorokosockoBbix JuHHM Skle128 u Ruc204 c coprom
Capatosckas 29 (C29) nokasaio, 4To Haau4Ke AeJCUil OKa3bIBaeT CYIICCTBEHHOE
BJIMSIHAE Ha MPOSIBJICHUE IPU3HAKA «MHOTOKOJOCKOBOCTBY», ompenenss a0 49%
WU3MEHYMBOCTH M3y4aeMoOro Ipu3HaKa. BhISBIEHO, YTO Hapsay ¢ T€HETUYECKUM(1)
JOKycoM (JIOKycamH), pacHojIO)KEHHBIMH B XpoMmMocoMe 2DS, B T€HEeTHYeCKOM
KOHTPOJIE MPU3HAKA «MHOTOKOJIOCKOBOCTB)» YYaCTBYET H JIOKYC, PACIIOJIOKEHHBIN B
xpoMocoMe 2AS. OHaKO OCHOBHOM BKJIAJ B IIPOSIBIICHHUE IPU3HAKA BHOCHT JIOKYC

xpomocomsr 2DS.

4.4. 3yuyeHue reHEeTHYECKOTr0 KOHTPOJISI NMPHU3HAKA «MHOTOKOJOCKOBOCTb)

Juanun MC1611 MArkoii nieHuIbI

JIuauss MC1611 — sBngeTcsa MHAYITUPOBAHHBIM MYTAaHTOM MSTKOW MIIICHUIIBI
U XapaKTepu3yeTcs CTAaOWIBbHBIM HACJIeIOBaHHEM MYTAaHTHOTO (eHoTuma —
pPa3BUTHEM JIOTIOJHUTENIBHBIX KOJOCKOB Ha YCTyHmax KOJIOCOBOTO CTEPKHS
(Menpauk u gp., 1980; Menbuuk, ITactyxos, 1984). Ilo pesynbratam aHajau3a
KapuoTHUNa y JUHUU HE ObUTIO OOHAPYKEHO KPYIMHBIX XPOMOCOMHBIX MEPECTPOCK
(Pazmen 4.3; Jlo6poBoibekast u zip., 20140). ['eHOTUITMPOBAHKE C UCIIOIH30BAHUEM
MUKPOCATEJUIMTHOTO Mapkepa XWMC453, KO-Cerperupyromero ¢ reaom Mmrsl,
MOKa3aJIo, 4TO JIMHUS HeceT ayuienb 205 1.H., OTJIMYHBINA OT TUarHOCTHYECKOTO JIJIst
NpU3HaKa MHOTOKOJIOCKOBOCTH MopdoTrma MRS (Xwmc453-194-m.1.).

JUist u3yyeHuss oCOOEHHOCTEN HacleqoBaHUs MYTAaHTHOTO (PeHOTHUIa ObLIU
MPOBEJEHBI CKpelrBaHusi MyTanTHoi Jiuau MC1611 ¢ ucxoansim coprom C29:
ananusupytomee  ckpemmBanne  MC1611/C29//MC161 u  ckpemuBaHue
MC1611/C29//C29, a Takxke CKpeUMBaHUE C JIMHHEW MSITKOW MIIEHUIBI COpTa
Ckama (xosmoc aukoro tuma). [mbpuasl Fi1 or ckpemmBanuit MC1611 x C29 u
MC1611 x Ckama ummenu kojoc aukoro tuma. Kosjocks pactenuit BC; (140
pactenuit) ot ckpemuBanus MC1611/C29//C29 6bimu tukoro Turia, a B TOMyJISIIANA

BC; (155 pacrenuit) ot ckpemuBanus MC1611/C29//MC161 nabmonanu
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pacuieruieHue: 77 pacTeHH JUKOro TUHa W 78 pacTeHUil MYTaHTHOIO THIIA,
cooTBeTcTBytomEee pacmermieanio 1:1 (y*=0,01 npu P > 0.90). IloxydyeHHble
pe3yibTaThl 03HAYAIOT, YTO MPU3HAK «MHOTOKOJIOCKOBOCTBY Yy M3y4aeMOU JTHMHUU
00yCIOBJIEH MyTalliel, BO3HUKIIECH B OJHOM T'€HE B pe3yJibTaTe MyTareHesa.

JlaiikoBa ¢ coaBT. (2005) mpoBer MOHOCOMHBIM aHAIN3, CKPEIIUBAsK JINHUIO
MCI1611 ¢ MOHOCOMHBIMH TeCTepHbIMU JIMHHSAMU copTa CapaToBckas 29, u
MoKa3ajih, YTO B KOHTPOJIE H3y4yaeMOro MpH3HaKa ydacTByeT Xxpomocoma 2D.
CrnenoBaTellbHO, MYTaHTHBIM Te€H JOKaidu3oBaH B xpomocome 2D. B Hamem
WCCJIEIOBAaHUH paclieryieHne B mokojeHnu F; ot ckpemmBanus MC1611 ¢ coptrom
Ckana (116 pacTeHuil ¢ KOJIOChIMH IUKOro THMa : 19 pacTeHuil ¢ KOJOCHSIMU
MyTaHTHOTO THIIA) OTKJIOHAJIOCH OT MOHOreHHoro (¥?>=8.6) W JureHHOro
(x*=14.2), omnmako Obul0 Ommke K MoHOreHHOMy. OG00IAs HONyYEHHBIE
pe3yibTaThl, MOXXHO MPEANOJIOKUTh, YTO Ha MPOSBICHHE MYTAIMH OKa3bIBACT
BIIUSIHME TEHOTUIIMYECKAs Cpeia U HapsiAy C IJIaBHBIM I'€HOM, JIOKaJTU30BaHHBIM B
2D, Ha mpu3HAaK OKa3bIBAIOT BIUSHIEC MHHOPHBIC TE€HBI.

Hcrnonb3ys METOJT UHTEPBAIBHOTO KapTUPOBAHUSA, ObLIT HACHTUPHUIIMPOBAH
QTL xpomocombr 2D, ompenensromuii Mpu3HAK «MHOTOKOJIOCKOBOCTBY» JIMHUU
MC1611. [ns »Toro ObUT BBIMOJHEH MOAUQPUIIMPOBAHHBIA OanK-aHATU3 C
UCIIOJIb30BaHUEM MapkepoB xpomocoMm 2A, 2B u 2D, kak omnmcaHo BeImie s
MRS - nunnii (cMm. pazaen 4.1). Belio 00HapyKEHO CICIUICHUE U3yd4aeMOTro T'eHa U
MapkepoB xpomocombl 2D. Jlanmee, ¢ HCIOJIB30BAHUEM MHUKPOCATEIUIMTHBIX
mapkepoB xpomocombl 2D (Roder et al., 1998; Guyomarc'h et al., 2002; Somers et
al., 2004), ckoHCTpyHpOBaHAa MOJICKYJIIPHO-TCHETHYECKAs KapTa XPOMOCOMBI U C
MOMOIIIBI0 MHTEPBAIBHOTO KapTupoBaHus uaeHTudunupoBan QTL xpomocomsl

2DS ¢ BkIamoM B M3MEHYMBOCTH HM3y4daemoro mnpusHaka 16.4% (LOD =3.1,

P = 0.05) (Pucynok 4.16) (Dobrovolskaya et al., 2015).
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Pucynok 4.16 — MonekynspHo-reHeThueckasi kapta XxpoMocomsl 2D ¢ o6o3HaueHuEM
nokyca (SS-D, oTBeuatomiero 3a ¢opMUpPOBaHKE JAOMOTHUTEIHHBIX KOJIOCKOB Ha yCTYIax
kosiocoBoro crepxkus muaun MC1611 (kaptupyromas nomyssiiust F2 MC1611 x Ckana)

(Pa3paboran aBTOpOM)

[Tonoxxenne wmaerTudunupoBanHoro QTL m rena mrsl Ha reHeTHYECKHX
kaptax conagaeT (Pucynok 4.17). Mcxoas U3 cxocTBa MyTaHTHBIX (DEHOTHUIIOB U
JIOKAIU3aIli1, MOKHO TIPEIITOJIOKUTh, YTO TeHETUUECKH (hakTop XxpoMocombl 2DS,
BbI3bIBAIONIMI MyTaHTHbIH (enotun y MC1611 (gSS-D), m mrsl sBastoTcs

PEIEeCCUBHBIMU aJUICTISIMU OJTHOTO T€HETUYECKOTO JIOKYyca, pu 3ToM (SS-D nuHum
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MC1611 BbI3bIBacT MEHEE BhIpRXKEHHBIE U3MEHEHUS (DEHOTHUIMA U, TAKUM 00pa3om,

SBJIICTCS «CITA0BIM» aJuIeTIeM 1O CpaBHEHHUIO ¢ MSrl.

MRS HS HS-GB HS (TTSW)
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Pucynok 4.17 — MonekynapHO-TeHETHYECKUE KapThl XpoMOocoMbl 2D, copepikaiiue reH
mrsl (a, b) m mokycel konmuecTBeHHbIX mpuszHakoB (SS-D (d-f). I'paduueckoe
n3obpaxenue xpomMocombl 2D mouru mzorenHor auauu NIL - mrsl (c), rae kpacHbIM
NpSIMOYTOJBHUKOM H300pa)keHa o01acTe HWHTporpeccuu. PoauTenu KapTHUPYIOLIMX
HOMYJIAUMA ¢ MHOTOKOJNIOCKOBbIMU (eHotunamu (Rucl67, Rucl63, MC1611, Ruc204,
Skle128) o6o3Hauens! Hajx kKapTamu XpomocoM. Hazpanust Mopporunos — MRS (multirow
spike), HS (horizontal spikelet), HS-GB (horizontal spikelets — genuine branching), TTSW
(Tibetan triple-spikelet wheat) pasmemeHsl B BepxXHEl dYacTH pHUCYHKA Hajn

COOTBETCTBYIOIIMMHU POAMUTEISIMU KapTupyromux nomymsinuii. del. — nemenust B
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xpomocome 2DS. CBetno-KpacHble IPSIMOYTOJIBHUKH OTPAHUYUBAIOT 00JIACTH XPOMOCOM

C [IoKa3aTcisiMu BCJIIMYUH LOD, YKa3aHHbIMHU 110 KapTaMHu XpOMOCOM. } — OCHTpOMCpa
(Dobrovolskaya et al., 2015)

Pe3ynbTaThl  I€HETHYECKOTO  aHalin3a,  MOJEKYJISIPHO-TEHETHUYECKOTO
KapTUPOBaHUS W IIMTOTCHETUYECKUX WCCIACAOBAHWM TOKa3adu HaJIMYUe TeHa
(renoB) xpomocombl 2D, perieccuBHbIE MyTaHTHBIE aJUIEAN U JAEJEHUU KOTOPOTO
(KOTOPBIX) BBI3BIBAIOT (POPMUPOBAHUE JOMOJHUTEIBHBIX KOJOCKOB Ha YCTymHax
KOJIocOBOTO cTepkHS. CpaBHUTENBHBIM aHAIN3 CKOHCTPYUPOBAHHBIX KapT
XPOMOCOM MoKa3ai kKo-nokanu3amuio reHoB u QTL (Pucynox 4.17) na xkaprax 2DS
(Dobrovolskaya et al., 2015).

[To pe3ynpTaram HamMX WCCIEIOBAaHUM, OCHOBHOM BKJIAJ B IPOSBICHUE
MpU3HAKa «MHOTOKOJIOCKOBOCTBY» MYTAHTHBIX JUHUN MSTKOM MIIECHUIBI BHOCUT
TEHETUYECKUH JIOKYC, PACTIOJIOKEHHBIN B KOPOTKOM ILUIEYE XPOMOCOMEI 2D.

Pacnionosxenue nokyca SS-A B xpomocome 2AS msrkoit neHuis! (Pucysok
4.17) n nokanu3anus rera bh (2AS), neTrepMUHUPYIOIIETO0 BETBUCTOKOIOCOCTh Y
teTparionHor mmenuisl 1. durum  Desf. var. ramosoobscurum Jakubz.
“Vetvistokoloskaya” R107 (Haque et al., 2012), coBnamaet, 0AHAKO BKJaJ 3TOTO
JOKyca y JUHHUH TeTpariongHoro T. durum u rekcaruionaHoro T. aestivum BuioB
MIIEHUIBl HEOJUHAKOB. Tak, eClii HaJIW4dhe pereccuBHOro amieias bh y nuHuu
TETPATUIONIHOW MIICHUIIBI T. dUrUM MOJHOCTBIO ONpeeAeT MyTaHTHBIN (heHOTHII,
to y muamn Ruc204 T. aestivum ompenensier Tonbko 16.8% W3MEHUYHBOCTH
U3y4aeMoro TMpu3HaKa, B TO BpeMs KaK OCHOBHOM BKJIaJ, BHOCHUT JIOKYC,
PacIoaoKeHHBIN B XpoMocome 2D.

NnentudunmupoBaHHble HAMH T'€HETHYECKHE JIOKYChl W JICJICIUA KO-
JIOKAIU3YIOTCS Ha MOJICKYJIIPHO-TEHETUYECKNX KapTax xpomocoMbl 2D (PucyHok
4.17) v BBI3BIBAIOT CXOJIHBIC UBMEHEHUS B CXEME Pa3BUTHUS COIBETUSI HECYIIIUX HX
SS-nmunwuit (I'nasa 3). Ha ocHOBaHMH 3TOr0 MOKHO MPEANOI0KUTh, YTO MYTaIlMH U

ACIICHOHUK 3aTparuBarOT OJWH M TOT XKC FGH(FGHI)I). I[J'IH BBIAAICHCHUA aJJICIIBHOCTH
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OoOHapYy>KEHHBIX MyTalluii ObUTH TIPOBENICHBI CKPEIIUBAHUS, PE3YIBTAThl KOTOPBIX
npeacraBieHsl B Tabmmie 4.3.

['uOpuasl mnokoneHnuss Fi1  Bcex Tpex CKpeUMBAHUNA MPEACTaBIISIM
SS-¢penorun. Pacmennenune cpenu rubpumoB F, ot ckpemmBanumii NIL-mrsl c
nenennoHHbiMu uHEIME Skle128 u Ruc204 we mabmioganoch, BCce pacTeHHUs
MOKOJIeHHsI F» ObLITM MHOTOKOJIOCKOBBIMU, PAa3IMYasICh MO CTENEHU BBIPAXKEHHOCTH
npusHaka. CienyeT OTMETHTD, YTO 00€ JIeJICIIMOHHBIC TUHUU HAPSITy C JENCHUIMU,
BHOCSIIIUMU OCHOBHOM BKJIaJl B U3BMEHUYMBOCTh MPU3HAKA «MHOTOKOJIOCKOBOCTH,
HECYT I'€HETHUYECKHE JOKYChl XpOMOCOMBI 2AS, TakKe OKa3bIBAIOIIUE BIUSHUE HA
SS-npusznak. B ckpemuBanusx muanii MRS-penoruna (Rucl63 u Rucl67) c
auHuen S0149 HaGnroganu MOHOTEHHOE PElleCCUBHOE HACJIEAOBAHHE U BIUSHUE
oHOTO TeHa — Mrsl xpomocomsl 2DS (cm. paznen 4.1). Ha ocHOBaHUY MTOJTy4E€HHBIX
pe3yIbTaTOB MOXKHO MPEINOJIONKUTh, YTO POAUTENIM KAPTUPYIOMIMX MOMYJISIIAN
Rucl63 x S0149 u Rucl67 X S0149 xoHTpacTHBI TOJBKO MO amiensM reHa Mrsl
(Mrs1 vs. mrsl) u He pasnuuaroTcs 1o jokycam 2AS, IpH 3TOM HAJIUYHS OJTHOTO
gSS-A nokyca xpomocoMbl 2AS y S0149 Hea0CcTaTOYHO JUIsl MPOSIBIICHUS TPU3HAKA

MHOI'OKOJIOCKOBOCTH.

Ta6nuna 4.3 — Pacumierienne B nonynsanusx F» ot ckpemmBanuii NIL-mrsl u

MHOT'OKOJIOCKOBBIX JINHUM pa3HOTo npoucxoxaenus (Paspadorana aBTopom)

F2
Obmee Hao6sionaemoe | Teopernueckoe
F

CkpemmBaHue L | waneno paciiernJieHue pacienJjieHue % p

pacrenit NS SS NS k SS
NIL-mrsl x SS 140 . 140 - - -
Skle128
NIL-mrsl X
RUC204 SS 140 - 140 - - -
NIL-mrsl X ) 0.025-
MC1611 SS 142 26 116 1:3 4.2 0.05

[Mpumeuanne: NS — crangapTHbI (HEHOTHUIT KOJOCA; SS — MHOTOKOJIOCKOBBIN (heHoTHIT
(Dobrovolskaya et al., 2015).
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Cpemn rubpunoB F, ot ckpemmuBanus NIL-mrsl x MCI1611 naGmoganm
pacmerienne Omuszkoe 3 (SS) k 1 (cranmaptHbeii kojoc) (Tabmuma 4.3),
CJIEIOBATENbHO, MPU3HAK MHOTOKOJIOCKOBOCTH HACIIEJOBAJICS MO JOMUHAHTHOMY
Tuny. B momynsiuuax oT CKpelMBaHU H3ydaeMblX MHOTOKOJIOCKOBBIX JIMHUM C
JMHUSIMU C KOJIOCOM CTaHJapTHOIO THUIa HAOJII01alI PEIIECCUBHOE HACIIEOBAHME.
Hanmnuue myrtanTHOrO (eHOTHIIa THOPUIOB IMOKOJIEHUs Fi M HaclenoBaHHE TIO
JIOMUHAHTHOMY THUITY B IOKOJICHUH F2 MOKHO OOBSICHUTH TEM, 4TO reHbl mrsl u qSS-
D amnenvubl, onnako Hecymue ux auHUM NIL-mrsl u MC1611 xoHTpacTHBI 1O
JIpyromMy reHy (TeHam), KOTOpbIH(€) TakKe OKa3bIBalOT BUJISIHUE HA NPOSBIICHUE
U3y4aeMoro npu3Haka.

Takum 00pa3om, MOKa3aHO, YTO Yy MYTAHTHBIX JMHUN MSITKOW IIICHUIIBI
pPa3HOrO0  TPOUCXOXKJIEHHUS OCHOBHOM BKJIaJl B  MPOSBICHHWE IpU3HAKA

«MHOT'OKOJIOCKOBOCTB>» BHOCAT I'CHCTHYCCKHC JIOKYCBI XPOMOCOMEI 2DS.

4.5. N3yueHue reHeTHYECKOT0 KOHTPOJIA (peHOTHIIA KOJIOca MONStrosum paxu

noceBHoi S. cereale

N3ydeHne reHeTHIeCcKoro KOHTPOJISi MHOTOKOJIOCOKOBOTO (heHOTHUIIAa KOJIOCa
pKM  TPOBOAWJIA Ha Marepuaie camMoHecoBMecTumon Gopmel pxu D40
(monsrosum) u uHOpeaHOW JmHuU S11 (cTanmapTHBIH Kojoc) u3 [lereprodcekoit
reHeTudeckor kosuekuuu pxu. Konoc pxxu ¢popmsl D40 rimen MHOTOKOIOCKOBBIN
deHoTHIT TO THUMy OJU3KUKA K OmUCaHHOMY panee mMmonstrosum (CmupHOB,
CocuuxuHa, 1984) — Ha ycTymax KOJOCOBOTO CTEP)KHS Pa3BHBAIOCh MHOYKECTBO
JIOTIOJTHUTEIBHBIX KOJOCKOB. MOHCTPO3HBIH (MONStrosum) ¢beHOTHI KOJIoca PiKH
dbopmbl D40 HamoMuHaM U3yYEHHBI HAMH MHOTOKOJIOCKOBBIA MOP(OTUIT MATKON

nienuipl — MRS (Pucynok 4.18).
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Pactenuss rubpunoB Fi ot ckpemmBanus D40 u S11 umenu konoces
CTaHAApPTHOTO THUMNA, a B momymsauu Fp, HaOmoganm pacmemienue: 54
(cranmapTHBIM TN Kojioca) K 21 (MOHCTPO3HBIN KOJIOC), COOTBeTCTBYIoMIEe 3 @ 1
(¥*=0.36; P>0.50). Dro moaTrBep:kmaeT paHee IOJIyYEHHBIE JAHHBIE O
pEIleCCHBHOM MOHOTCHHOM XapakTepe HaclIeJOBaHMs MpH3HaKa MOoNstrosum
(De Vries, Sybenga, 1984; Benito et al., 1991). KaprtupoBanue recHa,
o6o3HaueHHoro monstrosuml (mol), mpoBoaunu ¢ npuMmeHeHuemM SSR Mapkepos,
JIOKAJIM30BaHHBIX paHee B xpoMocoMe 2R, yuuThIBas JNaHHBIE O XPOMOCOMHOM
nokanm3anuu reHa (De Vries, Sybenga, 1984; Benito et al., 1991). B pabote
UCIIOJIb30BaIM MapKephl, pa3padorannbiec k SSR-mokycam mirenuisr (Roder et al.,
1998; Ganal, Roder, 2007) u kaptupoBanHbie 3ateM B reHome pxku (Khlestkina et
al., 2004), u SSR mapkeps! pxu (Korzun et al., 2001). Kpome Toro, npumeHsum
MUKPOCATEIUIUTHBIC MapKepbl, pa3paboTaHHBIE HAa OCHOBE IOCIEI0BATEILHOCTEH
EST nmenuipl, Kotopsle aMnGuUIMpyOT B reHoMe pxu (Zhang et al., 2005;
Zhang, 2006). C wucHonb30BaHUEM IOJMMOP(HBIX MapKEepPOB  IMPOBEIU

TCHOTHUIIMPOBAHUC MHINBUAYAJIBHBIX paCTeHI/Iﬁ IIOIIYJIAINH F2.

Pucynok 4.18 — Konoc denoruma monstrosum ¢opmer D40 pxxu moceBHO# (a, B).
CxonctBo (enotunos kojgoca MRS (multirow spike) mmenuist u (6) 1 monstrosum pixu

(B) (Pa3pabotan aBTOpOM)
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['er MO1 ObLT TOKAIM30BaH HA MOJIEKYJIIPHO-TEHETUYECKON KapTE XPOMOCOMBI

2R (Pucynok 4.19).

2R
N Mapkep

cM

Xcfeb7
204 —

Xrms5b
157 __

mo1
0.7 — Xcfe209
14 Xrms52
33 Xscm43 S
7.0 /- 1T~

Xrms42
115 __

Xgwm877 L
70 __
0.0 Xrmsba

el
248 __

Xgwm526

-

Pucynok 4.19 — MonekynspHo-TeHeTHUYeCKass kapTa xpomocoMbl 2R pxxu S. cereale,

comepkamass reH Mol. S — koporkoe tuieuo, L — mimHHOE miedo XxpomMocoMbl 2R
(Dobrovolskaya et al., 2009)

[Tonoxxenne MOl Ha KapTe (IAHKUPOBAIM MHKPOCATEIUIUTHBIE MapKEPhI
Xrms5b (15.7 ¢cM) — npokcumansho u Xcfe209 (10.7 cM) — nucransHo (PrcyHOK
4.19). Tak kak reH MOl pacrnosarajcs Ha KapTe IUCTAIBHO MO OTHOIICHHUIO K
MapKepy KOpoTKoro rmieua xpomocombl 2R — Xscm43 (Korzun et al. 2001; Malyshev
et al., 2007), MbI 3aKTIOYHIIH, YTO M3y4aeMbIl T'€H JIOKAJIN30BaH B KOPOTKOM ILJIcUe.
Pacctosstnue ot mol pgo menTpomepsl coctaBuio okosio 10 CM. Ponurenu

KapTUPYIOIIEH MOMyJIsluy ObUIM KOHTPACTHBI MO MPU3HAKY «OE3IUTYITHLHOCTh
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JUCTa» W HapsAay ¢ TeHoM MOl 0wl kapTupoBaH TeH el, jperepMUHHMpYrOIIHIA
oesmrynsHbId peHotun (De Vries, Sybenga, 1984, Benito et al., 1991). Ha kapre
xpomocoMbl 2R TeH el ko-nmokanmu3oBaH ¢ MapkepoMm XrmsSa, TeHETHYECKOe
paccrosiaue Mexy reHamu Mol u el cocraBmiio okoio 40 CM.
Takum o0pazoM, TeH MO1, nEeTEPMUHUPYIOMIUNA MOHCTPO3HBINH (PEHOTHUTI
KoJioca, ObLT BIEPBBIC KApTHUPOBAH B KOPOTKOM IUIede XpOMOCOMBI 2R pxku

MIOCEBHOW C TIPUMEHEHHEM MHUKpOCaTeIUTMTHRIX MapkepoB (Dobrovolskaya et al.,

2009).

4.6. O6cyxaeHue u 3aKkia0venue Kk ['nase 4

HccnenoBanusl TEHETHUECKOTO KOHTPOJISI TPU3HAKA BETBUCTOKOJIOCOCTH Y
TETPATUIOMIHOW MIICHUIBI T. turgidum MMEOT JUIMTEIIbHYI0 UCTOPHIO M HAJIHUYHUC
perieccuBHOrO r'eHa, bh, meTepMUHHMPYOIIEro BETBUCTOKOJIOCHIH (GEHOTHIT OBLIO
nokazano E. von Tschermak eme B 1910 r. (F'onuapos, 2012). PesynbraTtamu
MHOTHX TIOCJICIYIOMHX paboT ObUIO MOATBEPIKICHO HAIWYHE PEIECCUBHOTO TEHa
(Sharman, 1967; Pennell, Halloran, 1983; Klindworth et al., 1990a; Peng et al.,
1998; Martinek, Bednar, 2001). Bbeuto mokaszano, yro riaBHbiii ren (bh),
KOHTPOJIMPYIOIINK BETBHCTOKOJIOCHIA (enoTun T. turgidum, jokanu3oBaH B
xpomocome 2AS (Klindworth et al., 1990b, Klindworth et al., 1997), u Ha ero
JICHCTBHE OKa3bIBAIOT BIMSHUE TeHbl ¢ MUHOpHBIMU 3¢ dextamu (Klindworth et al.,
1990D).

N3yyaTh (hOopMBbI reKcarmiongHON MATKOM MIIEHUIIBI ¢ BETBUCTBIM KOJIOCOM
WIH MHOXXECTBOM CHJISIYMX KOJIOCKOB Ha YCTYIax KOJIOCOBOTO CTEP)KHS HadaJld
no3xe. [Ipexae Bcero 3To ObUIO CBSA3aHO C TEM, YTO OOJibllIasg YacTh TaKUX GopM
NosIBUJIach cpaBHUTENbHO HemaBHo (LlummH, 1963; Sharman, 1944; Swaminathan et
al., 1966 u 1p.), B TO BpeMs KaK BETBHCTOKOJOChIE (OpMBI MImeHuIpl T. turgidum
IIMPOKO PACIpPOCTpaHeHbl M HM3BeCcTHBI okoyio 2 Teicau et (Dahlgren, 1922;
Hopodeer u ap., 1979). BeTBUCTOKOIOCHIE/MHOTOKOIOCKOBBIE (DOPMBI MSTKOM

MIIICHUIIBI BOSHUKAIU B pe3yabTare MyrtareHe3a (Sharman, 1944; Swaminathan et
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al., 1966), ornanenHoi rudpuausanuu ([{ununa, 1963) wim aneyrmionann (Sears,
1954). Mudopmarnus o Yncie TeHOB, OKa3bIBAIOIINX BIUSHUEC Ha (OpMHpOBAHHE
MHOTOKOJIOCKOBOTO (PEHOTHIIA MSATKOM TIICHUIIBI M XapaKTep WX HacJeIOBaHUS
(TOMHHAHTHOCTB/PEIIECCUBHOCTB) OblIa HECKOJbKO mpoTuBopeunBa (Koric, 1973,
1980, Pennell, Halloran, 1983, Peng et al., 1998).

B  mammx = wWccrneAoBaHWAX, ~ WM3y4as ~ TCHETHYECKUH  KOHTPOJIb
MHOTOKOJIOCKOBOCTH JIMHUHN pa3HOTO MpoucxoxaeHus (Mrsl-myrantei, Ruc204,
Sklel28, MC1611), mbl uaeHTHGHUIUPOBAIK I'eH MIS1l, JTOKYChl KOJHYECTBEHHBIX
npu3HakoB (SS-D m (SS-A u BhepBble MOKa3ald, YTO OCHOBHOW BKJIaa B
dbopmupoBanre (PEHOTHIIA W BETBUCTOKOJOCHIX JIMHWHA IIIECHUIBI, U JIMHAA CO
CBEPXUHUCJICHHBIMU  CHUISYUMH  KOJIOCKAMU BHOCHUT T'€HETHYECKUU  JIOKYC
xpomocomsel 2DS (Dobrovolskaya et al., 2009, 2015).

[To pesynbraram aHanM3a pPa3BUBAIONIIETO COIBETHS Mbl OTHECIH BCE ITH
JUHUU K OJHOU Tpymne ¢ u3MEeHEeHusMu Mopdorenesa |, mokaszas, 4TO B OCHOBE
dbopmupoBaHus MX GEHOTHUIIOB JICKAT OJHOTHITHBIC H3MECHEHHUS Pa3BUTHS COIIBETHS:
Pa3BUTHE IKTOMUYECKUX KOJIOCKOBBIX MEPHUCTEM Ha MECTE IBETKOBBIX MEPUCTEM
Jr00 TOJBLKO B 0a3adbHOM YacTH KOJIOCKA, JTMOO BO BCEM KOJOCKE MHOIHOCTBIO.
[IpyurHa 5TOrO0 — HAPYUIEHUS HUJISHTUYHOCTH KOJIOCKOBOW MEPHUCTEMBI TpHU
YCTaHOBJICHUH UJICHTUYHOCTH I[BETKOBBIX MEPUCTEM M HAPYIIEHUE YCTAHOBIICHUS
UJCHTUYHOCTA  I[BETKOBBIX  MEpPHUCTEM, HayWHas C  paHHUX  DJTaloB
nudQepeHIIMPOBKH  KOJIOCKOBOM MepucteMbl (JloOpoBosibeckas u ap,. 20146;
Dobrovolskaya et al., 2015). VYuwurbiBass 0OCOOCHHOCTH pPa3BUTHS COILIBCTHS
MHOTOKOJIOCKOBBIX (DEHOTHUITOB, MOXHO TIPEITOJIOKUTH, YTO OCHOBHAS POJIb TCHA
Mrs1/qSS-D 3axmtouaeTcss B reHETHYECKOM KOHTPOJIE Mepexo/ia K yCTaHOBICHHIO
UJCHTUYHOCTH IIBETKOBBIX MEPHUCTEM COIIBETHS, W €r0 MYTallUd BBI3BIBAIOT
HapyIIEHUs B YCTAHOBJICHWU HUIACHTUYHOCTH IIBETKOBBIX MEPHUCTEM U Pa3BUTHUE
DKTOMUYECKUX BTOPUYHBIX AKCHAIBHBIX MEPUCTEM (DKTONMUYECKHX KOJOCKOBBIX
MEPHUCTEM) BMECTO IBETKOBBIX. CIllelyeT OTMETUTh, YTO B MHOTOKOJIOCKOBOM
koJstoce (rmox koHTposieM Mrsl/qSS-D) nomosHUTEIbHBIE KOJIOCKH OPUCHTUPOBAHBI

OIIpeEEeHHBIM 00pa30M — OHM BCEI/Ia PacIoyIaratoTCsl MO YoM K MEPBUYHOMY
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KOJIOCKY. DTO BBI3BaHO CMEHOH (HILIOTAKCHMCa NMPH Pa3BUTHH SKTOMHUYECKUX
MEPHUCTEM, KOTOPast COMPOBOXK/IACT HAPYIIEHHOE YCTAHOBICHHE UACHTHYHOCTH.

Takum oOpa3oM, QopMHpPOBaHHE BETBHCTOTO KOJOCAa W KOJOca C
JIOTOJHUTEIBHBIMU KOJIOCKAMH IIIECHHUIIB BBI3BAHO OAHOTHITHBIMH HApPYIICHUSMH
pa3BUTHS M HAXOAMUTCSA IOJ T'€HETHYECKHM KOHTpOJeM JOoKycoB Mrsl/qSS-D
(TobpoBonbckas u ap., 2011, 20146; Dobrovolskaya et. al., 2015).

W3yyasi 0COOCHHOCTH HACICIOBAHUS BETBHCTOKOJIOCOCTH Yy o0Opasiia
teTparion o mmeHuisl T. turgidum Klindworth ¢ coast. (1990b) o6napyxuiu,
YTO MPH CKPEIIMBAHNH C JTHHHUEH CO CTAHIAPTHBIM KOJIOCOM B ITOKOJICHUN THOPH/IOB
F, Bcerna HabnoaeTcst pacieryieHne Ha Tpyu GeHOTUIInYeckux kiacca. Hapsiay ¢
PaCTEHUSIMH C POTUTEILCKUMU (DEHOTUITAMU — CTAHJAPTHBIM KOJIOCOM U BETBUCTHIM
KOJIOCOM (3TOT KJ1acc ObLT 0003HaueH kak RS — ramified spike, BeTBHCTEHII Ko0JIOC),
HOSIBJISICTCS  €Ille OJMH KJIacC C JIONOJHHUTEIBHBIMH CHISYMMU KOJOCKAMU Ha
ycTynax (aBTopbl 0003HaumIM 3TOT Kiace FRS, four rowed spike, deTbipexpsaHblii
koioc). Ilpm mocnmeayromeMm camoonbuicHMH Tpu3Hak FRS  crabuimbHO
HACJIe/IOBAJICS, @ B IIOTOMCTBE OT CaMOOIbIICHUS RS MOIJIM CHOBa BBIIICILISATHCS
pactenus ¢ kojockimu penotuna FRS. ITo3anee Zhang ¢ coast. (2017) Ha ocHOBe
rHOPUIIOB OT CKPEIIMBAHHUS BETBHUCTOKOJIOCOTO oOpasia T. turgidum u nuHuit co
CTaHJAPTHBIM KOJIOCOM TOJIYYHJIH MOYTH M30T€HHBIC JTMHUU ¢ (eHoTHnaMu RS u
FRS. Pesynbrarel uccnemoanuii Klindworth ¢ coasr. (1990b) u Zhang ¢ coasr.
(2017) mnpeamonararoT ydacTHe OOIIEro reHeTHuecKoro ¢akrtopa ((hakTopos),
onpenemnsitoniero ¢denotunsl FRS w RS, JlaHHBIE Hammx wWCClIeI0OBaHUN
MIOKa3bIBAIOT, YTO B OCHOBE ()OPMHPOBAHMUS CBEPXUMCICHHBIX KOJIOCKOB MOP(OTHIIA
HS (ananormuen FRS) u BeTBHCTOro Kojoca Msrkoi mmeHuibl (RS) mexar
OJMHAKOBBIE HM3MCHEHHS IPOrPaMMBl Pa3BUTHS, KOTOpPbIE HAXOAATCS IIOJ
KoHTpojieM TeHoB Mrsl1/qSS-D u SS-4 (JloOpoBonbekas u np., 2014a, 20146;
Dobrovolskaya et al., 2009, 2015). [TonoxeHne reHeTHYECKOro JoKyca (SS-A Ha
kapte xpoMocombl 2A msrkoi mmenuisl (Dobrovolskaya et al., 2015) u rena bh,
JICTEPMHHUPYIOIIET0 BETBUCTOKOJIOCOCTh TETPAIIOWAHOM mimeHuiel 1. durum

“Vetvistokoloskaya” R107 (Haque et al., 2012), na 2AS coBmajaer, Ha OCHOBaHUHU
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94ero MOXKHO 3aKII4HTh, 94To TeHbl bh (2AS) m (SS-A sBnstoTcs OpTOJIOTamMH.
Hannuue TreHeTHYecKoro JOKyca XpOMOCOMBI 2A, OMNpenensiomero pa3BUTHE
MHOTOKOJIOCKOBOTO (DEHOTHUTIA Y MSATKOH MIIEHUIIBI, OBIJIO MMOATBEPKIACHO B paboTe
Li ¢ coaBr. (2011). I'en Mrs1/gSS-D renoma D m reH reHoma A pacrojIOKEHBI B
001acTAX KOHCEPBAaTUBHON CHHTEHNH, HA OCHOBE Y€T0 MOYKHO TIPE/IOIOKUTD, YTO
OHU SIBJIAIOTCSI TIPEJICTABUTEIISIMIA TOMEOJIOTHYHON Cepruu reHOB. Ba)kHO OTMETHUT®,
9TO €CIIM B TCHOME TETPAIUIONIHOW MIICHUIBI HAIMYHE PEIeCCUBHOTO ayiens bh
MIICHUIIBI TTOJIHOCTBHIO OMpPENEsieT MYTaHTHBINM (DEHOTHN, TO y TEeKCAIUIOMIHON
TeHUITB (SS-A onpeaensieT Toiapko 16.8% M3MEeHUYNBOCTH N3y9aeMOro MprU3HaKa,
B TO BPEMsI KaK OCHOBHOM BKJIAJl BHOCHUT JIOKYC, PACIIOJI0KEHHBIA B XpoMocome 2D
(Dobrovolskaya et al., 2009, 2015).

Pe3ynpTaThl HammMX HWCCICIOBAHUN MOATBEPAWIN HATUYNE TCHETHUYECKOTO
(dakTopa, OINPEIENSIONIEI0 BETBUCTOKOIOCHI/MHOTOKOJIOCKOBBIA (DCHOTHIT B
xpomocome 2D wsrkoil miieHuIbl, OOHAPYKEHHOE paHee C HCIOJIb30BAaHUEM
meTo 0B 1uToreHeTuku (Peng et al., 1998; Jlaiikosa u np., 2005). Uro kacaercs
OCHOBHOTI'O BKJIa/Ia JIOKyca reHoMa D B onpenienieHue SS-heHoTurna, To 3T JaHHbIE
OBLTM TIOJIYYCHBI HAMH BIIEPBBIE W TIO3JHEE TOJITBEPKIACHBI HCCICIOBAHUEM,
BBITIOJIHEHHBIM Tipu uAeHTHGuKanuu QTL, ompeaensronux BeTBHCTOKOIOCOCTh
obpasma msrkoit mienuisl (Echeverry-Solarte et al., 2014). ABTopbl mokasaju, 4To
HapsAAy C OCHOBHBIM BKJIAJIOM T€HETHIECKOTO JIOKyca XpoMocoMbl 2D, cymecTByroT
QTL ¢ menwmmmu 3¢ dexramu (Echeverry-Solarte et al., 2014). Dto noaTBepamIIO
pesynbTaThl panaux padot (Klindworth et al., 1990) o Hanu4uu MHHOPHBIX T€HOB,
BITUSIOIINX HA TIPU3HAK «BETBUCTOKOJIOCOCTEY U PE3YIbTaThl HAIIMX MCCIICTIOBAHUN
O BJIIMSTHUW T€HOTHUITMYECKOUN Cpelbl Ha MPOSBICHUS] MyTAaHTHOTO T€HA XPOMOCOMBI
2D y nmuaum MC1611 nipu ckpemuBanuu ¢ coptoM Ckana (JloOpoBosibckast u ap.,
20140).

Mpb1 0OHapYKUJIH, YTO JCNEIHUH WX TMOJHOE OTCYTCTBHE XpomocoMmbl 2D
MOXXET MPUBOANTH K (POPMUPOBAHUIO JOIOJTHHUTEIBHBIX KOJOCKOB Ha YCTyIax M
BeTtBrucTocTH Kosoca wmopdotumoB HS (horizontal spikelets), GB (genuine

branching), npunamnexammx rpymnme | (['maBa 3) JWHMA MSTKOH MIICHUIIBI
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(1obpoBonbckas u mp., 20146; Dobrovolsakya et al., 2009; Dobrovolskaya et al.,
2015). B To xe Bpems y JAeNCHHOHHBIX JUHUIA copra YaitHn3 CopuHT Takoro
apdekra obHapyxkeHo He Obuto (JloOpoBosibckas u ap., 2014). Dto Moxer
CBUJIETEIHCTBOBATH O BIUSHUHM T€HOTHITMYECCKOW CpPEJbl, B YACTHOCTH, HAJTMYHH Y
Yaithuz CHOpuHT W OTCYTCTBUIO y HM3Y4aeMbIX HaMU SS-IMHUM Te€HETHYECKUX
(bakTopoB, KOTOPbIE MOTYT KOMIIEHCUPOBATh HapylleHue (QyHKIHN reHa (T€HOB)
Mrs1/qSS-D B pe3yibTare MyTalrmii WIH ACTCIHA.

AHanuzupysi (EHOTHIBI JENCIMOHHBIX JIMHUWA MIIEHUIB copta YalHus
CrpuHT, MBI OOHAPYKUJIU JIBE JIUHUH, NETCIUA B XPOMOCOMAaX KOTOPBIX BBI3BAIIN
NIOSIBJICHHUE TTaphl BEPTHKAIBHBIX KOJIOCKOB Ha yctymax (VSS — vertical sessile
spikelets) (lo6poBossckas u ap., 2014a). [IpuHrMas BO BHUMaHUE OCOOCHHOCTH
OpPUEHTAIIMU JIOTIOJHUTEIHHBIX KOJIOCKOB OTHOCHUTEIIBHO TEPBHUYHOTO KOJIOCKA U
OCH KOJIOCA, a TaKXK€ YYMTHIBAasl pa3Hble M3MEHEHUS B MpOrpamMmax pa3BUTHUS Y
MHOTOKOJIOCKOBBIX (peHoTHIOB Tpynm | u Il (I'maBa 3), Mbl npeAnoNoXuIN, 4TO B
OCHOBE OTHX UW3MEHEHUW JIe)KaT pa3Hble TEHETUYECKHE  MEXaHHU3MBI
(TobpoBonbckast u ap., 2014a). Hamie npeamosnoxeHwe OBLIO IMOATBEPKICHO
pesynbTaTamu Boden ¢ coast. (2015) u Dixon ¢ coasrt. (2018), xoTopsie mokasaim,
4TO npu3HaK VSS HaXOAUTCS 1O/ TOJTUTEHHBIM KOHTPOJIEM, B KOTOPOM IMTPUHUMAIOT
ydacTHe onpeeieHHbie annenu renoB Photoperiod-1 (Ppd-1) (Boden et al., 2015)
u TEOSINTE BRANCHEDL1 (TB1) (Dixon et al., 2018). I'omecooru4Hbie ajieiu
rena Ppdl jokanu30BaHbI B KOPOTKHMX IUIeYaxX 2-H TOMEOJOTMYHOW TPYIIIbI
XpOMOCOM Takxke, kKak 1 Mrsl, omHako Ha MOJIEKyIIpHO-TeHeTHYeCKO# kKapTe 2DS
rei Ppdl-D pacnonoxxkeH pauWcTagbHee KapTHPOBAaHHOIO HamMu TeHa mMrsl
(Dobrovolskaya et al., 2009; Boden et al., 2015).

Takum 00pa3oM, MHOTOKOJIOCKOBBIC JIMHWW, OTHECEHHBIE HaMU K Pa3HBIM
rpymmam (I u 11l) B COOTBETCTBHHM ¢ OCOOCHHOCTSIMH pa3BUTHS KOJOCa
(napymeHussMu Mop(oreHesa), HaXOAATCS MO Pa3HBIM T€HETHYSCKUM KOHTPOJIEM.

Hapsiny ¢ remamu mrsl/qSS-D  u  (SS-4, nmeTrepMUHHPYONUMU
MHOTOKOJIOCKOBBIM (DEHOTUIT MSTKOM TMIIEHUIIBI, JOKAJTN30BAaHHBIMH HaMH B

paiioHax KOHCcepBaTHBHOM cuHTeHHH XpoMocoM 2DS u 2AS (Dobrovolskaya et al.,
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2009, 2015), namu ObLT KapTUPOBAH Te€H MOL, ompenensoNuii MHOTOKOJIOCKOBBIN
dbenorurm monstrosum pyku mocesHoit S. cereale (Dobrovolskaya et al., 2009).
[TomydeHHbIE HAMU PE3YIbTATHI MOATBEPIWIA W YTOUYHUIIM TOJYYCHHBIC paHHEE
JaHHBIC KApTUPOBAHUS C TIOMOIIBIO N303UMHBIX MapKEPOB O JIOKAJIM3AIMK I'eHa B
xpomocome 2RS (Benito et al., 1991). Xpomocoma pxu 2R coxpanser
KOJUTMHEAPHOCTH (CXOJHBIN MOPSIOK PACTIONOKEHUSI MapKEPOB) C XpOMOCOMaMH
2-11 romeonorndHoi Tpymmel mmennisl (Devos et al., 1993). Cnenyer oTMeTuTb,
yro ren sumens brcl (branched 1), nerepMuHupyronuii MHOIOKOJIOCOKOBBII
(dbeHOTHIT KoJIoca Takke JIokanu3oBaH B xpomocome 2HS (Castiglioni et al., 1998;
Rossini et al., 2006) xommaeaproii ¢ 2R u 2D (Devos et al., 1993). Pacnionoxxenue
T'CHOB IIIECHUIIBI, KU U TIMEHS B 00JIACTSIX KOHCEPBATUBHON CHHTCHHUH B CXOJICTBO
(ESHOTHUIIOB MYTaHTOB MIPEIOJIaracT HAJIMYUE OPTOJIOTMYHOM CEPHH TEHOB,
MYTalli{ KOTOPBIX BBI3BIBAIOT PA3BUTHE JOMIOJIHUTEIHHBIX KOJIOCKOB Ha yCTyIMax, B
reHOMax mpejcTaBuTeneii Tpuosl Triticeae.

Takum o00pa3oM, UCCIEAOBaHKMS TEHETHYECKOTO KOHTPOJS MpH3HAKa
«MHOTOKOJIOCKOBOCTB» y JMHUH MSATKOW IIIICHUIIBI Pa3HOTO IPOUCXOXKICHUS,
NPEICTABIISIIONIMX Pa3JINYHBIE MHOTOKOJIOCKOBBIE MOP(MOTHIBI KOJIOCA, W PXKU
MOCEBHOH  C  WCIOJB30BAHHEM  METOJIOB  MOJICKYJSIPHO-TEHETHYECKOTO
KapTUPOBAHUS U aHAIM3a KAPUOTHUIIOB MTO3BOJIHIIU MTOJTYYUTH CIICIYIOIINE OCHOBHBIC
pe3yJIbTaTHI:

1. OOHapyxeHO, YTO 3aMellleHue XpoMocoMbl 2D u nenenuu B KOPOTKOM
wieye XpoMocombl 2D MATKOW MIIEHUIBI MOTYT OKa3blBaTh BIIMSHHE Ha
MOpP(}OJIOTHIO KOJIOCA, BBI3BIBAaS PA3BUTHE JOMOJIHHTEIBHBIX KOJIOCKOB H
OKTONHMUYECKUAX «BETOYCK» HA YCTYIax KOJIOCOBOTO CTepkHs. ITokazaHo, 4TO
Hajguyue jaenenuii xpomocombl 2DS wMoxer omnpenensiate g0 ~ 90%
W3MECHYMBOCTH M3y9aeMOT0 MPHU3HAKA — HAIMYHUE JIOTOJHUTEIBHBIX KOJOCKOB
Ha YCTYyIax.

2. llokazaHo, 4TO (opMuUpoBaHME BETBUCTOIO KOJOCA M KoJioca C
JOTIOJTHATEIPHBIMA ~ KOJIOCKAMH ~ HA  yCTyImaxX  KOJIOCOBOTO  CTEP)KHS

MHOTOKOJIOCKOBBIX ~ MopdorurmoB MRS  (MHOTOpsimHBIA  KOjoc), HS
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(ropu3oHTaNBbHBIE KOJOCKK) W GB (BETBUCTHIN KOJOC) TIICHUIIBI BBI3BAHO
OJTHOTUITHBIMH HAPYIIEHUSMH PAa3BUTHS COIBETHS TIIICHUITBI U HAXOIUTCS IO
KOHTPOJIEM T€HETHYECKHUX JIOKYCOB XpomocoM 2DS u 2AS:
a) Ilpm3snak MRS wMsTKOW TIIEHUIBI HAXOAWTCS IIOJI KOHTPOJEM
penieccuBHOrO ajuiens reHa Mrsl, mokannM3oBaHHOTO B KOPOTKOM ILJIeUe
xpoMmocoMbl 2DS B coctaBe 6oraroro renamu paiiona 250.8;
6) 3a dopmmpoBaHue Kojoca mmeHUIBI  MopdotunoB  HS
(ropusoHTanbHble KOMOCKKM) M GB (BeTBHUCTBI KOJOC) OTBEUAIOT
reHeTu4eckue JIOKychl (SS-A m (SS-D, pacmosnokeHHbIE B palioHaX
KOHCEPBATUBHOW CHUHTEHUU XpoMocoM 2AS m 2DS MsTKOW MIIEeHUIIHI,
IIPY 3TOM OCHOBHOM BKJIAJl BHOCHUT JIOKYC XpOMOCOMBI 2DS;
B) ['enermueckue sokychl Mrsl um (SS-D  ko-mokamusyrorcst Ha
MOJIEKYJIIPHO-TEHETUYECKUX KapTax XxpomocoMbl 2D u mo pesynbraram
TeCTa Ha aJuIelu3M, CpPaBHUTEIBHOTO KApTUPOBAaHUS U aHANM3a
OCOOCHHOCTEHW Pa3BUTHUS MYTAHTHBIX (DEHOTHUIIOB MOTYT TMPEICTABIISATH
co00i1 pa3HbI€ aJUIeNId OJIHOTO I'eHa.
3. TpusHak MoONStrosum p>ku moceBHOU S. cereale HaxomuTCsI MO KOHTPOJIEM
penieccuBHOrO aymenss reHa MO1l, nokanM30BaHHOTO B KOPOTKOM IIjIeue
XpoMocoMbl 2R B 0071aCTH KOHCEPBATUBHOM CUHTEHUU C pallOHAMU XPOMOCOM

msirkoi mmeHunbl 2DS u 2AS, coneprxkammumu tokyckl Mrs1/gSS-D u gSS-A.
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I'aasa 5. ONPEJEJEHUE CTPYKTYPHO-®YHKIIMOHAJIBHON
OPTAHU3ALIMU 'EHA mrsl, KOHTPOJIUPYIOLIEI'O
MHOI'OKOJIOCKOBBIA ®EHOTHUII KOJIOCA MSTKOM NIIEHUIIBI

5.1. YcraHoB/IeHHe reHa-KaHIuAaTa Ha poJib rena mrsl

C ucnonb3oBanueM SSR MapkepoB MIIEHUIBI HAMU OblLIa YyCTaHOBJICHA
JoKajmu3aius TeHa MrSl u JIOKyCcOB KOJHWYECTBEHHBIX Ipu3HakoB (SS-D Ha
MOJIEKYJISIPHO-TEHETHUECKUX MHUKPOCATEIUTUTHBIX KapTax XpoMocombl 2D msrkoii
nimenuipl (Dobrovolskaya et al., 2008, 2009, 2015). Bricokuii BHYTPUBHIOBOI
noumopdusM SSR 10KycoB Mo3BoIsIeT TpUMEHITh SSR Mapkepsl 11 co3aaHus
HACBIICHHBIX MapKepaMu MOJICKYJISIPHO-TEeHETHYeCKUX KapT xpomocom (Ganal,
Roder, 2007) u cpaBHUTCIBHOIO KapTHPOBaHHS OJU3KMX TaKCOHOB, KaK OBLIO
noka3zano Hamu panee (JloopoBoianckas u np., 2009; Dobrovolskaya et al., 2011),
HO I BBIMOJHEHUS CPAaBHUTEILHOTO KAapTUPOBAHUS OTJAICHHBIX TaKCOHOB,
YCTAHOBJICHUSI PAlOHOB KOHCEPBATHUBHON CHHTEHMU SSR Mapkepbl HE TPUTOAHbBI
u3-3a BbicOko# Buaocnenuduunoctu (Roder et al., 1998). OnpenencHre TOUHOM
JOKaJIM3alud TeHa Mrsl Ha MOJIEKYISIpHO-TEHETHUECKON KapTe XpoMocoMbl 2D
(Dobrovolskaya et al., 2009) mocity>kuio OTIPaBHOW TOYKOM IS MOCISAYIOIICH
OCHOBAaHHOW Ha CHUHTEHUW HJCHTU(UKAIIMU TEeHa-KaHaAuaaTta Ha poiab Mrsl c
UCIIOJIb30BAHUEM KOHCEPBATHUBHBIX OPTOJIOTMYHBIX cepuii reHoB (Conserved
Ortholog Set, COS) 31axos.

Jlst ycTaHOBIIEHUS palilOHOB KOHCEPBATUBHOW CHUHTEHHH XPOMOCOMBI 2DS,
coJieprKalei mrsl, ¥ reHOMOB MOJICTILHBIX BHOB 3J1aKOB — prca u B. distachyon B
MUKpPOCATEJUIUTHBIE KapThl XpomocoM 2D Obum umnTerpupoBanbl COS-SSCP
(Conserved Ortholog Set - Single Strand Conformation Polymorphism) mapkepst,
UCIIONIb3YEMbIC JJII CPaBHUTEIBHOTO KapTHPOBAHUS TE€HOMOB OTJAJICHHBIX
takconoB (Quraishi et al., 2009). COS-SSCP 1noaxo/1 OCHOBaH Ha MCIIOJIb30BaHUH
MaccuBa JAaHHBIX, T[IOJIYYCHHBIX B XOJI€ BBINIOJHEHUS TIPOEKTOB  TIO

CCKBCHHUPOBAHHUIO I'CHOMOB MOJCIIBHBIX BH/IOB (B JaHHOM CJIydyac MOZICJIbHOTI'O



170

BUJA 3JIAKOBBIX — pHca), U 0a3 MaHHBIX MO (PUIUIECKOMY KaAPTHPOBAHUIO
aKcIpeccupyeMbix mocnenoBarenpbHocTelt JIHK (expressed sequence tags, EST) B
MCHEE M3YYCHHBIX I'¢HOMax (B HAIleM Cly4ac — B T'CHOME MSTKOM IIICHUIIBI).
[Ipaitmepsr COS mapkepoB pa3paOoTaHbl K KOHCEPBATHBHBIM pailOHAM T'€HOB
OPTOJIOTUYHBIX Cepui, orpaHnumMBarommXx ((QraHkupyromux) BapuabelbHbIC
paiionbl, B ocHOBHOM HWHTpOHBI. I[Ipoayktel IIIIP-ammmudukamuun ¢ COS-SSCP
mpaiiMepamMu pa3elisioT B YCIOBHSX, BBIABISIONMX KoH(popmarmonusni JIHK-
nomumopdusm (Quraishi et al., 2009). INpunnun paspadotku COS-mapkepoB
nokasal Ha Pucynke 1 [Ipunoxenus.

Pabora mo Hackimenuto kapt xpomocombl 2D COS-SSCP wmapxepamu
BBITIOJHSUIACH aBTOPOM Ha 0a3e 1abopaTopuy TaJICOTCHOMHKH W DBOJIOINH,
pyxoBoaurens 1-p K. Cansc (Dr. J. Salse, Paleogenomics and Evolution, UMR
INRA-UBP, Knepmon-®eppan, ®@paninus) ¢ UCHOJIb30BaHUEM pa3pabOTaHHBIX B
nadoparopun COS-SSCP mapkepos (Quraishi et al., 2009).

COS-SSCP mapkepsr (61 mapkep), pa3paboTaHHbIE HAa OCHOBE IBaIlaTH
JeBITH moclieoBarenbHocTel EST, nokanuzoBanHbx B Xpomocomax 2AS, 2BS u
2DS (Quiraishi et al., 2009), ucnons3zoBamu masi COS-SSCP ananuza (Tabmuma 3.
[Ipunoxenus). beul mpoBeaen Tect Ha noaumMopduaM Ha oOpasuax JHK
ponutenedi kaptupyromux momymsauid Rucle3, Rucl67 u S0149, B pesynbrare
ObLI0 0OHAPYKEHO JAecsiaTh nomuMopdHbIXx MapkepoB (Pucynok 5.1 u Tabnuna 4
[Mpunoxenus), oauH w3 KOTOpblX, BG263521 i1, Obul WHTErpUPOBaH B
MOJICKYJIIpHO-TEHEeTHYeCKue  KapTthl  xpomocom 2D, rae  pacnonarancs
IPOKCUMAJIBHO 1O OTHOIIEHWIO K wu3ydaemomy reHy mrsl (Pucynok 5.2)
(Dobrovolskaya et al., 2015). Ocraasasie COS-SSCP  mapkepsl  ObLaM
JOKanu30BaHbl JMOO0 B xpomocomax 2BS u 2AS, nubo wux mokaiuzaiuio
ycTaHOBHTH He yaaiock (Tabmura 4 Tpuioxenus).

Taxkum oOpazom, ¢ ucnonb3oBanueM COS-SSCP mapkepoB HaM yIajaoch
OTPaHUYUTh pailoH XpomocoMbl 2D, comepxamuii reH Mrsl, npokcumanbHO, HO
JUIS TOTO YTOOBI OMpPENEIUTh PAaOH TMOJTHOCTHIO TPEOOBAIUCH PACIOTIOKEHHBIC

JTHCTAIBHO 10 OTHOIIEHUIO K MI'S1 MapKephl.
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Pucynox 5.1 — ®parmentnsiii (COS-SSCP) anamm3 (ABI PRISM 3100 Genetic
Analyzer) mpoaykroB IIIP ammmudukammu COS-SSCP-mapkepa BF201328-i2 Ha
oopasnax [AHK nymu-terpacomusix muauii N2AT2B, N2BT2D u N2DT2B copra
Yaiinuz Cropunr (Chinese Spring, CS) u poauteneii kapTupyoomux monysiuii S0149,
Rucl63, Rucl67 (Pa3paboran aBTOpoM)

Koncencycnass kapra xpomocomsl 2DS, Hapsgy ¢ redom mrsl m SSR
Mapkepamu, cojaepkut RFLP wmapxepsr (Pucynox 4.46 I'nmaBel 4), KOTOpbIE
Omaroymapsi BBICOKOW KOHCEPBATMBHOCTH HCIOJB30BAINCH IS CPaBHUTEIHLHOTO
KapTUPOBaHUS  OTJAJCHHBIX TakcoHoB 3makoB (Devos et al., 1993).
[TocnenoarensHoctn JIHK muormx RFLP mpo6 moctymHbl u3 0a3 gaHHBIX (B
JaCTHOCTH, HYKJICOTHIHbIC TmocienoBarenbHoctn CDO1479 (BE439234.1) wm
CDO405 (AA231912.1)), ux nokaiu3alys B TeHOMax 3JIaKOB U3BECTHA, JINOO OHU
MOTYT OBITh KapTHPOBAHBI B T€HOMaxX MOJICIBHBIX BHIOB (Hampumep, puca) in

silico.
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Pucynok 5.2 - YacTuuHble MOJEKYISIPHO-TEHETUYECKUE KapThl XpomocoMm 2D,
comepxamne reH Mmrsl, mukpocaremnutHbie 1 COS-SSCP mapkepbr (0003HaueHBI
kpacHbIM 11BeTOM). | u Il — xapTupyromme nonynsuun F, Rucl63 x So149 u Rucl6? x

S0149, cootBercTBeHHO. OOIIME JIOKYCHl COCIUHCHBI MYHKTHPHBIMU JIMHUSIMU
(Pa3paboran aBTOpOM)

MosekyaspHO-TeHETHYECKHE KapThl xpomocoM, cojepxkaimme COS-SSCP
mapkepbl (Pucynok 5.2), ObUIM HHTETpUPOBaHbI B KOHCEHCYCHYIO KapTy
xpomocoMbl 2D (Pucynok 4.46 I'maa 4). Ha nonydyennoit kapre (Pucynok 5.3)
nokyc mrsl ¢mankupyror COS-mapkepsr BG263521 i1 (mamee COS1), Xcdo405
(maee COS2) u Xcdol479 (COS3), mpeacTaBisiONMe CEPUH KOHCEPBATHBHBIX
reroB: COS1 (LOCOs07g38530 -Bradi1g23970-Sbh029037070 puca, B. distachyon
U Copro, coorBerctBeHHo), COS2 (LOCOs07g45064 puca) m COS3
(LOCOs07g48200-Bradilg17680-Sbh029043000, puca, B. distachyon u copro,
cooTBeTCTBeHHO) (PucyHok 5.3).

Takum o0pazom, Obuta ycranoBieHa cuHteHuss COS1-COS3-paitona
xpomocoMbl 2DS msrkoii mieHutisl, xpomocomsl 7 puca (O. sativa), XpoMOCOMBI
1 B. distachyon u xpomocomsr 2 copro (S. bicolor), uto no3Bonuio onpenenuTs
CIIMCOK TeHOB-KaHAuJAaToB Ha poab Mrsl (Tabmuma S [Ipunoxenus)

(Dobrovolskaya et al., 2015).
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Pucynok 5.3 - Jlokamuzanuss COS-mapkepoB Ha KOHCEHCYCHOM MOJIEKYIISIPHO-
TeHETHYECKON KapTe XpoMmocoMbl 2DS Msrkoil mimeHuIsl (a) U (GU3MYECKUX KapTax
xpomocom [chr7] puca O. sativa (b), [chrl] B. distachyon (c) u [chr2] copro S. bicolor
(d). Jlokycel TEHOB-OPTOJOTOB COCAMHEHBI YECPHBIMH ITYHKTHPHBIMH JIMHHSIMH

(Dobrovolskaya et al., 2015)

bruto oOHapyxkeHo, 4TO B pailoHe KOHCEPBATUBHON CUHTEHUU XPOMOCOMBI 7
puca pacnonoken red FRIZZY PANICLE (FZP), xoaupyromuii 0enok
TpaHCKpUnIuoHHOTO (pakTopa cemeiictBa APETALA 2 (AP2)/Ethylene Response
Factor (ERF) (Tanaka et al., 2013). ¥ myrantoB fzp ¢opmupoBanue HBETKOB
3aMeIAeTCs TOBTOPSIFOIIMMHUCS IIUKJIaMH pa3BeTBieHus corpeTus (Komatsu et al.,
2003a). ®enotun myranToB fzp mpeamonaraer cnemyromme QyHkuun rena FZP:
MOJIaBIICHUE PAa3BUTHs JKTONMWYECKUX AaKCHAIBHBIX MEPUCTEM COLBETUA W
yCTaHOBJICHHE MICHTUYHOCTHU 1BETKOBBIX MepucteM (Komatsu et al., 2003a). ['en
Kykypy3bl (Z. mays) BRANCHED SILKLESS1 (BD1) siBasieTcst opTOJIOrOM I'€Ha
FZP, ¢yaxkuuun renoB BD1 u FZP B perymsuum pa3BUTHUS  COLIBETHUS
KOHCEPBAaTHBHBI, a MYTaHThI UMEIOT cXojaHble (eHoTHITBI Kosoca (Chuck et al.,
2002; Komatsu et al., 2003a) (Pucynok 5.4). Takum, odpasom, reasl BD1, FZP u

MRS1 pacmosnioxHbl B 001acTsX KoHcepBaTUBHON cuHTeHMH (PucyHok 5.3) m ux
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MyTallun IMPpUBOIAT K CXOOHbIM (beHOTI/IHI/I‘-IeCKI/IM U3MCHCHUAM Ipu

dbopMHUPOBaHUU COIBETHUH.

Komatsu et al. (2003)  Chuck et al. (2002)

Pucynok 5.4 — Conserust mytantoB fzp puca (a) u bd1lkykypyssr (b) (Chuck et al., 2002;
Komatsu et al., 2003a)

Y4uTBIBasE CHHTEHUIO XPOMOCOM 3JIaKOB B 00JIACTH PACIOJIOKEHUS JIOKyca
Mrsl, cxomcTBO HM3MEHEHHM B NpOrpaMMax pa3BUTHSL  COLBETUA MU
deHoTUIMYeCKUX MposBiIcHU MyTtaruii mrsl mmenunsr (Dobrovolskaya et al.,
2008, 2009, 2015), fzp puca (Komatsu et al., 2003a) u bd1 kykypy3s (Chuck et al.,
2002), opronor rena FZP nmennnbl, o6o3Hauennsrii WFZP (wheat FZP), 6wt
BbIOpaH B KadecTBe HauOoisiee BEPOATHOIO TeHa-KaHaujaara Ha poiab Mrsl

(Dobrovolskaya et al., 2015).

5.2. YcraHoBjieHHe CTPYKTYpHOH opranm3zanuu JokycoB WFZP B renome

MSATKOM MIIeHUIbI

I'en puca FZP xoaupyeTr TpaHCKpHUMIIIMOHHBIN (akTop, cocTosmuii u3 318
AMHHOKHCJIOT,  COJEpIXKalluii JBa KOHcepBaTuBHBbIX JomeHa: AP2/ERF
(APETALAZ2/Ethylene Response Factor) u C-TepMuHaIbHBIA KHCJIBIA JOMEH.
Jlomen AP2/ERF coctouT u3 58 aMHHOKHCIIOT, pacnojoxeH Ommxke K N-KoHIy
oenka. C yuyeToM CTpYKTYpHOU opranu3anuu u pacnojoxenus AP2/ERF-nomena,

red FZP u ero opronoru otnHocsat ko BTopomy (Il) kmaccy cemeiicTBa reHOB
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AP2/ERF (Chuck et al., 2002; Fujimoto et al., 2000; Tanaka et al., 2013).
[Tokazana Bwicokas romonorus AP2/ERF nomenoB rena puca FZP u npyrux
npeacraButeneil cemerictea AP2/ERF I, manpumep, reHoB apadumoncuc LEAFY
PETIOLE (van der Graaff, 2000) u ENHANCER OF SHOOT REGENERATION1
(Banno et al., 2001; Komatsu et al., 2003a). C-repMUHaJIbHBIN KUCIIBIA TOMEH reHa
KOHCEPBAaTHUBEH TOJIbKO y opTosioroB rena FZP (Komatsu et al., 2003a).

[Touck HYKICOTHAHBIX TOCIICIOBATEIHPHOCTEH MIIEHUIIBI, TOMOJOTHYHBIX
reny FZP, ¢ ucnions3oBanuem aniroputma BLAST B myOnuuHbIX 6a3ax TaHHBIX HA
MOMEHT BBITIOJTHEHUSI UCCIICIOBAHUNA HE JaJl Pe3yNbTaroB. JIJis BBIIEICHUS TeHa
WFZP B reHome Msrkoi TIICHUIBI OblJla BbIOpaHa cTpaTerusi IOMCKa
TOMOJIOTHYHBIX IOClIeoBaTeapHocTeld reHa npu ckpuamare BAC  (bacterial
artificial chromosome) -61OaMOTEeK MIIEHHIIBI.

Ha cnenyromem stane ucciaemoBaHii HA OCHOBE TTOCIIEA0BATEILHOCTEN T'e€HA
puca FZP wu mpenmonaraemoro oprosora B. distachyon, BRADI1G18580.1, kak
HanOoJIee TEHETHYECKH OJIM3KOr0 MIIEHHUIIE MOIEIBLHOIO BHIA 3J1aKOB, OBUIH
pazpabotranbl HoBble COS-mapkepsl. IlpaiiMepsl ObUIM  TOAOOpaHBI K
KOHCEPBaTHBHBIM 00JacTsIM reHa — mocienoBaTensHocTssM APL/ERF u kucioro
nomeHoB reHa BRADI1G18580.1 (Pucynok 2 Ilpunoxenus). CTpyKTypa
npaiimepoB npuBefeHa B Tabmuue 6 Ilpunoxenusa. C noMmouipio ABYX mnap
mpaiiMepoB, JalONUX EIUHUYHBIC TPOAYKTH aMIUM(PUKAIIUN  OKUTAEMOTO
MoOJIeKyJsipHOTO Beca, Obul mpoBeneH ckpunuHr BAC (bacterial artificial
chromosome) -6ubimnoTeku «Tae-B-Chinese Spring» msrkoil mimeHHIBI copTa
Yaiinuz Copunr (http://cnrgv.toulouse.inra.fr/fr/library/genomic_resource/Tae-B-
Chinese%20spring). Ha mnepBom osrtame Obu1 mpoBeaeH ckpuauar JIHK 2D
(2-mepHbIX)  cymeprynoB  BAC-ki0HOB,  TpeICTaBJICHHBIX Ha  OJHOM
384-myHOUHOM MJIaHIIeTe (MPUHIIMIT CO3AAHUS CYNEPITYJIOB MPUBEJAEH Ha Pucynke
3 IlpunoxxeHus, MOPSIOK PACIIONOKEHUS CyNEepNyaoB B 384-TyHOUHOM IUIAHIIETE
U pe3ynbTaThl CKpUHUHIA Ioka3aHbl Ha Pucynkax 4 u 5 Ilpunoxkenus,
COOTBETCTBEHHO). 3aTeM OBLIM OINPEICICHbI KOOPJAWHATBHI ~ «IO3WTHUBHBIX»

384-1yHOUHBIX IJIAHILETOB, cojAepxamux «mno3utuBHeie» BAC kiIoHBI cO


http://cnrgv.toulouse.inra.fr/fr/library/genomic_resource/Tae-B-Chinese%20spring
http://cnrgv.toulouse.inra.fr/fr/library/genomic_resource/Tae-B-Chinese%20spring
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BCcTpoiikamu meneBbix mnocnenoBatenpHocTel JIHK (Pucynok 6 Ilpumoskenws).
Bcero 6bi1 oOHapyxeH 21 «IO3WTUBHBIN» IUIaHIIET, B Pe3yJbTaTe CKPUHUHTA
KOTOpbIX ObulM  BbIsiBIIEHBI BAC-KJIOHBI C  1€JNE€BBIMH  HYKJICOTHIHBIMU
nocienoBarenbHocTsiMU  JIHK, romonormuneimu reny FZP. CekBeHupoBaHHe
MetogoM CoHrepa mnpoayktoB amiumdukaruu oobpasnoB JJHK BAC-kioHOB,
cojiep)KaluX BCTaBKH mocienoBarenbHoctet JIHK, oOHapyxumo Tpu Tpymnmbl
NOCJIEIOBATEIBHOCTEN, IPEANOIOKUTEIBHO COOTBETCTBYIOIIHX TpeEM
romeoJiornyabiM korusiM reHa WFZP renomoB A, B u D.

Ucnions3yst 454-Roche TexHOJIOTHIO, TPOBEICHO CEKBEHUPOBAHHE TPEX
orobpannbix BAC-knmonoB, CS248B13, CS184F24 u CS305HS, ompenenena
nepBuyHas CTpykTypa paiioHoB [HK, coaepkamux JIOKYChl TOMEOJOTHYHBIX
reHoB WFZP npotsskeHHOCThIO 10 62000 m.H. Ha 0CHOBE MEpBUYHON CTPYKTYpBI
nocienopatenbHocTet WFZP pazpaboransl crienuduueckue npaitmepsl (Tadauia
6 IlpuioxkeHus) U ¢ UCNOJIb30BAHUEM HYJTU-TETPACOMHBIX JTUHUM copTa YaiiHu3
CrpuHr npoBeJieHa JJOKAJIU3alUs TPeX T€eHOB-TOMEOJIOTOB B XpoMocoMax 2A, 2B u
2D, cooTBeTCTBEHHO. AHAIU3 pPE3yJbTaTOB CEKBEHUPOBAHMS U aAHHOTAIUS
YHUKQJIbHBIX U TOBTOpsitoutuxcsa mnocnegosarenbHoctedt JIHK B cocraBe BAC-
ki0HOB BhimosiHeHbI 1-pom O. IIocon (Dr. Au. Chosson, Institut National de la
Recherche Agronomique (INRA)-Université Blaise Pascal Unité Mixte de
Recherche-1095, Knepmon-®eppan, ®panius), kak onucado B Dobrovolskaya c
coaBt. (2015). JIHK mocnemnoBaTebHOCTH OBLIN JCHOHUPOBAHBI B 0a3bl JaHHBIX
GeneBank/EMBL nox nomepamu: BAC-clone-WFZP-A (KP276772); BAC-clone-
WFZP-B (KP276773); u BAC-clone-WFZP-D (KP276774). Cxemarudeckoe

n3o0paxeHue J0KycoB, coaepxkamux reusl WFZP, npuseneno Ha Pucynke 5.5.
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Pucynok 5.5 — I'en WFZP wmsrkoii nmmenunsl. (A) KoHceHCycHast kapTa XpOMOCOMBI
nirenuipl 2D, Brimouaromias jgokyc Mrsl u dumankupyromue ero COS-mapkepst. (B)
PaiioHbl KOHCEpBAaTHBHON CHHTEHHH Xpomocom puca [Chr7], copro [Chr2] u B.
distachyon [Brachy, Chr 1], koHCepBaTHBHBIC T€HbI COCTUHCHBI YepHBIMH JTHHUAMU. (C)
AnnotupoBanusie BAC KIOHBI TpeICTaBlIeHBl KOHCEPBATHBHBIMH TeHaMHu (Jenes,
YepHbIe MPSAMOYTOJIBHUKH), MOOWIBHBIMH 3jieMenTamu (transposable elements, TE)
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pa3IM4YHBIX KJIAccoB, 0003HAUYECHHBIMU TpeyroibHukamMu — Copia (3enensiit), Gypsy
(ronmy0oii), HeoxapakTepuzoBaHHbIe (UNKNOWN, sxenteiil) u kmace Il (kpachbiii. (D)
CpaBHeHue CTpyKTypbl TromMeosnoruunbix reHoB WFZP. KoncepBaTuBHBIH J0OMEH
AP2/ERF BoifienieH kpacHbIM 1BeTOM. CBETI0-CEPhIC MPSIMOYTOJbHUKHA M TPEYTOJIbHUKH
0o003HayatoT  HEOOJbIIME  JEJNEUMH U  HMHCEPUUH, COOTBETCTBEHHO. CepbiM
TPEYTOJILHUKOM 0003Hau€Ha MHCEPIHSI MOOMIIBHBIX JIEMEHTOB B POMOTOPHYIO 0071acTh
reHa. KpacHble W cHHHE BepTUKAJIbHbIE JIMHUM O003HAYAIOT HECUHOHUMUYHbBIE U
CUHOHMMHYHBIE OJHOHYKJICOTHUAHBIE MOIUMOP(GU3MBI, COOTBETCTBEHHO. KpacHbie
CTpeNKA O0003HAYAIOT CAWTHl OTXKUTA IMPAHMEpPOB, HWCIIOIB30BAHHBIX IS CKPUHHUHTA
BAC-6u6muorexu. 100 bp — macmra6: 100 m.u. (Dobrovolskaya et al., 2015)

CpaBHHTENBHBIN aHanu3 nepBuyHo cTpykTypbl JIHK reHoB-romeosoros
WFZP mnoka3zan, 4To BC€ KOIUPYIOLIME MOCIEI0BATEIbHOCTA TOMEOJIOTUYHBIX
I'CHOB COJep)KaT OJMH D5K30H, B cocTaB kKoToporo Bxoautr AP2/ERF nomew,
KOHCEpBaTUBHbBIN y opTojoroB FZP Bcex npencraButeneil 3makoB (Pucynok 5.5D,
Pucynoxk 7 Ilpunoxenus).

T'oMonoruss aMHHOKHUCIOTHBIX TociienoBarenbHocteit AP2/ERF-nomena
FZP puca, BD1 kykypy3sl u WFZP-A-B-D nmennust cocraBuna 100% (PucyHok
5.5D, Pucynok 7 u Tabnuma 7 Ilpunoxxenusi). [IpoMmoTopHBIN palioH roMeosora
reaoma B, WFZP-B, conepxai cTpyKTypHbIe H3MEHEHHS — MHCEPLIMIO MOOMIIBHBIX
anemenToB kiacca | — MITE (miniature inverted-repeat transposable elements) 278
mnH 1 323 mH. B no3unusix — 114 m - 320 m.H. OT CTapTOBOrO KOJIOHA,

cootBeTcBeHHO (Pucynok 5.5D).

5.3. U3y4enne ocodeHHocrei Ikcnpeccnu resa WFZP

Hanee Obul MpOBENEH aHaIM3 TPAHCKPHUIILIMOHHON aKTUBHOCTU T'€HOB-
romeosioroB WFZP B pa3Hbix opranax (KOpeHb, JIUCT, COLBETHE) U HA PA3TUUYHBIX
CTaAMSX Pa3BUTHs COLBETUS MIIEHUIBI copTa YaliHn3 CHpUHT C UCIIOIb30BAHUEM
konuuectBeHHOM OT-IIIIP B peansHOM BpeMeHU. AHaIU3 MPOBOJIUIICA C
IpUMEHEHUEM cnenuduuecKnx paiiMepoB, pa3pabOTaHHBIX TUTSI
nocjeaoBaTeIbHOCTEH  Kaxkjgoro  reHa-romeosiora WFZP  (Tabiauma 6

[Tpunoxenus). [loaydeHHble pe3ynbTaThl MOKa3aad, 4YTo rensi-romeonorn WFZP
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OKCIIPECCUPYIOTCS TONBKO B COIBETHH, MPU ITOM MAKCHUMAIIBHBIA YPOBEHB
JKCIIpeCCUH HaONIOAaeTCs B Pa3BUBAIOLIEMCS COLIBETMM Ha paHHEH cTaauu
nuddepennupoBku opraHoB 1BeTka (Pucynok 5.6) (Dobrovolskaya et al., 2015).
Takum oOpa3om, i odKcrpeccun TreHoB-romeosnoroB WFZP - xapakrtepHa
opraHocrnenuuIHOCT, M cTaauecneuPuuHocTh. bbl1 OOHApyKeH pas3IMYHbIN
YPOBEHb IKCIPECCUU Tpex romMeojoruyHbix komuii rena: WFZP-A, WFZP-B u
WFZP-D (Pucynok 5.6). Ypoensb skcnpeccun reHa WFZP-D cymectBenno
npesbiman ypoBHu skcnpeccun WFZP-A (B 4 paza) u WFZP-B (B8 20 pag).
OtHOCcuTENbHBIA ypOoBeHb dKkcrnpeccun reHa WFZP-B Obil OoueHb HU30K, YTO
MOXXET OBITh CJIEICTBUEM HW3MEHEHHS CTPYKTYphl MPOMOTOpa B pe3yJbTaTe

UHCEPIMH MOOMIIBHBIX 35ieMeHTOB (Pucynok 5.5D).

m WFZP-A
WFZP-B
m WFZP-D

Otnocurtenbuslii yposens MPHK WFZP-A-B-D
@

4
2
0
SD EFD1 EFD2 LFD JIHCT KOpeHb
@ °
Couserune

Pucynok 5.6 — Otnocutensubiii ypoBeHb MPHK romeonoros rena WFZP B congerun,
JWCTe W KOpHE MIICHUIbl copra YaiHn3 CHOpuHT MO pe3ysbraTaM KOJUYEeCTBEHHOU
OT-IILP. SD (spikelet differentiation stage) — cramus muddepeHIUPOBKH KOJOCKa,
EFD1 wu EFD2 (early floret differentiation stage 1, 2) - paHHsAs cTagus
nuddepenupoBku nBetka 1 u 2, coorsercrBenno; LFD (late floret differentiation stage)
— no3Hss craaus auddepeHnupoBku 1BeTKa. [logpoOHOEe ommcaHue CTaguil pa3BUTHS
COLIBETHS, a TaKXKe JICTAIbHOC OIMCAHUE YCJIOBUH MPOBEACHHUS DKCICPUMEHTA
npuBeaeHbl B [1aBe 2 Marepuains! u metoanl (Dobrovolskaya et al., 2015)
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5.4. Onpenenenue jJoxanuzaunu reioB WFZP-A-B-D B pesiennoHHbIX OMHAX

xpomocom 2A, 2B u 2D

Ha ocHoBe ycranoBimeHHouW mnepBuyHOoM crpykrypel JIHK renos
WFZP-A-B-D copra Yaitnuz Chopunr Obutd pa3paOoTaHbl crenu@uyeckue
npaiiMmepsl (Tabmuma 6 IlpunoxeHus) U UCTIOJIB30BAHbI JUISI aMILTH(DUKAIIMKN TpeX
romeonornyHbix kormii rena WFZP. C npumenenneM crieniupuiecKkux mpaiMepoB
Ha oOpasnax JIHK nenenumonnsix nunuii copta YaitHuz CHpUHT T€HBI-TOMEOJIOTH
OBLITN JIOKAJIM30BAHBI B JICTICITMOHHBIX OMHAX XPOMOCOM BTOPOI TOMEOJOTUIECKON
rpynmbl (Pucynok 8 Ipunoxenus). Jlokanuzanus remoB Mrsl u WFZP — rena-

KaHauaata Ha posb Mrsl, B nenmeuuonHom Oune 2DS-5 0.47 cosmana

(Dobrovolskaya et al., 2015).

5.5. Pa3zpaborka W KapTHPOBaHHME MHKPOCATE/UVIMTHBIX MAapKepoB K

WFZP-n0oxycam MATKoii nieHu1bl

ITocnenoBarensHOCcTH JIHK BeTraBok BAC-knonos CS248B13, CS184F24 u
CS305HS5, conepxarnue romeosnoruunbie rensl WFZP, nocnyxuim ocHoBOM 1iist
UACHTU(DUKAIIMK U JIOKATH3AIMH MUKPOCATEIUTHBIX JOKYCOB B OOTaThIX T€HAMHU
pationax xpomocom 2AS, 2BS wu 2DS. bwsuio oOHapyxkeHO, 4YTO Cpeau
JTUHYKJICOTHIHBIX TOBTOpOoB npeodnanarot AG, GA/TC (61,5%) u TA/AT (27%)
(Tabmuma 8 Ilpunoxxenus). Panee ObUTO TOKa3aHO, 4YTO TE€ JK€ KIJIACCHI
muHyKIeoTHIHbIX TOBTOpoB (AG/CT m AT/TA) sBustorcs mnpeoOiiagaroniuMu
JTMHYKJICOTHUIHBIMUA MOBTOpamMu B reHoMe puca (Grover et al.,, 2007), renomax
JIEBSITU BUOB 3JIaKOBBIX, BKJItOUYas BUbI . urartu (loHop resoma A MIIEHUIIBI) U
Ae. taushii (monop remoma D mmenmnbi) (Wang et al.,, 2015) u, B 1enom,
XapakTepHsl i1 TeHOMOB  pacrenuii  (Lagercrantz et al,, 1993).
NnentudunmpoBanHble HAMU JUHYKJICOTHIHBICE MUKPOCATEILTUTHI JIOKAIM30BaHbBI
KaK B I€HHBIX JIOKycaX, TaK M B JIOKycaX MOOWJIBHBIX 3jieMeHTOB (transposable

elements, TE) wu  HeaHHOTHpOBaHHBIX  mociemoBatenbHOCTIX  JIHK.
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TpUHYKIICOTUIHBIE MHKPOCATEIUIMTHBIC TIOBTOPHI BCTPEUAIHNCH PEXKE, UYeM
JTUHYKJICOTH]IHBIE, TpeoOIalaomuii MOTHB/MOTUBBI OOHApY>KEHbl HE OBLIH.
bonpmias 4acTe TPUHYKICOTHIIHBIX MHUKPOCATEIUIUTOB OblIa TMpe/CTaBlIeHA
kopotkumu SSR-moBtopamu kiacca |l (<19 m.H.), accommmpoBanHbiMu ¢ TE
(Tabnuma 8 Ipunoxenws).

B nenom, npeobnaaaromnias 4acTb OOHAPY>KEHHBIX HAMH MUKPOCATEIUTHBIX
JOKycoB Obuta accommupoBaHa ¢ TE xmacca | (peTpoTpaHCIO30HBI) W
pacrojaraiach HEMOCPEICTBEHHO BO BHYTpeHHHX paiioHax TE. Hamu He ObLIO
OOHapy>KEHO HU OJHOW CEPUU TOMEOJOTUYHBIX MHKPOCATEIUIUTHBIX JIOKYCOB,
accouMUpoBaHHbBIX ¢ TE (romeosiornuHbie MHKpPOCATEIUIMTHBIE JIOKYChl —
MHUKPOCATEJUIUTHBIE JIOKYCHI OJIHOTO THITIA ¢ TOMOJIOTHYHBIMHU (DIIAHKHPYIOUTAMU
MOCJICIOBATEILHOCTSIMHU,  JIOKAJTU30BAHHBIE B TOMEOJOTUYHBIX XPOMOCOMAX
pa3HBIX CyOr€HOMOB MIIEHUIIBI). DTO CBS3aHO, MO-BUIUMOMY, C TeMm, 4To [E
SBIISIIOTCS OBICTPO SBOJIOIMOHUPYIOHIEH (pakinueld TeHOMOB, KOTOpask BHOCHT
OCHOBHOM  BKJAaJ B  MEXBUIOBYIO JUBEPreHIMIO. BBICOKHI  IPOLEHT
aCCOIMUPOBAHHBIX C PETPOTPAHCIIO30HAMH MHUKPOCATEIUTUTHBIX MOBTOPOB OBLI
oOHapy>KeH paHee TMpU TIOJYYCHHH HACHIIICHHOW MHUKPOCATEINIUTHBIMU
OBTOpaMH reHOMHOM OnbinoTeku ssumens (Ramsay et al., 1999).

Tetpa- (3 nokyca) u neHTaHyKJI€OTUHBIE (1 JIOKYC) MUKpPOCATEIUTUTHI ObLITH
oOHapy>KeHbI TOJILKO B HEAHHOTUPOBAHHBIX nocienoBarensHocTsI X JJHK (Tabmuma
8 Ilpunoxenus). M3 AeBATH MHUKpPOCATEIUIUTOB, OOHAPYKEHHBIX B TEHHBIX
JIOKycaxX, TSATh HAXOIWINCh B S5-HEKOAUPYIOUIUX O00JACTIX TEHOB, JBa — B
KOJUpYyIomel 00acTd U 1Mo OAHOMY — B 3'-00JaCTM M WHTPOHE, MPU 3TOM B
KOJUpYIOIIed 00JIaCTH JIOKAJIM30BaH TPUHYKJICOTUJIHBIN MOBTOP, B OCTAJbHBIX —
JTUHYKJICOTHIHBIE ~ MHUKPOCATEIUUTHI.  Pe3ynbTaThl MHOTHX — MCCIIEIOBAaHUN
CBUJETEIBCTBYIOT O TOM, YTO pa3JIUYHbIE THUIIbI MHUKPOCATEIUTHBIX JIOKYCOB
HEPaBHOMEPHO pacIpe/iesieHbl B reHoMe pacTeHui. Tak, Obu10 00HApYKEHO, YTO B
KOJUPYIOIIUX MOCTEAOBATEILHOCTAX apabuI0ICUC, prca, KyKypy3bl W TIICHUITBI
HanOoJIee YacTO BCTPEYAIOTCS TPU- U NEKCAHYKJICOTUIHBIE TIOBTOPBI, B TO BpeMs

KaK HEKOIUpyromas (Qpaxius COAEPKUT OCTAIbHBIE THUIIBI MUKPOCATEIUIUTOB
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(Morgante et al., 2002). BpicOkyl0 IUIOTHOCTh MHKpPOCATCIUIATOB B
NOCJIEOBATENBHOCTSIX, IPUMBIKAIOIIUX K CTapTOBOMY KOIOHY, BKIrouas 5-UTR
(5-untranslated region, 5-HeTpaHCIUpyeMblii paiioH), OOHAPYKHUIU Y pHca, MPH
ATOM HamOoJIee MPEACTABICHHBIMHA OKA3AJIUCh TUHYKICOTHIHBIE MUKPOCATEITUTHI
(AG)n u (CT)n, B TO BpeMs Kak MpeodIaJaroliM JUHYKICOTHIOM B TEHOME puca
sisercss (AT)n (Grover et al.,, 2007). Bpicokass 4acToTa MHKpPOCATEIUIMTOB B
00JacTAX, TPHUMBIKAIONIUX K CTapTOBOMY KOJIOHY, MOXET O3HadaTh WX
(GYHKIIMOHATBHYIO POJIb, U MHUKPOCATEIUIUTHBIE MapKepPhl, MMOJYICHHBIEC Ha OCHOBE
TaKUX JIOKYCOB, TPEJCTABISIOT WHTEpEC I Pa3pabOoTKH (YHKIIMOHAIBHBIX
TCHETUYECKUX MapKEepOB C IICJIbI0 HCIOJb30BaHUS B (PyHIaMEHTAIbHBIX
UCCJICIOBAHMSIX U CEJICKIIHH.

Cnenyer  OTMETHTH, UYTO OOHApy)XCHHbIE HAMU  TOMEOJOTUYHBIC
MUKPOCATEJUINTHBIC JIOKYChI pacrojarainch Ju00 B reHaX, BKIOYas S5'-pailOHBI,
NPUMBIKAIOIIME K  CTapTOBOMY  KOAOHY, JHOO B  HEAaHHOTHPOBAHHBIX
nocnenoBarenbHocTsaX  (Tabmuuma 8 IlpunmokeHusi),  4TO  OTpakaer
KOHCEPBATUBHOCTh 3TUX oOnacteil. CpaBHEHHE CTPYKTYpPhl IaHHBIX JIOKYCOB
MOKAa3aJI0, YTO JUBEPIreHITNS B HUX CBSA3aHA KaK C U3MEHEHHWEM YHCja TTOBTOPOB,
TaK W C HYKJICOTHAHBIMH 3ameHamMu (Pucynox 5.7). Hammume wHCEpPIIMOHHO-
JICJIEIMOHHOTO  MONIMMOpdu3Ma W OJHOHYKJICOTHIHBIX 3aMEH B 00JacTsX,
(bIaHKUPYIOMIMX MUKPOCATEIUTUTHBIE TIOBTOPHI, TTO3BOJISET pa3padaThiBaTh JIOKYC-
cnenuduunsic SSR-mapkepsi (Tadmuier 8 u 9 [punoxeHwus).

Temnykh ¢ coasr. (2001) mpemyoxuiaw pa3aeauTh MHUKPOCATEIUTUTHBIC
JIOKYCHI Ha JIBa KJIacca B 3aBUCUMOCTH OT JiuHbIL: knacc | (> 20 m.H.) u knace |l (<
19 m.H.). Takoe pa3aeneHue Ha KIacCchl OTPAKAET MOTCHIIMA MUKPOCATEIINTOB B
KaueCTBE MOJIEKYJSIPHBIX MapKepoB, Tak Kak kijacc | Beicoko monmmopden, a
kmacc |l mo wactore MyTammii HE  OTJIMYAeTCS OT  YHHUKAJIbHBIX
nocinenosareiabHocteli  JIHK  (Temnykh et al, 2001). Cpenu
UJACHTU(GUIIMPOBAHHBIX HAMU MHKPOCATEIUTUTOB 14 JIOKYCOB MpPHHAIICKAIO K
kinaccy | (Tabnuua 8 IlpunokeHus), TsATh U3 HUX OBLIM accolMUpoBaHbl ¢ TE

(Tabmuua 8 IlpunoxeHus) ¥ HE MOAXOIWIN AJsl pa3pabOTKU MapKepoB, TaK Kak
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HEKOHCEPBAaTHUBHbIE  (IAHKUPYIOIIHNE TOCIEI0BATEIBHOCTH HE  MO3BOJSIOT
pa3pabaTeiBaTh JIOKyc-crienupuunbie SSR-mapkepsl. JJii HECKOJIBKUX JIOKYCOB
KJjacca |, pacrosloKeHHBIX Ha TPaHULIE KOHTUTOB, ObUIO HEBO3MOKHO pa3padoTaTh
onuH wu3 mpaiimepoB. Ilapel mpaiiMmepoB ObUIM  pa3paboTaHbl K CEMHU
MHUKPOCATEJUIUTHBIM JIOKyCaM U IPOTECTUPOBAaHbI HA JAEBITH JIMHMUSIX M COpTax
MArko nmenunsl. MHopmanus o pa3paboTaHHBIX MapKepax Ipe[CTaBl€Ha B

Tabmune 9 [punoxeHus.

2A
2B
2D

2A TCTCTCTCTCTCTCCCTCCCTCTCTCTC
2B TCTCTCTCTCCATCTCTICTCTCTCTCTCTICTC
2D TCTCTCCCTC TCICTCTCTCTIC

Pucynok 5.7 — CTpykTypa roMe0I0THYHbIX MUKPOCATEIUINTHBIX JJOKYCOB. I[loguepKHyTHI
CaliThl  OTXKWTa  TpaliMepoB  MHKpocaTe/UIMTHOro  mapkepa  SSFCS184F24-1
([1ob6poBosbekas u ap., 2015)

[TonumopdHbIe MHKPOCATEIUIUTHBIE MapKepbl ObUIM HCIMOJIBb30BaHBI IS
reHoTunupoBanus nonyisiuu  F, (96 UMHIUBUAYalbHBIX PACTEHHI) OT
CKpELIMBaHUs COPTOB MATKOM miueHunsl Yaiinn3 CrnpuHr U PeHan um nmoctpoeHus
MOJIEKYJISIpHO-TEHETHUEeCKUX KapT XxpomocoMm 2AS, 2BS u 2DS (Pucynokx 8
[Tpunoxenus). MukpocaremutHbiil Mmapkep SSTCS305H5-1 k nokycy WFZP-D na
MOJIEKYJIIPHO-TEHETUYECKOM KapTe XpoMocoMbl 2D ko-nokanusyercs ¢ MapkepoM
Xwmc453. Panee Hamu ObUIO TOKa3aHO, 4YTO TIeH MISl Ha MonekymnspHO-
TeHETUYECKOM KapTe KO-JOKAJIM30BaH C TeM e MapkepoMm, Xwmc453. Takum
00pa3oM, MBI IOKa3ajd, YTO PACIOJIOKEHHE TEeHETHYECKHX JIOKycoB Mrsl u
WFZP-D (ren-xanmumatr Ha poib Mrsl) B genmernmoHHOM OWHE XpoMocoMbl 2D
(2DS-5 0.47) u Ha MOJIEKYJIIPHO-TEHETUYECKON KapTe xpomocombl 2DS coBnamaet

(TobpoBonbckas u ap., 2015; Dobrovolskaya et al., 2009, 2015).
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VYcTaHOBIEHUE CTPYKTYPHOM OpraHM3alMy I'eHa KaHIuJaaTa Ha pojib mrsl —
WFZP-D u renos-romeonoroB WFZP-A u WFZP-B, usyuenue ocobeHHocreil ux
IKCIPECCUH (TPAHCKPUIIIMOHHONW aKTUBHOCTH) W JIOKAJTH3AIMA B JCICIIMOHHBIX
OMHax ¥ Ha MOJEKYIIPHO-TEHETUUECKUX KapTax XpOMOCOM  MIICHUIIbI
IPOBOJUIOCH C MCIOJIb30BAHUEM T'€HETHYECKUX (JeJIEUMOHHBIE JIMHUM) U
reHoMHbIX (BAC-0uOnmoTeka) pecypcoB, TMOJYYCHHBIX Ha OCHOBE COpTa
nuenunpl Yaian3 Cropunr. Konoc copra Yaiian3 CHpUHTI CTaHZApPTHOIO THUIIA
(Pucynok 3.1 I'maBa 3), u mpezmnoaraercsi, YT0 3TOT COPT HECET aJlIeIM I'€HOB-
romeosoroB  WFZP nuxoro tuma. JlanpHeWInue UCCIENOBaHUS C IEIBIO
ycTaHoBieHUsT (pyHkunoHanbHOM ponu WFZP  nmeHuns OpoBOAMIUCH Ha
FEHETUYECKOM MOJIeIM — MHOTOKOJIOCKOBBIX JIMHUAX MSTKOM  TIISHUIIbI
HE3aBUCUMOTO TMPOUCXOXKJAEHUS, OXapaKTEPU30BAHHBIX HAMH C IMPUMEHEHUEM
METOJIOB MHKPOCKOINHH, METOJOB aHajliu3a KapuoTHUIa ¢  MOJIEKYJISIPHO-
FeHETUYECKUX TMOAXO0A0B (Tpynne JUHUH C OJHOTHUIHBIMU HapyUICHUSMU
mopdorenesa |) (I'naesr 3-4, JloopoBonbekast u ap., 2014a, 20146, Dobrovolskaya
et al., 2008, 2009, 2015).

5.6. Ompenenenne CcTPpyKTypbl reHoB-romeosioro WFZP-A-B-D vy
MHOIOKOJIOCKOBBIX JIMHMH MSATKOM MNIIEHUIbI W JHHHUHA CO CTAHAAPTHBIM

(enoTunmom koJ1oca

Crneunduunpie mpaiimMepsl, pa3paboTaHHbIE Ha OCHOBE HYKJICOTHUIHBIX
nocienoBatenbHocTel copta Yainuz Crpunr (Tabnuma 6 Ilpunoskenwus), Obuin
WCITIOJI30BAHBI JUIsI YCTAaHOBJICHHS TMepBUYHON cTpyKTyphl JJHK romeomornunbix
reoB  WFZP-A-B-D 'y cemMu  MHOrOKOJOCKOBBIX  JIMHUWA  MIICHUIIBI,
NPEICTABISIONIMX pa3iardHbie MopdoTunbl kojoca: MRS (NIL-mrsl, Rucl63,
Rucl67), HS (Sol64, MC1611), TTSW (Sklel28) u GB (Ruc204), a Takxe
YEeThIpeX JMHUNA MATKOW MIIEHUIBI CO CTaHAAPTHBIM (eHoTturioM Kojoca H67,

C29, S0149 u Penan (Pucynok 5.8).
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Takum oOpa3om, B KadecTBe MNPEACTABUTENECH CO CTAaHAAPTHBIM TUIIOM
Kosioca ObUTH BBIOpaHbl uHUK S0149 u C29, ucnonp30BaHHBIE HAMU B KaueCTBE
poauTenel aias KaptupoBaHus Mrsl/qSS (kaprupyromiue momyssiuun Rucle3 X
S0149, Rucl67 x Sol49, Ruc204 x C29, Sklel28 x C29 wu
MC1611/C29//MC1611) u, kpome Toro, mapel ‘NIL-mrsl — pekyppeHTHbIi
poautens H67' u ‘unnynupoBanHbiii MmyTanT MC1611 — ucxoansiii copt C29°.
Bbu10  BBINONHEHO cekBeHHpoBaHue MeroaoM CoHrepa mnpoaykros [ILIP,
MOJIYYEHHBIX C HCIOJb30BaHUEM clielupuueckux npaiimepoB Ha oOpaszuax JIHK
OJIMHHAJIIIATU BBIMIENIEPEUUCICHHBIX JIMHUN MieHUuIbl. [lomydeHHbIe aMIUTMKOHBI
Ope/CTaBsId  cOOO0M  TepeKphbIBarolIvecss  (parMeHThl TE€HOB,  BKIJIIOYas
xkoaupyrorumii paiion (CDS) u mekogupyromue 5'- (oxomo 1000 m.H.) u 3'- (0koJ0

1000 1.H.) paliOHBI T€HOB.

5.6.1. WFZP-D

PesynbTaThl pe-cexpenupoBanusa rena WFZP-D y MHOTrOKOJI0CKOBBIX JTUHUT
U JUHUH C HOPMaJIbHBIM KOJOCOM TIIOKa3ajdu pa3judusi B CTPYKTYpHOU
opranm3anun reHa (Pucynokx 5.8, Pucynox 9 Ilpunoxenus). I'en WFZP-D
OJHOCTBIO oTcyTcTBOBan y JauHuii SKlel128 u Ruc204, mecymmx aeneiuu B
xpomocomax 2DS, m muamm S0164, y xotopoit xpomocoma 2D momHOCTBIO
oTcyTcTBYeT  BcimenctBue — 3amemienus — (Pucynmok  5.8).  Pesymbrarhl
TeHOTUIIUPOBaHUs, BbIoMHEHHOTO Ha obpasuax JIHK rubpunos nmokonenus F, ot
ckpemmBannii Ruc204 x C29, Sklel128 x C29 ¢ ucnonp3oBaHHEeM CHEITUPUICCKIX
npaiMepoB, OOHAPYKWJIM OTCYTCTBHE MPOJYKTa aMIUTU(DUKAIMK (HYyJIb-aJljIeNb) Y
BCEX pacTeHH# 3TuxX momyisinuid ¢ SS-penoTunoM kosoca (Dobrovolskaya et al.,
2015).

VY 1pex nuuuit mopdoruna MRS, umeromux oOliee MPOUCXOXKIACHUE —
Rucl63, Rucl67 wu NIL-mrsl, o6napyxena wmytamuss B GCC-06okce caiita
CBSI3BIBAHUSA (GYHKIIMOHAIBHOTO AP2/ERF JIOMEHA rera WFZP-D:

HecuHoHnMUYHas 3ameHa AAG (Ala) — GAG (Pro) (Pucynok 5.8, Pucynok 9
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[Ipunoxenus). ['enorunupoBanue necatu apyrux MRS-munnii (V3-79-08, V3-82-
08, V3-83-08, V3-84-08, V3-85-08, V3-86-08, V3-87-08, V3-88-08, V3-89-08 u
V3-90-08) ¢ wucmonb3oBaHueM mapbl crenuduyeckux mnpaiimepoB (Tabmuma 6
[Ipunoxxkenus), pa3pabOTaHHBIX AJS UICHTU(UKALMKA 3TOW MyTalli, MOKa3ajlo ee
HaJu4yue y BceX n3ydaembix Hamu JuHuii ¢ MRS-dpenorunom. Kpome toro, Ob110
00Hapy»keHo, 4To Bce pacTteHus F, oT ckpemmBanuii RUC163 X S0149 u Rucl67 X

S0149 MRS-¢denoTuna HecyT MyTaHTHBIH amiens poautens Rucl63 wim Rucl6?.

A WFZP-A WFZP-D
wfzp-A.1 wfzp-D.1
Wfzp-D.2
o | [ | | ol | | | |
AP2/ERF AP2/ERF
B Phenotype Lines \\

NS Cs CGGCGGCGCGCGGET GAG CAG
NS Rn CGGCGGCGCGCGGC GAG CAG

ss Sklel28 -—--—————————- complete-deletion

ss Ruc204 [ complete-deletion

ss S0l64 |[=——=—=——==——e= complete-deletion
SS (MRS) Ruclé3 =—=-———=—————e- ARG CAG
SS (MRS) Ruclé? =t AAG CAG
NS 50149  =emememmccemm—a- GAG CAG
S8 (MRS) NIL-mrsl--—-=——=———————— AAG cac
NS N67 CGGCGGCGCGCGGC GAG CAG
SS weak MC1611 CGGCGGCGCGCGGC GAG TAG
NS 529 CGGCGGCGCGCGGC GAG CAG
Frameshift G-A C-T

mutation mutation mutation

C WFZP-D RFLGVRRRPWGRYAAEIRDPTTKERHWLGTFDTAQEAALAYDRAALSMKGAQARTNFVY
wfzp-D.1 RFLGVRRRPWGRYAAKIRDPTTKERHWLGTFDTAQEAALAYDRAALSMKGAQARTNEFVY
wfzp-D.2 RFLGVRRRPWGRYAAEIRDPTTKERHWLGTFDTA*EAALAYDRAALSMKGAQARTNFVY

Pucynok 5.8 — (A) Cxemaruyeckoe wuzobpaxenue reHoB WFZP-A u WFZP-D ¢
obo3HaueHueM oOHapykeHHbIX Mytanuid. Jlomen AP2/ERF o6o3HaueH KpacHBIM
npsimoyroisHUKOM. CepbiM  1BeToM BbliAeneHbl nenenuu. (B) WFZP-ramiorumsr
MHOT'OKOJIOCKOBBIX JInHUH (SS, supernumerary spikelets), Bkmouas MRS (multirow
spike), w guHMI co craHmaptHeiM ¢enotunom Komoca (NS, normal spike),
o6o3HaueHHbIx KpacHbIM (SS) m 3emensiM (NS) 1mBeToM, cooTBeTcBeHHO. Weak —
cmaboBeipaxkeHHbl  SS-penorun. Cs — Yaitauz Copuar, Rn - Penman, N67 -
HoBocubupckas 67, S29 — Capartosckas 29. (C) BrlpaBHMBaHHE aMHHOKHCIOTHBIX
nocienoBarensHocteii qomena AP2/ERF WFZP-D aukoro tuma u myrtantoB Wfzp-D.1 u
wfzp-D.2 (Dobrovolskaya et al., 2015)
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OOHapyxeHHBIH ayieib  Obul  ob6o3Hauen Wfzp-D.1. wfzp-D.1 Owmn
MHTEIPUPOBAH B MOJIEKYJISIPHO-T€HETHYECKHE KapThl XpomocoM 2D (Pucynok 10
[Mpunoxxenus) (Dobrovolskaya et al., 2015). Jlokanu3zamus wfzp-D.1, rena mrsl u
MUKpOCATEJUIUTHOTO Mapkepa, pazpadorannoro k WFZP-D nokycy ssrCS305H5-
1, Ha MOJeKyIIpHO-TEHETHMUYECKUX KapTax xpomocoM 2DS  cosmagaer
(Dobrovolskaya et al., 2015, Jlo6poBoibckas u Ap., 2015).

[loxazano, uyto wuHaynupoBaHHbBI MyTanT MC1611 Hecer HOHCeHC-
MmyTanuio B pynknuonanbHoM qomene AP2/ERF rena: GAG (GIn) — TAG (stop)
(Pucynox 5.8, Pucynox 9 [Ilpunmoxxenus). bputa ompeneneHa dYacTU4Has
HYKJICOTUHAS TIOCIE0BATENbHOCTh TeHa WIZP-D y 96-u GeKKpOCCHBIX TOTOMKOB
ot ckpemnmBanus MC1611/S29//MC1611. OG6HapykeHO, YTO BCE pPACTEHHUSA C
SS -peHoTHTIOM HECyT MyTaHTHBIN aJljIe)ib, KOTOPBIA ObLIT 0003HaueH Wfzp-D.2, B
TO BpeMs KaK OCTalbHbIC pacTeHus Obuth rerepo3uroramu Wfzp-D.2/WFZP-D.
Takum oOpaszom, Wfzp-D.2 accommupoBan ¢ SS-¢penHorunom ymann MC1611
(Dobrovolskaya et al., 2015).

CpaBHUTENBHBIN aHAIN3 TEHETHYECKUX KapT XpOMOCcOoMEBI 2D, comeprxammmx
reasl WFZP-D u mrs1/qSS (Dobrovolskaya et al., 2008, 2009, 2015), myrarus
KOTOPOTO BBI3BIBAET M3MEHEHHS B CTPYKTYpE KOJOca, TOKa3al KO-JOKaTU3allrio
naHHbIX TeHoB (Pucynok 10 [Mpumoxenus).

Taxum, 00pa3zom, Bce n3ydyaeMble MHOTOKOJIOCKOBBIE IMHUH SIBIISIOTCS JTHOO
HYJb-MyTaHTaMH 10 JIoKycy Wfzp-D, nmubo HecyT myranmu B (QYHKIIMOHAIBHOM

nomene AP2/ERF rena wfzp-D (Pucynok 5.8).

5.6.2. WFZP-B

Onpenenenve HyKJIEOTUIHOM TmocienoBaTenbHocth reHa WFZP-B y
M3y4aeMbIX JIMHHUI MIICHUIIBI TI0KA3aJlo, YTO HE3aBUCUMO OT MOp(]OJIoruu Kojaoca
BCE OHHM HECYT OJIMHAKOBBIC CTPYKTYPHBIE W3MEHEHUS B MPOMOTOPHOM pailoHE
reHa: MHCEPIUIO IBYX MOOMIBbHBIX 35emMenToB MITE (miniature inverted-repeat) B

no3unusx -114 nmu. u -320 mH. ot crapToBoro komona (Dobrovolskaya et al.,
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2015). Ananu3 3KCpeccHy TeHa TI0Ka3all HU3KUH YPOBEHb TPAaHCKpUMIH — 5% ot
ypoBHs TpanckpuntoB WFZP-D (Pucynok 5.6). Takum obpazom, ren WFZP-B y
MSTKOW MIIEHUIBI B OOJBIION CTENEHW MHAKTUBUPOBAH, YTO COTJIACYETCS C TeM
(dakTOM, YTO MHCEPLUUU MOOUIIBHBIX 3JIEMEHTOB B MMPOMOPHBIN pallOH reHa MOTYT

BbI3bIBATH CHUKCHUC YPOBHA SKCIIPECCHU I'CHA BILIOTH 40 €T0 CalJICHCHHTA.

5.6.3. WFZP-A

AHanmu3 HyKJIEOTUAHBIX nocnenoBarenbHocteid rena WFZP-A nokasan, uro
y LIECTH U3 CEMHU MU3y4aeMbIX MHOTOKOJIOCKOBBIX JIMHUMN MIIEHULIBI (UCKIIIOUEHUE —
MC1611) u oaHoit nmuHuU ¢ KosocoM aukoro tuma (S0149) B rene WFZP-A Obuta
oOHapyxeHa aenenus 14 m.H., pacroyio’keHHasl B KOAUpPYIoIeM paiione reHa 3a 40
m.H. 70 ¢yHKnuoHaabHoro aomeHa AP2/ERF, 4rto BbI3BaNO COBHr paMKu
cuutbiBanus (Pucynok 5.8 u Pucynokx 9 Ilpunoxenus). Hns unentuduxanuu
JaHHOW  nenenuu ObUla pa3paboTaHa mapa MpaiMEpoB,  BBISBISIONIUX
WHCEPLUMOHHO-AeIeIIMOHHbIN TTonuMopdusm (Tabmuma 6 Ilpunoxenus, PucyHok
5.9) u mpumeneHa s aHaimza 48 coproB msarkou mmeHunsl (Tadmmma 10

[IpunoxxeHus).
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PucyHnok 5.9 — Pe3ynbrarsl (hparMeHTHOIO aHalln3a, BBINOJIHEHHOro Ha obpasuax JHK
muanit NIL-mrsl (Bepxusisi wacte pucyHka) U HoBocuOupckas 67 (HMKHSS YacTh
pHCyHKa) C UCIIONIb30BaHUEM Mapkepa, HIeHTHHUIMpyomero amiens Wfzp-A.l

(cootBetcTByromMit pparmMeHt 194 m.H. oTMeueH crpenkoii) (Pa3paboTan aBTopoMm)
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Pe3ynbTaThl parMeHTHOTO aHaNM3a MOKAa3alu, YTO JAaHHYIO JCJICIIHIO HECYT
6.3% mnpoaHaTM3UPOBAHHBIX COPTOB IMIIEHUIBI CO CTaHAAPTHOM Mopdonoruei
kojoca (Tabmuma 10 Ilpunoxenus). CrnegoBaTenbHo, Aenenus (0003HaUYCHA Kak
amtens  Wfzp-A.l) pacmpocTpaHeHa Cpead COPTOB MSTKOH  IIICHHUIBI  CO
CTaHAApTHBIM (EHOTHIIOM KOJOCa M cama MO ceOe HE BBI3BIBAET HM3MEHEHUU
¢enoruna. Bmecte ¢ Tem, oOHapyxeHO, 4To couetaHwe amens Wfzp-A.l c
MyTaHTHbIMH ayienamu Wizp-D.1 wim wfzp-D.null mpuBoguT k BbIpaykeHHBIM
n3MeHeHusiM ¢enotuna y MRS-nmunmii (Ruc 163, Rucl67 u NIL-mrsl), nuauii,
Hecymux aenennu 2D (Ruc204 u Skle128) u 3amernienne xpomocomsl 2D (S0164).
Jluans MC1611, y koTopoii MmyTtaHTHBIH amuiens Wfzp-D.1 coueraercs ¢ ayuienem
nukoro tuna WFZP-A, otnuyaercs OT OCTAIbHBIX M3y4aeMbIX MHOTOKOJIOCKOBBIX
JUHUN TIICHWIBl HAaWMEHEE BBIPAXKEHHBIM MYTaHTHBIM (DEHOTHUIIOM KOJOCa
(I'nmaBa 3).

Tunel paciieruieHus: B CKPENIMBAHUAX MHOTOKOJOCKOBBIX MYTAHTOB H
JUHUN CO CTaHAApPTHBIM (PEHOTHIIOM KOJIOCA COOTBETCTBYIOT OOHApYKCHHBIM
aJuIeIbHBIM KoMOMHaIusM reHoB-romeosiorop WFZP-A u WFZP-D (Ta6auma 11
[Tpunoxenus). Tak, pacmieruieHne B THOPUIHOW TOMYISIUU F, OT CKpernuBaHus
JVHHUM CO CTaHIapTHBIM (eHoTHIIOM Kosioca S0149 (wfzp-A.1 WFZP-D) u MRS-
maamsiME Ruc163 u Rucl67 (wfzp-A.1 wfzp-D.1) 6s110 3 (kostoc aukoro Tuma) K 1
(xonoc mopdoruna MRS). B otnuuue ot pexyppentHoro poautenst H67 (WFZP-A
WFZP-D), nourn wn3orennas nunus NIL-mrsl Hecna myraHTHBIE aiiend IO
nokycam Wfzp-A.1 u wizp-D.1 (Dobrovolskaya et al., 2015).

O6o0mmasi pe3yabTaTbl MOJIEKYJISIPHO-TEHETUYECKOTO KapTUPOBAHUS M
aHaJu3a HyKJICOTUJIHBIX MOCIIE0BATEIbHOCTEN, MOXKHO 3aKkintouuTh, uto WFZP-D
u Mrsl seisrores cunonumamu (Dobrovolskaya et al., 2015). Takum oGpa3zom,
HaMH BriepBbie ObLT BhIeneH reH WFZP B reHoMe MSITKOW MIIIEHUITBI U TIOKa3aHo,
gyro amtemn  Wfzp-D.1  u  wfzp-D.2  accommmpoBaHbl ¢ MyTaHTHBIM

MHOTOKOJIOCKOBBIM (heHOTHIIOM Kosioca MRS/SS Msrkoii mimeHuIsI.
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[TosrydeHHBIE HYKJICOTHIHBIC TOCIICIOBATEIIBHOCTH OBLIN JCTIOHUPOBAHbI B
obmenoctynHyro 0a3y manHeix GeneBank. WFZP-A: H67 — MH544610, NIL-
mrsl — MH544611; S0164 — MH544612, S0149 — MH544613, C29 — MH544614,
Rucl63 — MH544615, Rucl67 — MH544616, Ruc204 — MH544617, MC1611 —
MH544618, Sklel28 — MH544619; WFZP-B: S0164 — MH544620, Ruc204 —
MH544621, S0149 - MH544622, Rucl63 — MH544623, C29 — MH544624,
Rucl67 — MH544625, H67 — MH544626, NIL-mrsl — MH544627, MC1611 —
MH544628; WFZP-D: H67 — MH544629, NIL_mrsl — MH544630, Rucl67 —
MH544631, Rucl63 — MH544632, S0149 — MHS544633, C29 - MH544634,
MC1611 - MH576978.

5.7. O6cy:xxknenue u 3akiaw4denue Kk ['ase 5

[IpumeHeHrne  METOAOB  MOJIEKYJISIPHO-TEHETHYECKOT0  KapTUPOBaHUS,
OCHOBaHHOTO Ha CHHTEHUM (CXOACTBE OpraHU3AlMM TE€HOMOB 3JIaKOB), H
UCIIOJIb30BAaHUE JIETAJIbHO OXapaKTEPU30BAHHBIX T€HETHYECKUX MOenei (cepuu
F€HETUYECKH HE3aBUCHMBIX MHOI'OKOJIOCKOBBIX MYTAaHTOB MIIEHHIIBI Pa3HOIrO
MPOUCXOXKJIEHUS, KOTOpasl BKJIIOYAET Mapbl «IMOYTH W30TE€HHAs JMHUS —
PEKYPPEHTHBIA POAUTENB», «KMYTAaHT — HCXOJHBIA COPT») IMO3BOJIAJIO BIIEPBHIC
BbIJIeuTh TeH WFZP, n3meHenus: nepBUYHON CTPYKTYpbl KOTOPOTO HMPUBOAAT K
(GbOpMHUPOBAHUIO JOTOJHUTEIBHBIX KOJIOCKOB Ha YCTyMaX KOJOCOBOTO CTEpPXKHS.
bruto mokazaHo, 9TO ()EHOTHUITBI MHOTOKOJIOCKOBBIX JTUHUM, 00bETUHEHHBIX HAMU
B OJHY TpYIIy C Yyd4eroM ocoOeHHOocTell pa3Butus cousetus (I'maBa 3),
oOycnonenbl mytauusimu WFZP-A-D nokycoB. Takum 00pazom, pe3ysbTarhbl
MOJIEKYJIIPHO-T€HETUYECKOTO aHAIN3a MOATBEPKAAIOT MPEANOIOKEHUE O €THHOM
IF€HETUYECKOM KOHTpPOJIE€ MpPU3HAKa MHOTOKOJOCKOBOCTb, CAENAHHOE HaMU Ha
OCHOBAaHHWM JJaHHBIX TeHeThudeckoro kaptupoBanusa (I'maBa 5) (HoOpoBoibckas u
ap., 2011, 2014a,0; Jdobposoasckas u ap., 20176; Dobrovolskaya et al., 2009,
2015).
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bonee BbicOkui ypoBeHb TpaHckpunuuu WFZP-D no cpaBHeHuio c
WFZP-A/WFZP-B cornacyercss ¢ ocHoBHbIM Bkiagom Mrsl/gSS-D nokyca B
F€HETUYECKUH KOHTPOJIb MPU3HAKA MHOTOKOJOCKOBOCTH MSTKOM MIIEHUIIbI
(Pucynok 5.10) (Dobrovolskaya et al., 2009, 2015).

beuto ycranoBneHo, 4to ¢eHOTUINBl JUHUM Tpynibl | 00ycClIOBIECHBI
MmyTtanusMu Wfzp u nmajee JmMHUM 3TOM Tpymmbl OyAayT HasbIBaTbes WIZp-
MyTaHTaMmu. V3ydeHue pa3BHBAIOIIETO COIBETHSI MyTaHTOB WfZp mo3Bommio Ha
OCHOBE 3a(DMKCUPOBAHHBIX U3MEHEHHI ONpPEAEeIUTh OCHOBHYIO (DYHKIIMOHAIbHYIO
ponb reHa WFZP B pa3BuTUM COUBETHUS TMIICHUIIbI: TE€HETUYECKUN KOHTPOJIb

YCTAaHOBJICHUA UACHTUYIHOCTU IIBETKOBBIX MCPUCTCM COILIBCTHUS.

0 WFZP-A qss-A_ mrs1/qSS-D
B WFZP-B
2A 2B 2D
%EXpl Y%Expl
~ 16% > 47%
0
Pucynok 5.10 - CooTHomieHHMsI ypOBHEH TPAHCKPUIITOB TI'€HOB-TOMEOJOTOB

WFZP-A-B-D (a) u Bkmag JokycoB mrsl/qSS-D B ompeneneHue mpu3HaKa
MHOT'OKOJIOCKOBOCTb MATKOM mieHuIisl (6) (Paspaboran aBTopom)

CpaBHUBas CTPYKTYPHYIO OPTaHU3AIHMIO TCHETHICCKUX JIOKYCOB M (DYHKITUH
reHoB-optojoro FZP 3nakoB: FZP puca, BD1 kykypy3sl u WFZP nimenunbl, Mbl
OoOHApyXWIA BBICOKMU YpOBEHb KOHCEPBATUBHOCTH. Tak, y MyTtaHToB fzp pmca
HaOmoAaIoCh  (DOPMHUPOBAHWE  ODKTONMWYECKUX  AKCHAIBHBIX  MEpPUCTEM U
3aMEIEHUE I[IBETKOB HAa OSKTOMUYECKHE BETOYKH, YTO MPUBOAWIO K
TIOBTOPSIONIMMCS IIUKJIaM BeTBJeHUs corsetus (Komatsu et al., 2003a). YuurteiBas

0COOCHHOCTH MYTaHTHOT'O (PEHOTHUIIA, aBTOPHI 3aKIIOUNIIHN, YTO GyHKIMS reHa FZP
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3aKJIIOYAeTCs B TOJABJICHUM PAa3BUTUS AKCHAIBHBIX MEPUCTEM M KOHTPOJIE
nepexojila K YCTAaHOBJICHHUIO HWIACHTHUYHOCTH LIBETKOBBIX MEPUCTEM COLBETHS.
Pesynbratel uccienoBanuii Rao ¢ coast. (2008) moareepammu Tot dakt, yro FZP
NoJaBiIsieT OPMHUPOBAHNE aKCHAIBHBIX MepucTeM comBetus. Bai ¢ coast. (2016)
nokasayu, 4ro ren FZP puca urpaer BaxHyl pojib B PEryjsiliud aKTUBHOCTU
I€HOB MJICHTUYHOCTH opraHoB I1BeTka — ABCDE-renoB. beuto oOHapyxeHO, 4TO
FZP koHTponMpyeT BETBIEHUE METEIKM pHCA, PErYIUpPYys AKTUBHOCTh TI€HA
RFL/ABERRANT PANICLE ORGANIZATION 2 (APO2). I1oBblieHHE SKCITPECCUH
FZP cymecTtBeHHO OaBiIsu10 GOPMHUPOBAHIE aKCHAIBHBIX MEPUCTEM COLIBETUS U
(¢opMUpOBaHHE BTOPUYHBIX BETOYEK METEIKM pHCa U OKa3bIBajO MO3UTUBHOE
BJIIMSTHUE Ha JKCIIpeccHio TeHoB kiaccoB B m E. Ha ocHoBanum 3Toro aBTOpPHI
Opeanojgoxuinu, 4ro FZP Moxer wurpaTe BaXHYH pojib B OIPEACICHUU
UJEHTUYHOCTA OpraHoB IIBeTKa, peryaupys aktuBHocTh OSMADS-60kc-
conepxarux reHoB (Bai et al., 2016). I'en BD1 kykypy3bl sIBISCTCS OPTOJIOTOM
reHa puca fzp, myranter bd1l u fzp umeror cxonubiii peHOTHN KOJTOCA U (PYHKIMU
renoB BD1 u FZP koncepsatususl (Chuck et al., 2002).

Komatsu ¢ coasr. (2003a) mokasanau, 4YTro Hamboee CYIIeCTBEHHBIC
MOCITIEACTBHS Ha (DEHOTHUIT METEJIKH pUCa OKa3bIBa MyTaIlMl B KOHCEPBATHBHOM
nomene AP2/ERF rena FZP. Tak, 3aMeHa OJHOH W3 IIECTH KOHCEPBATHBHBIX
AMHWHOKHCIIOT GCC-00kca canTa CBSI3LIBAHUS JIOMEHa AP2/ERF
TpaHcKkpuniuoHoro ¢akropa FZP (myrantsl fzp-2 um fzp-7) wmm oGpazoBanue
NPEXJIEBPEMEHHOTO TEPMHHHUPYIOIIEro KojoHa (myTantel fzp-1 u  fzp-4)
MPUBOAWIN K Hanbosee BbhIpakeHHBbIM (eHoTunudeckuM 3¢ dexkram (Komatsu et
al., 2003a). Ms1 oOHapyxwiH, 4To y Msrkou menuisl mytarus G/A GCC-6okca
caiita csa3biBanus gomeHa AP2/ERF rema WFZP-D, C/T myramus B JomeHe
AP2/ERF storo rena u aeneruu Jiokyca WFZP-D npuBoasT xk GpopMUpOBaHHIO
JIOTIOTHUTEIBHBIX KOJIOCKOB Ha yCTymax KoJIOCOBOro crepxkHsa. CoueTaHue
myrtaruit Wizp-D.1 u wizp-D null ¢ wmyrammerr wfzp-A.l (caBur pamku
CUUTHIBAHHUS) TOMEOJOTHYHONH KOMUU TeHoMa A TPUBOAWT K BBIPAKECHHBIM

deHotunmueckum 3¢pdexkraM, a KoMOMHAIMsT MyTaHTHoro amiens Wfzp-D.2 ¢
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amneneM nukoro tuna WFZP-A npuBonuna numb K ciaaObiM (HEHOTHUIIHYECKUM
IPOSIBIICHUSIM, YTO TaK)Ke MOATBEPKAAeT OOHApYKEHHbI HaMU OCHOBHOW BKJIaj
rena WFZP-D B koHTpob H3yuaemMoro npu3Haka.

Derbyshire u Byrne (2013) mony4ywim WHAYIHPOBAHHBIH MyTaHT MoOre
spikeletsl (mosl) Buma B. distachyon ¢ wnapymenusmu B pasBUTHH U
(GEHOTUNMMYECKUMH  OCOOEHHOCTAMH  MOP(OJIOTMH  COLIBETHS, CXOJHBIMH C
myrantamu bdl wu fzp. Ilpu onpeneneHwn CTPYKTypHOW OpraHuW3alMHd TeHA,
romoJiorugHoro FZP, y mosl myraruii B koaupyroiieM paioHe reHa 0OHapy>KeHO
He Obu10. OHAKO MPOMOTOPHBIM PailoH T'eHa COAEpKajl MHCEPLHUIO, CBSI3aHHYIO,
KaK MPEeNoI0KUIN aBTOpbl, ¢ HeOombmuM (20%), HO CTATUCTUYECKU 3HAYUMBIM
yMeHbIIeHUuEM 3kcnpeccuu reHa. C ucnonab3oBanueM mpaitmepoB k reny WFZP,
pa3paOOTaHHBIX B HalleM HccienoBaHuM, Obl1 mpoBeaeH ckpuHUHT TILLING
(Targeting Induced Local Lesions in Genomes)-nonyssiiuu Bujga B. distachyon, B
pe3ynbTaTe KOTOPOro ObUIM OOHApyXEHbl JBa HOBBIX ajjIeNisi C MyTalUsiMU B
nomene AP2/ERF rena-optonora FZP B. distachyon (myranter Bd8202 wu
Bd8972), accomuupoBaHHbIE C MYTaHTHBIM (EHOTHIIOM — (OopMHUPOBaHUEM
JIOTIOJTHUTEBHBIX KOJOCKOB B comserun B. distachyon (Dobrovolskaya et al.,
2015).

Takum 00pazoM, MOJyYEHHbIE HAMH PE3yJIbTAThI MOKAa3aIl KIIOYEBYIO POJIb
rena FZP (Bkmouas WFZP) B ompenencHur apXHTEKTyphl KOJIOCA 3J1aKOB H
onpeaenuy QyHKIMOHAIbHYO 3HaUMMOCTh joMeHa AP2/ERF storo rena.

Msrkas mmenniia (BBAADD) — mnpupoaHbIid  aljaoreKcarions, TeHOM
KOTOPOTO MPOU30IIEN B pe3yibTaTe THOPUAN3ALUHN TPEX MPEAKOB C AUMJIOUTHBIMU
reHomMamu: npenok cyoreHoma A — T. urartu, cyorenoma D — Ae. tauschii, a
cyorenom B mpoumsomen oT mnpenka Haumboliee TEHETHYECKH OJU3KOTO
coBpemenHomy Buay Ae. speltoides (Feldman, 2001; Feldman, Levy, 2005). Msl
BBIIEIMJIM B TE€HOME MSITKOM IMIIEHHUIBI KOmUHU reHoB-romeosnoros WFZP-A,
WFZP-B u WFZP-D, ycraHoBWwIM UX CTPYKTYypHYIO-(DYHKIITHOHAIBHYIO
opranuszaiuio u nmokasanu, 4yro myraiuu WFZP-D u WFZP-A/WFZP-D Bei3biBatoT

MyTaHTBIA SS-peHoTun kojaoca. MyTarus TOMEOJIOTHYHON KONTUU TeHa TeHoMa A
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— wfzp-A.1 npu Hammumnn aymens aqukoro tuna WFZP-D He BbI3bIBaeT M3MEHEHUIA
¢eHoTuma, omHako B coderaHun ¢ wmyramusamu Wfzp-D  mpuBomut Gonee
BBIPOKEHHBIM aHOMAJIMSM CTPOEHHUs KoJjioca. Ha ocHOBaHMM CXO/CTBa MaTTEPHOB
skcrnpeccun reHoB WFZP-A u WFZP-D u ocoGenHocTelt MyTaHTHBIX (DEHOTHIIOB,
MBI Tnipennonoxwim, 4to ¢yskius reHoB WFZP-A u WFZP-D cxonsbl, HO
(CHOTUMMYECKUE TPOSBICHUA MyTanuii Wfzp-A MoryT MacKupoBaThCs MpH
HOpMasibHOM  (pyHKIIMOoHMpoBanuu reHa WFZP-D, kotopsiii BHOCHT OOJBIINN
BKIag B ompenenenue npum3Haka (Dobrovolskaya et al.,, 2015). Ot
IPEINONIOKEeHNsT ObUIM BCKOpE MOJATBEPKICHBI pe3yjbTaTaMH HCCIIECIOBAHUN
Poursarebani ¢ coast. (2015), xoropsie Boigenunu red WFZP-A B reHome
TeTparuioniHor mimeHunsl 1. turgidum (BBAA), B cocTaB KOTOPOro HE BXOIUT
cyorenoM D, u mnokazamu, uto ¢enHorun 30-u BETBHUCTOKOJOCHIX 00pa3loB
T. turgidum pa3Horo NnpPOUCXOXKIACHHUS OOYCIIOBJICH OJHOM M TOHM e MyTalMel
TtBH-A1 rema WFZP-A.

Takum 00pa3om, ObUIH TTOTYUYECHBI CIAEAYIOIINE OCHOBHBIC PE3YIbTaThI:

1. C y4yeToM CHHTEHHH XPOMOCOM 3J1aKOB B OOJACTH PacCIOJIOKECHUS

nokyca Mrsl, cxonctBa U3MEHEHUM B CXEME pa3BUTHUS COLBETHU H

(EHOTUMHYECKUX TMPOSBICHUIA MyTanuid Mrsl mmenunsl, fzp puca m bdl

KyKypy3bl, oprtojior rena FZP mnmenunsl, ob6o3naueHHwlii Hamu WFZP

(Wheat FZP), Obut BbIOpaH B KadecTBe Haubojiee BEPOSITHOIO TI'eHa-

KaHauaaTa Ha pojib Mrsl.

2. T'omeonormunsie reasl WFZP-A, WFZP-B u WFZP-D Obutn BriepBbIe

BBIJICJICHBI B TEHOME MSTKOM TMIIEHUITHI.

3. TlokazaHo, 4TO ypOBEeHb JKCHpeccuu (YpOBEHb TPAHCKPUIITOB) TE€HOB

romeosioroB WFZP-A, WFZP-B u WFZP-D B renoMme MSTKoil NIIEHULLI HE

OJIMHAaKOB C mpeoOsaganueM ypoBHs TpaHckpuntoB WFZP-D, wuto

COIJIACYETCS C OCHOBHBIM BKJIQJIOM T'€HETHUYECKOro Jiokyca mrsl/qSS-D B

OIIPCACIICHUC ITPU3HAKa MHOI'OKOJIOCKOBOCTb MSTKOMN MMM CHUIIBI.
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4. OOHapyX€HO, YTO MYTAaHTHbIE (PEHOTUIIBI MHOTOKOJIOCKOBBIX JIMHUU
HE3aBUCUMOIO IIPOUCXOXKJEHUSA aCCOUMUPOBAHBI € MYyTalUsIMU Te€Ha

WFZP- D, u, Takum o6pazom, Mrsl u WFZP-D sBistoTCS CHHOHIMaMHU.
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I'nasa 6. U3YUEHUE CTPYKTYPHO-®YHKLIIMOHAJIBHOMI
OPTAHU3AIINU TEHA WFZP TUTIJIOWIHBIX Y TETPATIJIOWIHBIX
BU/IOB MIIEHULBI

AHanu3 CTPYKTYypHO-(YHKIMOHAJIBHOM OpraHu3aldd TI'€HOB-TOMEOJIOIOB
WFZP Msrkoii nieHuIbl mokasaji, 4To TOMeoJoruuHbIe Konuu cyorenomo A u D
(GYHKIIMOHATBFHO aKTUBHBI, HO MPHU 3TOM HX BKJIaa B (OPMHUPOBAHWE MYyTaHTHOTO
dbeHoTUa Kojoca HEOJMHAKOB, ¢ IpeobiajaHueM BIMSHUSA KOMUKU cyoreHoma D
(Dobrovolskya et al., 2015). Crenyromuii 3Tanm UCCIICIOBaHHMA OBLI ITOCBSIICH
uzydyenuto ponu reHa WFZP B omnpeneneHuM MHOTOKOJIOCKOBOrO (peHOTHNA Y

nurmonaHbIX (AA) u TerparionaHbix (BBAA) BUIOB MIIIEHUIIBI.

6.1. Onpenenenue CTpyKTypHOil opranusamum rena WFZP-A pumjionaHbix

BH/10B NIIEHUIIBI

YuuteiBasg CXOACTBO (EHOTHUIIOB M OCOOCHHOCTEH pa3BUTHS COIBETHS
uHAynupoBanHoro MytaHTa KT 3-24 ¢ BETBUCTBIM KOJIOCOM JHUIUIOUIHON
nireHuIbpl Buga 1. monococcum (AA) u oxapakTepu3oBaHHBIX WfZp-MyTaHTOB
msrkor mimenuisl (I'maBa 5, Dobrovolskaya et al., 2015), a Takxe npuHHMas BO
BHUMAHHE JIOKAIM3alUKd B KOPOTKOM Iulede Xxpomocombl 2A rena bh™,
JIETEPMUHHMPYIOIIETO MyTaHTHBIN (eHoTun kojoca muaun K 3-24 T. monococcum
(Amagai et al., 2014b), WFZP-A Obu1 BEIOpaH B KauecTBE T'eHA-KaHIUIaTa Ha POJIb
resa bh™. HabGop cnenmdpuyeckux mnpaiimMepoB, pa3pabOTaHHBIX Ha OCHOBE
HYKJIEOTHUIHOM nocieaoBaTeabHocT reHa WFZP-A msrkoit nienuipl (Tabmuma 6
[TpunoskeHus), OBIT WCIOJNB30BaH HaMH Ui ocHoBaHHOTO Ha IILIP BhImeneHus
rena WFZP 1o romonmorun B TeHOMax [AWIUIOWIHBIX BHUJOB IMIICHUIIBI
T. monococcum u T.sinskajae. TP ¢ WFZP-A-crienudpuyHbiMu mpaiMepaMu
npoBoauian Ha obpasmax JIHK myranmra KT 3-24 T. monococcum c BETBHCTHIM
kosocom, juHuu Pl 418587 Buga T. sinskajae ¢ KOMIAKTOMIAHBIM HEBETBHUCTHIM

kosmocom (KT 3-24 u Pl 418587 - pomutenu nomynsuun F,, Ha KOTOpOiA
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npoBoauaock kaptuposanue rena bh™ Amagai ¢ coasr. (2014b)). B pesynsrare
CCKBEHUPOBAHHUS  AMIUIMKOHOB  OBUIM  TOJNYYEHBI  TEPEKPBIBAIOIIHECS
nocienosarensroctu JJHK rena WFZP-A", conepsxaniue Koaqupyromuii paiion, 5'-
u 3-paiionsr reHa (GeneBank: KT 3-24 T. monococcum — MH544635; Pl 418587
T. sinskajae — MH544636). O6unapyxeno, uro red WFZP-A" MyTanTHOH nMHMU
KT 3-24 necer myranuio — HecuHoHuMUuHY0 3ameny TGC (Cys) — TAC (Thr) B
¢ynkunonansHoM nomene AP2/EFR, xoHcepBaTHBHOI 007aCTH T€HOB OPTOJIOTOB

FZP 3nakoB (Pucynok 6.1, Dobrovolskaya et al., 2017).

/ wfzp-A.2 \

— | | —
AP2/ERF

wT: TGC|(Cys)
bh: TAC (Thr)

Xwme792
Xwmel177
Xwmeb02
Xwmcec453
wfzp-A.2
SSR-WFZP-A
bhm

12.2 ngm122

Xgwm249

0O g ©oum
fe- X =R (SR [(e]

]

- il o

Pucynok 6.1 — (a) CxemaTtuueckoe msobpaxenue rena WFZP-A™ T. monococcum c
obo3HauenuemM wmytaiuu Wizp-A.2. AP2/ERF-moMeHn 0003Ha4YeH MPAMOYIOJIBHHKOM
kpacHoro nsera. WT (wild-type) — aukuii tun (6) Yactuunas kapra xpomocomsl 2A",
cojep kallas MUKpocaTe/UIMTHbIE MapKepsl 1 nokycel Wfzp-A.2 u bh™ (Dobrovolskaya et
al., 2017)

C wucnons3oBannem WFZP-A-cnenmmduunbix mnpaiimepoB (Tabmmma 6

[Tpunoxenusi) ObBUIM TMOJYyYEHbl AMIUIMKOHBI KOJUPYIOIIEro paloHa TreHa
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WFZP-A" y 94-x pacrenunii kaptupyromei momyssinuu F, KT 3-24 x Pl 418587, ¢
NOMOIIbIO CEKBEHUpOBaHUSI MeTofoM CaHreHpa ompejaeneHa HX MepBUYHAsA
CTpyKTypa. beimo oOHapy»keHO, 4TO BCE PacTEHHs C BETBUCTHIM KOJOCOM HECYT
mytaiuio reaa WFZP-A", T'en ObUT HHTETPUPOBAH B MOJIEKYJSIPHO-TCHETUIECKY IO
kapTy xpomocombl 2A", ckoHcTpyMpoBaHHyo Amagai ¢ coasr. (2014b). Beuio
oOHapyXeHo, 4YTo pa3paboTaHHBIH HaMHU  MHKPOCATEIUIUTHBIA  MapKep
ssrCS248B13 x noxycy WFZP-A ([do6poBonsckas u ap., 2015) nmomumopden
MEXy poauTeasMu kKaptupyomed nomyssiaun: KT 3-24 (amtens 180 mH.) u
P1418587 (ammenr 178 m.uH.). C wmcnonb3oBanmem SSICS248B13 mpoeneHo
TEHOTUIIMPOBAHUE PACTEHUHW KAPTUPYIOLIEH NOMYJIALUN, MHUKPOCATEIUIMTHBIN
nokyc sSrCS248B13 6su1 uHTErpHpOBaH B KapTy Xpomocomsl 2A™ (Amagai et al.,
2014b; Dobrovolskaya et al., 2017). Jloxamuzamus bh™, WFZP-A™ u ssrCS248B13
Ha MOJICKYJISIPHO-TEHETHYECKO# KapTe XpoMocoMbl 2A coBmnazaet (PucyHok 6.10).
Ha ocHOBE TOMYYEHHBIX PE3yIbTaTOB MOKHO 3aKI0uuTh, uto bh™ 1 WFZP-A™ —
cunonnmbl (Dobrovolskaya et al., 2017). MyranTHbI awienb ObUT 0003HAYCH
wfzp-A.2.

Myrtarus B koHcepBatuBHOM AP2/ERF-nomene rema WFZP-A" Bbi3biBaeT
U3MEHEeHUsT B cxeMme pas3BuTusa consetus wmytaHta KT 3-24, cxomnbie ¢
oOHapy)KeHHBIMU Hamu y WfzZp-myTantoB wmsrkod mmreHunsl ([maBa 3,
Dobrovolskaya et al., 2015, 2017), 4rto mnpexamonaraeT KOHCEPBATHBHOCTH
byukuit renoB  WFZP  nunnounHo¥ mmeHunsl Buaa 1. MONOCOCCUM U

reKCAIrJIOUIHOM MATKOMU TIIEeHUIbI T. aestivum.

6.2. Onpenesienue CTPyKTypHoii opranusanuu rena WFZP-A terpamionanbix

BUI0B NMIIICHUIIBI

Jluans R-107 TerparuionaHoM MIEeHWIBI Buaa 1. durum, xak ¥ MyTaHT
muriongaot mmeHurpl KT 3-24, umeer cxomHbli (eHOTUNT W OCOOCHHOCTU
pa3BuTHsa colBeTus ¢ MyTaHtamu WfzZp mmenunsl (I'maBa 3). T'enm  bh,

JNETePMUHUPYIOIUN MyTaHTHBIM (eHotun auHuu R-107, Ob1 KapTHpOBaH B
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xpomocome 2AS (Haque et al., 2012). YuutsiBas (eHOTUITUYECKHE CXOJICTBA B
npossiaeaun Mmytaumii bh T. durum, bh™/wfzpA.2 T. monococcum u Wwfzp
T. aetstivum, rer WFZP-A Obu1 BbIOpaH B KauecTBe HamOOjee BEPOSTHOIO
KaHAuIaTa Ha poJib DN 1 BBIIENICH B TeHOMAX TETPaIUIOUAHON mmeHunsl 1. durum
(muuus R-107, LD222 — nuuus ¢ gukuM (eHoTunom kojoca) u T. turgidum (K-
40750 — BeTBUCTOKOJIOCKHII 00Opa3elr) o romosoruu ¢ reaom WFZP-A T. aestivum
C ucrosb3oBanueM Habopa npaiimepoB kK WFZP-A (Tabmmma 6 [punoxenus), kak
obut0 onucano st K 3-24 T. monococcum (cm. pasaen 6.1). beuto oOHapyxeHoO,
YTO JIMHUW TETPAIUIOWIHBIX BUAOB mmieHuisl 1. durum R-107 u T. turgidum
K-40750 nHecyT oy u Ty ke MyTanuio (HecuHoHnMuuHyto 3ameny CTG (Leu) —
CCG (Pro) B xoncepBatuBHOM paiione rena — qomene AP2/ERF (Pucynok 6.2).
GeneBank: R-107 T. durum - MH544639; LD222 T. durum - MH544637;
K-40750 T. turgidum — MH544638.

Al

/B szp-A/ TtBH-A1 \

e T

—] I | —
\ (, AP2/ERF

_ f WT CTG &L@%

\ HS-RS CCG (Pro

BHt CCG (Pro)

4 e~

w

. J

K T. durum T. turgidum Y,

Pucynok 6.2 — (A) Konoces nmunmit LD222 cranpaptaoro tuna (WT- aukuit Tam),
R-107 (mopdorun HS-RS (horizontal spikelets) - RS (ramified spike) T. durum wu
BETBHCTOKOJIOCOr0 oOpasua K-40750 T. turgidum (Bh' — BeTBUCTBIH KOJOC TYpPrUAHOrO
tuna) (B) Cxemarnueckoe mzoOpaxkenue rena WFZP-A mmenunsl ¢ 0603HaueHHEM
mytaruu Wizp-A/TtBH-A1 (Dobrovolskaya et al., 2017)

OOHapyxeHHasi MyTalusl He SIBJISIETCS HOBOM, U paHee ObLIO MOKa3aHo, YTo

nanHas wmyrtanusa, Wfzp-A/TtBH-ALl, accomuupoBaHa ¢  BETBHCTOKOJIOCHIM
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deHoTuriom y TpuAmatd oOpas3moB mmeHWnbl 1. turgidum  pasHoro
npoucxoxaeaus (Poursarebani et al., 2015).
b1 mpoBeneH TecT Ha aieau3M: MOJdydeHbl rubpuael F; u F, ot
ckpemuBanug R-107 X K-40750 u mpoBesnena onenka ux (enotunos. Komoces
ruopuioB F; OBLIM MPOMEXKYTOUYHOrO THIIA, CPEAW TUOPUAOB IMOKoJeHus F,
BCTPEUAINCh KAaK BETBHCTOKOJIOCHIC PACTCHHS, TaK M PACTCHHS C KOJOCOM
mopdotura HS/FRS (horizontal spikelets/four rowed spike). Bee pacrenus F; u F,
MIPEJICTaBISUIA MHOTOKOJIOCKOBBIM (PEHOTHIT KOJIOCA U PACTEHHS CO CTaHAApTHBIM
dbeHOTUIIOM KOJoca cpeau HUX OOHapyXeHbl He ObLIu. PesynmpTaThl TecTa Ha
JJIETN3M TIOATBEPIMIN JIaHHBIE CEKBEHHPOBAHUA: (DEHOTUIT Kojoca y JIMHUUN
R-107 u K-40750 nerepmunupoBan aiieinem Wizp-A/TtBH-AL.
Takum  obOpasom, ObLIO TOKa3aHO, dYTO  (EHOTHUI  KOJoca Y
MHOTOKOJIOCKOBBIX/BETBUCTOKOJIOCHIX 00pa3Il0B TETPAILIONIHBIX BHIOB MIIICHUIIBI

T. durum u T. turgidum mosxeT OBbITH OOYCJIOBICH OJHHUM M TEM K€ MYTaHTHBIM

aimeieM reaa WFZP-A: wizp-A/TtBH-AL.

6.3. U3ydyeHue CTPYKTYPHOIi OpraHu3aluy MPOMOTOPHOI0 PaiioHA OPTOJI0I0B

reia WFZP-B terpamionanbix BuioB nmmeHunbl 1 Ae. speltoides

Mbl 0OHApyKWIIKM, YTO y TEKCAIUIOMTHON MSTKOW MIIeHunbl 1. aestivum
romeosiornyHasi korusi rena WFZP renoma B ¢dyHKIIMOHaIRHO HE aKTUBHA, YTO
BEPOSATHEE BCETO CBA3AHO C MHCEpLHEH MOOWIBHBIX 3JIEMEHTOB B MPOMOTOPHBIN
paiion rena (I'maBa 5, Dobrovolskaya et al., 2015). /Iist Toro 94To0bI BBISICHUTh, Ha
KaKOM  3BOJIIOLIMOHHOM  3Tafne  MPOU30IUIA  CTPYKTYpPHBIE  HU3MEHEHUs
mpoMoTOopHOTO paitona rena WFZP-B mmenuiisl, Ob1T poBECH aHau3 00pa3iioB
TETPAIUIOUHBIX BHUAOB TMIIEHUIBI, NPUHAAJEKANIMX SBOJIOLMOHHON JIMHUU
Emmer (BBAA) - T.dicoccoides ERGE33769 u ERGE33780, T.durum
ERGE33795, T.turgidum ERGE33819 wu sBosrorronHoN jguHuuM Timopheevii
(GGA'AY) — T. militinae TRI 17488, T. timopheevii K-38555, a Taxxe o6pasta 37
Ae. speltoides (SS) c¢ wucmomp3oBaHweM mapel TpaiiMmepoB WFZP 2B F2 wu
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WFZP_2B_R2 k 5'-paiiony rena WFZP-B (Ta6muna 6 u Pucynok 11 Ilpunoxenus)
C MOCJEIYIOIINM CEKBEHUPOBAHUEM MOTYUYCHHBIX aMILTTHKOHOB.

[lony4yeHHsle pe3ynbTaThl IMOKa3aliM, YTO BCE H3YUYEHHBbIE OOpa3Ibl
TeTpamionaHeix BumoB mmeHunbl 1. dicoccoides (GeneBank: MH536337
(ERGE33769), MH536338 (ERGE33780)), T. turgidum (GB: MH536334,
MH536335), T. durum (GB: MH536336) sBomonronHoi auHuu Emmer necyr
CTPYKTYpHbIE U3MEHEHUsI B MPOMOTOpHOM paiione rena WFZP-B, ananoruunsie
0oOHapyXKCHHBIM y MATKOM mieHuIsl. Y Ae. speltoides, mumionaHoro Buaa, reHOM
S koroporo HamboJee TeHETHYECKH OJM30K TeHoMaM B u G mimneHuIsl, U BUI0B
3BONIONIMOHHOW JHUM Timopheevii onu otcyrctBytoT (GeneBank: 37 Ae.
speltoides — MH550117; K-38555 T. timopheevii — MH536339, TRI 17488 T.
militinae — MH536340). CnemoBaTenbHO, HHCEPIHS MOOWIBHBIX 3JIEMEHTOB
MPOU30IIJIa B ABOJIIOIMHU MIIEHUIBI HA CTaauud (HOPMUPOBAHUS TETPAILIOMIHOTO
reaoma BBAA »BomrononHo 1uHnu Emmer.

KocBenHoe 10Ka3aTelIbCTBO TOTO, YTO romeoJiormyHas komnus rena WFZP
recioma B (WFZP-B) ¢ynkunoHanbHO HE akTUBHA, OBUIO  IOJIyYEHO
N. Poursarebani ¢ coart. (2015) npu ananuse ¢enorunoB pactenuii TILLING-
nomyJsiue 1. turgidum ¢ myranusiMu B KOHCEpBaTHBHBIX paiioHax reHa WFZP-B.
ABTOpPBI OOHAPYKUJIM, YTO 3TW MYTAllMd HE OKA3bIBAIOT BIMSHUSA Ha (DEHOTHI
kosoca (Poursarebani et al., 2015), B To Bpemss Kak MOJO0HBIE CTPYKTYpPHBIC
u3MeHeHuss TromeosiormyHod kormmu reHoma A (WFZP-A) npuBommnm K
(hOopMHUPOBAHHUIO BETBUCTOTO KOJIOCA.

O0600611ast MOTy4eHHbIE HAMH JJaHHbIE — aHAJN3 CTPYKTYpPHOM OpraHu3anuu
npomMotopHoro paiiona reHoB WFZP-B/G BumoB mNiieHHIBI Pa3sHOTO YpPOBHS
IUIOMHOCTH, MPUHAIISKAIIUX PAa3HbIM 3BOJIOLMOHHBIM JIMHUSAM, U H3Y4YCHHE
TPAHCKPUIIIMOHHON  aKTUBHOCTH reHoB-romeosioroB  WFZP-A-B-D  wmsrkoii
MIICHUIIBI, a TaKXke pe3ysbraThl Poursarebani ¢ coast. (2015), MOXKHO 3aKITFOUUTH,
YTO BCJIEJCTBUE CTPYKTYPHBIX M3MEHEHHI MPOMOTOPHOrO pailoHa — WHCEpLUU

MOOMIBHBIX 3emMeHToB, TeH WFZP-B mnpencraButeneil 3BOIOIMOHHON JTHUHUU
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Emmer motepst cBoro pynkunonansHyto aktuBHOcTh (Dobrovolskaya et al., 2015;
Poursarebani et al., 2015).

C mnpuMmeHeHueM Tapel TmpakimMepoB FZP_F2 FzZP R1 (Tabmuma 6
[Ipunoxenus), pa3paboTaHHBIX K KOHCEpBaTUBHbIM pailoHam reHa WFZP, Ha
obpasuax Buma 8§ u 37 Ae. speltoides ObuIM MONTyYeHBI aMIUIMKOHBI, HMEIOIINE
MHCEPLUHUOHHO-ACNEUUOHHbI  nomumoppusM. C  HCIONIB30BAaHMEM  ATOU
KOMOMHAIIMA TpaiiMepoB, OBUTM TE€HOTUIIMPOBAHBI PACTEHUS KapTHUPYOIIEH
nonyisuuu 8 X 37 (Dobrovolskaya et al., 2011) u ren FZP Ae. speltoides Obu1
MHTETPUPOBAH B MOJIEKYJIIPHO-TEHETUUYECKYIO KapTy Xpomocombl 2S (Pucynok 12
[Tpunoxenus). OOHapyX eHO, YTO T'€H JIOKAJIU30BaH B 00JACTH KOHCEPBATHUBHOMU

cuarenuu ¢ reaamu WFZP-A-B-D.

6.4. U3yuyenue B3ammoaeiictBuss renoB WHEAT FRIZZY PANICLE wu
SHAM RAMIFICATION 2

N3ydenne ocCOOEHHOCTEM pa3BUTHSI COLBETUM MHOTOKOJOCKOBBIX JIMHUMN
NIICHULBI TOKAa3ajo, YTO Pa3BUTHE COLBETHH MOP(OTHUIA «JIOKHO-UCTUHHOE
BeTBiacHUe» Kkojoca (f-tR, false-true ramification) muaun Pl 67339 T. turgidum
(rpynma ¢enotumnon I, 'nasa 3) u myrantoB Wfzp (rpynmna ¢enortumnos |, ['1aBa 3)
uMeeT OOIIue YepThl, CBA3aHHbIE C HAPYLUICHHUEM YCTAHOBJICHHS WIACHTHUYHOCTU
IBETKOBBIX MEPHUCTEM, COMNPOBOXKAAEMOT0 HW3MEHEHUEM (UIUIOTAKCHCA, YTO
OPUBOJUT K Pa3BUTUIO SKTOMMYECKHX KOJOCKOB Ha Mecte IBeTkoB (I'maBa 3,
JlobpoBoabckas u ap., 2014a, 20146; Dobrovolskaya et al., 2015, 2017). f-tR-
(EHOTUI HAXOAWUTCS TOJ KOHTPOJIEM pPEIECCHBHOTO ayvienss reHa Sham
Ramification 2 (SHR2), nokamu3oBaHHOTO B JUIMHHOM ILI€Ye XPOMOCOMBI 2A
(Amagai et al., 2014a, 2017), a 3a opMupoOBaHNE MHOTOKOJOCKOBOTO (heHOTHIIA
nunuit rpynnsl | (I'maBa 3) orBeuaroT mytainuu renoB WFZP, nokain3oBaHHBIX B
2AS/2DS, ¢ 0CHOBHBIM BKJIaJIOM TOMEOJOTHYHOM Koruu cyorenoma D — WFZP-D
(I'maBsI 4-6, Dobrovolskaya et al., 2009, 2015, 2017).

MHOT0KOJI0CKOBBIE/BETBUCTOKOJIOCHIE JIMHUU TeTpaIrionaHoW mmmeHuisl R-107
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T.durum u K-40750 T. turgidum O oTHeceHbl K Tpymme | C yderom
ocobenHocTteil pa3Butus cousetus (I'maBa 3). Mbl mokazanu, 4To GEeHOTUI KOJOca
muank R-107 m oOpasma BeTBucTOKOJocoi mmieHunbl K-40750 T. turgidum
JNETCPMUHUPOBAH MyTaHTHBIM autenemM TeHa WFZP-A:  wfzp-A/TtBH-Al
(Dobrovolskaya et al., 2017). Jlns u3ydeHus: BO3MOYKHOTO B3aUMOJICHCTBHUS ICHOB
WFZP u SHR2, MyTanuu KOTOpPBIX BBI3BIBAIOT CXOJHBIE U3MEHEHHUS B Pa3BUTHUH
KOJIOCKA COLBETHS IIICHUIBI, OBLI MNPUMEHEH KIACCHYECKUH TIeHETHYCCKHA
aHaJln3 — MOJy4YeHbl THOpuAbl oT ckpermBanuii Pl 67339 (shr2) x R-107 (wfzp-
A/TtBH-Al) u Pl 67339 (shr2) x K-40750 (wfzp-A/TtBH-Al) w

pOoaHaIU3UPOBaHBI (DEHOTHUIBI KOJIOCA pacTeHHUM THOpUAOB MoKkosieHui Fi u F;.

6.4.1. I'm6puasl Pl 67339 x R-107

Konocest pactenmii rubpuno F; ot ckpemmBanus Pl 67339/R-107 Obumn
crangaptHoro tuna (Pucynokx 6.3). B moxonenuu rubpugoB F, nabmromanu
paciernyieHne Ha HEeCKOJIbKO (PEHOTUIMMYECKHX KiaccoB: (1) cTraHmapTHBIN KoJoC,
(2) mopdotun HS/FRS ¢ cuasunmu AOMOJHUATEIBHBIMU KOJOCKAMH Ha yCTYIaXx,
(3) mopdotun RS ¢ uctuHHBIM BeTBIeHHEM KoJsioca (kimacc ‘17 m kmacc ‘2’
npeacrapsu peHorun poxutens R-107), (4) mopdorun f-tR «moxxHO-UCTHHHOE
BeTBJIeHUE» KoJsioca (penorun poxutens Pl 67339) u (5) anmutuBHBI (heHOTHI,
MPEACTABIISIONINN CO00M KOMOWHAIMIO POAMTEIBCKUX (PEHOTUIIOB, KOTAa Ha
YCTYIIe Pa3BUBACTCS JOTOJHUTEIBHBIA KOJOCOK TOJI YTJIOM K MEPBUYHOMY, UTO
xapaktepHo st R-107 u Wfzp-MyTaHTOB B 11€JI0M, a MIEPBUYHBIA KOJIOCOK MMEET
U3MEHEHHYI0 MOP(QOJIOTHIO, XapaKTepHyIo asi apyroro pojutens — Pl 67339,
KOTI'/Ia MepBbIE J1Ba IBETKA (DOPMUPYIOTCSI B COOTBETCTBUU CO CTAaHAAPTHOM CXeMOM
pa3BUTHA U JAIOT 3€PHOBKU, a Pa3BUTHE MOCIEAYIOIIUX IIBETKOB 3aMELIACTCs
dbopMHpOBaHHEM AKTONMUYECKMX KOJOCKOB (PucyHok 6.3). Pacmiernienue B
nokojeHuu F,: 40 pactenuit penoruna poaurens R-107 (beHoTunuueckne Kiiaccol
2’, 37, ‘5’) x 103 pacTenusiM ocTanbHBIX KiaccoB (‘1°, ‘4”) coorBeTcTBOBaso 1 : 3

(x*=0.67, P > 0.25).
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Pucynok 6.3 — ®denorumnsl konoca rubpunaos Fi; u F, MOnMyd4eHHBIX OT CKpeIIMBaHUs
muanid Pl 67339 T. turgidum (shr2), R-107 T. durum (wfzp-A/TtBH-Al) u K-40750 T.
turgidum (wfzp-A/TtB). A-D. Komnocks poautensckux auHuil (A), rubpuaos F; (B) u
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ruopunoB F, (C-D) ot ckpemmBanus Pl 67339/K-40750. E-H. Komocks poautenbckux
muaui (E), ruépunos F; (F) u rudpunos F, (G, H) ot ckpemuanus Pl 67339/R-107. C
u D. Kosockss rubpumoB F, mpeacrapisioimiye pa3invHbie (EHOTHITUYESCKUE KIIACCHI:
typrugabiii Tan BetBienus (T.t.- branching), moxuo-uctunnoe BerBienHue (false-true
ramification, f-tR), uctunnoe Bersienue (ramified spike, RS), ropu3oHTaNbHBIC KOJOCKU
(horizontal spikelet, HS), xomoc cranmaptHoro Ttuma (wild type, WT). (D) kosoc c
anmuTuBHBIM (QenoturnoMm (additive phenotype) (cieBa), ¢ HONMOJHUTEIBHBIM KOJIOCKOM
Ha yctyrme (supernumerary spikelets, SS) (8 riearpe) u kosockom f-tR (cripaBa) Ha ogHOM
yerymne; gl (glumes) - xomockoBbie yemryw, | (lemma) - HuKHsIS 1BETKOBas yernys, pa
(palea) - BepxHss HBETKOBAs YelIys, 3BE3J0YKAMH OTMEYEHBI DKTOMMYECKHE KOIOCKH

(Dobrovolskaya et al., 2017)

DT  pe3ynbTaThl MOATBEPAUIN MOHOTEHHBIM PEIECCUBHBIA XapakKTep
nacienoanus bh/wfzp-A/TtBH-A1 (Haque et al., 2012; Dobrovolskaya et al.,
2017). PacmiericHre B MOKOJCHUH THOUpUIOB Fp: 22 pactenus mopdoruna f-tR
(kmaccel #4 u #5) k 121 pacTeHU0 OCTAIBbHBIX KJIACCOB OTKIOHSJIOCH OT
MOHOTeHHOT0 pereccuBHoro 1 : 3 (x° = 7).

W, HakoHel, COOTHOLIEHWE pacTeHuM kinacca ‘5° (4 pacrteHus),
NPEJICTABISIIONINX aAUTUBHBIA (EeHOTUN Kojoca K 139 ocTalbHBIM pacTeHUSM
cootBerctBoBasio 1:15 (¥*=2.7, P>0.10) (Tabmuma 6.1). ITomydeHHsIe
pe3ynbTaThl ToKasanw, 4to TeHbl bhl/wfzp-A/TtBH-Al wu shr2 macnenyrorcs
HE3aBHCUMO M MOTYT MPHUHAAJEC)KATh Pa3HBIM MYTSAM T€HETUYECKOW PeTyIIAIuu

pa3BUTHUA COLIBCTHUA.

6.4.2. I'mopuawt Pl 67339 x K-40750

Hecmotpss Ha TO, 4ro MyTaHTHBIH ajienb WIzp-A/TtBH-ALl sBusercs
OCHOBHBIM I'€HETHYECKUM (pakTopom, onpeaensomuM SS-penotun auauil R-107
nu K-40750, wMbl 0OHaApyXWJIU HEOJMHAKOBBIC PpE3YJbTaThl CKpEIIUBAHUN
P167339/R-107 u P167339/K-40750. I'mbpuner F; ot ckpemmBanus Pl 67339/
K-40750 umenu ¢enotun kosioca kak y poautens Pl 67339, mo c Oonee

BBIPOXKEHHBIMU MoponorunueckumMu n3Menenusimu (Pucynox 6.3). B nmokonenuun
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F, Habmiomanym pacuieruieHne Ha HECKOIbKO (DEHOTUNTMYECKUX KiiaccoB (PucyHok

6.3, Tabnuma 6.1).

Ta6auna 6.1 — Pacmerienue B nmonynsuusix F, ot ckpenuBanus ymanid P167339,

K40750 u R-107 (Dobrovolskaya et al., 2017)

CkpennBanue F»>
NS | HS(FRS) | RS f-iR HSu | SHR | Bcero
(#1) (#2) (#3) (#4) f-tR (#5) | (#6)
P167339/K40750 | 26 7 12 103 4 10 162
P167339/R-107 85 32 4 18 4 - 143

[Tpumeuanue: O6o3HaueHus penorumnon kosoca (Mopdotumon): NS, normal spike (#1) —
kosoc craumaptHoro tuma, HS (FRS) (#2) — ropusonrtanbHbie Komocku, RS (#3) —
UCTHHHOE BeTBICHHE Kojoca, f-tR (#4) moxxHo-uctuHHOE BeTBiIeHHE Kosoca, HS u f-tR
(#5) — anmuTuBHBIN GeHoTun, SHR (#6) — 10XkHOE BETBIICHUE KOJIOCA

Hapsiny ¢ ¢peHoTunmueckumu kiaccamu ‘1’ — “5°, OmMCaHHBIMU BbIIIE (CM.
pasaen 6.4.1), oOHapyXHITM HOBBIM (DEHOTHITMYECKUN Kiace ‘6’: yIUIMHCHHE OCH
KOJIOCKa, Ha KOTOpPOH pa3BUBAINUCH INBETKA ((HEHOTUIT COOTBETCTBYET paHee
ONMCaHHOMY MOP(DOTHITY «JIOXKHOE BETBJIICHUE Kosioca» wiu «Sham ramification»
(Amagai et al., 2014a)). CootHomeHUsT PSHOTUITUICCKUX KJIACCOB OTIUYAIUCH OT
ONMMCaHHBIX BbIlIe aasi ckperuBanus Pl 67339/R-107 (Tabmuma 6.1). ITpusnak
f-tR B maHHOM CKpeIIMBaHWUM HACJIEOBAJICS KaK JOMUHAHTHBIH, COOTHOIICHUC
denoTHmmueckux knaccoB 107 ftR x 55 me-f-tR orknonstocs ot 3:1 (x*= 6.9).
CooTHoIlIEHWE 4YHCTa pPAacTeHUH ¢ (EHOTUIIOM BETBHCTOKOJIIOCOTO DPOIUTENS
K-40750 (23) k octanbHbIM pacteHUsIM (129) OTKIOHSIOCH OT Okumaemoro 1:3
(x*=10.8). Cpean ruOPHIOB MOKOJICHHS Fp 9TOro CKpeluBaHMs ObLIH TaKXKe

00Hapy>KEHbI PACTCHUS C AJJIUTUBHBIM MYTaHTHBIM (peHOTUIIOM KoJjoca (Tabmuia

6.1).
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Zhang c¢ coaBt. (2017) moka3amu, 4to Hapsay ¢ renom Wfzp-A/TtBH-AL,
CYUIECTBYIOT Jpyrue TeHeTHUYecKue (PaKTOphl, YYACTBYIOLIUE B KOHTPOJIE
TYprUHOTO THUINA BETBIECHUS Kojoca. OTH (AKTOPhl OMPEACNSIOT pPa3BUTHE
KOJIOCKA C Y/UIMHEHHO# KoJjiockoBoi ockro (RS, ramified spike) u dhopmupoBanme
BETBUCTOI'O0 KOJIOCA TUIIMYHOTO TypruaHoro Ttumna. MeHOTUrbl Kojoca JWHUN
R-107 u K-40750 pasznmuuarorcs aiauHOM KojockoBor ocu: y K-40750 ona
JHHas, a y R-107 ykopouenHas. [lorydeHHble HAMU PE3yJIbTATHI IPEANOIAT AT,
41O TeH Shr2 MoXKeT B3aMMOICHCTBOBATh C TE€HOM (F€HaMH ), KOTOPBIC YUIaCTBYIOT B
Pa3BUTHH YUIMHEHHOM KOJIOCKOBOM OCH KOJIOCa TYPTUIHOTO THIA, M 3TU TEHBI,
KoTopbie MbI 00o3Haudmaun RS (ramified spike), moryr uMers o0mHe GyHKIHN C
reHoM Shr2. Hanwuue pacTeHMil ¢ aagIuTUBHBIM (DEHOTHIIOM KOJIOCAa CPEIu
rHOpUIOB TOKOJIeHUsT F, monaTBepkaaer pe3ynbTaThl ckpemnmBanus Pl 67339/
R-107 u npeamonaraer, uyto reHbl  shr2 u wifzp-A/TtBH-Al He3aBucumo
HACJEeNyITCS M, BO3MOXHO, NPHUHAIJIEKAT pPa3HbIM TIE€HETUYECKUM IyTSM,

YIPaBISAIOIIUM Pa3BUTUEM COLIBETHS.

6.5. O0cy:xnenue u 3axkiawdenne k I'siaBe 6

N3yueHne MHOTOKOJIOCKOBOTO HMHIYIIMPOBAHHOTO MYTaHTa JMUIIOMAHOM
OIIEeHUIBI . MONOCOCCUM OOHApyXUJIO, YTO MYTAHTHBIM (PEHOTHUN JUHUU —
ciencTBue MyTtanud B (yHKuMoHambHOM jgomeHe AP2/ERF renma WFZP-A
(Dobrovolskaya et al., 2017). CnonTaHHBIE MYTaHTBl y JHILIOMTHBIX BHIOB
NIIEHUIBI U3 JIUTEPATYPHBIX UICTOYHUKOB He u3BecTHHI (I'oHuapos, 2012). B To xe
BpeMs, BETBHUCTOKOJIOCHIE OOpa3lbl TETPAIUIOWAHON mmieHuIsl 1. turgidum
IIMPOKO PACTIPOCTPAHEHBI U XOPOLIO U3BECTHBI HAa MPOTSXKEHUU JOJTOro Mepruoaa
Bpemenn (Jlopodee u ap., 1979). Poursarebani ¢ coasr. (2015) mokasanu, 4To
¢denotun 30-u BETBUCTOKOJIOCKIX 00pa3moB T. turgidum accorupoBaH ¢ OAHUM U
TeM € MyTaHTHbIM amteneM [tBH-Al nokyca WFZP-A renoma A, utO
IpeanosiaraéT MOHO(PHIETHYECKOE TMPOUCXOXKIACHHE HJTOTO ayens. Apean

npouspacTaHusd H OSKOJOIHYCCKHC XapPaKTCPHUCTHUKHU 06pa3u0B C HOPMAaJIbHbBIM
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denorurom kosioca T. turgidum convar. turgidum u BETBHCTOKOJIOCKIX 00pa3ioB
T. turgidum convar. compositum (L.f.) Filat. B 1ieiom coBmamarooT, eIMHCTBEHHOE
uckitoueHne — Tuberckuil sKOTUIN, cpean o0pa3lioB KOTOPOTrO BETBUCTOKOJIOCHIE
pacteHus oOHapyxeHbl He Obumn (opodeer u mp., 1979). CnemomatenbHO,
myTanus TtBH-Al npowusonuia Ha paHHUX 3Tanmax 3BOJIOIMOHHOW MCTOPUM BUJIA
T. turgidum u 3areM pacnpocTpaHsUIach BMECTE C BHJIOM, 3aHUMasi COBPEMCHHBIC
MecTa MpOoU3pacTaHMsl, UCKIIOYCHHEM oKa3ajicsi THOETCKHIl SKOTHM, pacTeHUs
KOTOPOT'O HE HECYT 3Ty MYTAlIHIO.

Cpenu 00pa3IioB JApyroro TETPAIIOWIHOTO BHJAA WIICHWIBI 1. durum
(BBAA) BetBuTOKONOCKIE (hopMBI BeTpeuatores peako (Jopodeer u ap., 1979). B
1955 rony M.M. SkyOuuHep oOHapy>Kuj BETBHUCTOKOJOCHIE (OPMBI MIIIEHULIBI
Cpeay PpacTeHUW [JBYX COpPTOB TBEpPJAOM IMIIEHUIBI — AKMOJMHKA 5 H
Iopneedopme 10, oGo3nauennoie  ramosohordeforme wu  ramosoapulicum
(Topodeen, 1968). JIpe opurnHaabHble HOPMBI TBEPAOH MIICHHIIBI C BETBHCTHIM
KosiocoM, var. ramosohordeforme u var. ramosoapulicum Obut 0OHapyXEeHBI BO
Bpems skcneaunuu B.®. JlopodeeBa mo 3akaBkazpio (1961-1964), roe onu
Mpou3pacTaii B €CTECTBEHHOW cpele OOWTaHWs B CMEIIAHHBIX MOMYJISIIHASIX
mmrenunpr - (T, aestivum, T. durum w T. turgidum) (Jopodeer, 1968).
B.®. [lopodeeB npeanonokui, 4To BETBUCTOKOJIOCkIE (hopMbl T. turgidum moriu
MPOU3OUTH B pe3yjibTaTe CIOHTAHHOW THOPUAM3AIMA MEXIY paCTECHUSIMU
T.durum co cranmapTHOM QoOpMOI KoJIOCa M BETBHCTOKOJIOCHIMH (HhOpMaMu
T. turgidum B Mectax ux coBMecTHOro mpouspacranus (Jopodees, 1968).

Mpb1 oxapakTepu30BaM CIIOHTAHHBIM BETBUCTOKOJIOCHIM MyTaHT R-107,
oOHapyXeHHbI B JlarecTane, ¢ WCIOIB30BAaHUEM METOJOB MHUKPOCKOIMHA U
MOJICKYJIIPHON TEHETUKU W OOHApYXWIH, 4TO 32 (OPMHUPOBAHUE MYTAHTHOTO
¢enoruna R-107 orBewaer amwienp Wfzp-A/TtBH-ALl, koTopslii BBI3BIBACT
(dbopMHUpOBaHKE BETBHCTOTO KOJIOCA TYPTHJHOTO THUMA y pacteHwmid 1. turgidum
convar. compositum (L.f.) Filat. (Poursarebani et al., 2015; Dobrovolskaya et al.,
2017). Ilomy4yeHHble HaMH  PE3YyJIbTAThl  MOATBEPIMIM  MPEINOJIOKCHHE

OTHOCHTEJILHO TOTO, YTO BETBUCTOKOJIOCHIC (hopmbl T. durum, oOHapyKeHHbIC B
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3akaBka3be, WIH JIIOOOM JpyroM permoHe, rime 1. turgidum mnpouspacraer
COBMECTHO C JApPYTMMH BHJAMU [MUICHUIIBI, C KOTOPHIMU BO3MOXHA €ro
ruOpuaIn3anysi, MOTJIIM BO3HUKHYTh B pE3yJIbTaTe€ CIOHTAHHOW THOPHIM3AIINU.
Crnemyer OTMETHTh, YTO peHoTHrl kojoca muHuu R-107 T. durum umeer Gosnbiiee
cxoactBo ¢ ¢genorunnom FRS (four rowed spike), yeM ¢ THIOHYHBIM TYPrUAHBIM
TUnoM KoJioca. CieoBaTebHO, TEHOTUITMYECKAs Cpella OKa3hIBACT CYIIECTBEHHOE
BIHMSIHUE Ha (DEHOTUITMYECKHE TPOSIBICHUSI MyTaHTHOTO asuens Wizp-A/TtBH-AL.

Takum 00pa3zoM, MbI OXapakTepu30BaId WIZP-MyTaHTOB JIMHUM TMIICHHIIBI
BUJOB PA3HOIO YPOBHS IUIOMTHOCTH (IMIUIOMIHBIX, TETPAIUIOWIHBIX H
TeKCAIUIOIHBIX BUJIOB), HA OCHOBAaHMH Y€ro MOXKHO CJIEJIaTh BBIBOJABI 00 OOIIMX
geprax uX (DEHOTHIIOB M OCOOCHHOCTSX Pa3BUTHS COIBETHS, YTO TO3BOJIUT HA
OCHOBaHUM OIICHKM (PEHOTHUIIOB MPEIOJIOKUTD, SIBISIETCA JIM Kakas-TuO0 HOBafi,
ellle HE OXapaKTepU30BaHHAs MHOTOKOJIOCKOBas (opma mmeHunsl, WFzZp-
MyTaHToM. HecMoTpsi Ha TO, 4To cpenu WIZP-MyTaHTOB BCTpEUaroOTCsl pasHbIC
mopdorunsl (MRS, HS, GB), pasButue couserus Bcex WIzp-myTaHToB
XapaKTepU3yeTcs CICAYIONMMH OOIIUMH OCOOCHHOCTSIMHU:

1) pa3BUTHE IKTOMMYECKUX KOJOCKOB Ha MeCTe IBETKOB o yrioM 90° mo

OTHOIICHHUIO K TIEPBHYHOMY KOJOCKY WJIM DJKTONMWYECKOMY KOJOCKY

MPEebIAYIIEro MOPsIKa;

2) dopMupoBaHUE pEAYIMPOBAHHBIX KOJIOCKOBBIX YCIIyld y MEPBHYHOTO

KOJIOCKA;

3) 3aMelneHre [BETKOB 0a3albHOW 4YacTH KOJIOCKA HA OKTOMUYCCKHE

KOJIOCKH.

Paznuuust mexnay otnenbHbIME  MopdoTHiiamMu  WfZp-myTaHTOB  HOCST
KOJTMUECTBEHHBINA XapakTep (YHCIO0 CBEPXUYMCIICHHBIX KOJIOCKOB Ha YCTYIIE, YHCIIO
YCTYIIOB CO CBEPXYHCIEHHBIMH KOJOCKAMHM U JJIMHA OCU Kosiocka). Kak Mmbl
OOHApyXWJIM, y MSATKOM IIICHUIIBI Ha CTENEHb IMPOSABICHUE NpU3HAKA O]
KOHTpOJieM WfZP MOKET OKa3bIBaTh BIUSHHE HATUUWE MYTAIUil 1O IBYM T'€HaM-
romeosoram Wfzp-A.1 wizp-D.1 unu wizp-A.1 wizp-D null (Dobrovolskaya et al.,

2015). Dto nemaer (QeHOTHIIMYECKHE TPOSIBICHUS O00Jice BBIPAKCHHBIMUA —
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dbopmupyeTcsi OOJbIIe YCTYMOB CO CBEPXYHMCICHHBIMU KOJIOCKAMH M OOJIbIIEe
YHUCJIO CBEPXYHCIICHHBIX KOJIOCKOB Ha yCTYIaxX, OJTHAKO HA JIMHY KOJIOCKOBOW OCH
OKa3bIBAIOT BIIMSHHE JPYyrue reHetmdeckue Qakropwl. Tak, y muamm Sklel28
(wfzp-A.1  wfzp-D null) dopmupoBanuch TOMBKO CHASYNAE CBEPXUUCIICHHBIC
KOJIOCKHA HE3aBHCUMO OT YCJIOBHMH mpou3pactanus, a y Jquauud Ruc204 (wfzp-A.l
wfzp-D null) B moneBbIX YCIOBHSX IOMOJHHUTEIbHBIC KOJIOCKH pa3BHBAJIMCh Ha
“eroukax” (Dobrovolskaya et al., 2015). HezaBucuMo OT YpOBHS ILIOHIHOCTH,
BCE OXapaKTepu30BaHHbIC WIZP-MyTaHTBI ObUTH ()EPTHIIBHBI.

B Hacrosiee Bpemst MyTaHThI WIZP sSBISIOTCS HanbosIee H3y4eHHBIMU CPEIn
MHOTOKOJIOCKOBBIX (popMm mieHutisl (JloopoBonbekas u np., 2014a, 20146, 2017;
Dobrovolskaya et al., 2008, 2009, 2015 , 2017; Poursarebani et al., 2015; Zhang et
al., 2017), B To BpeMsi Kak MOP(HOTHUIT «JIOKHO-UCTHHHOE BETBJICHUE» KOJIOCA O/
koHTposieMm rena shr2 (sham ramification 2) usyuen B Menblueii crenenu (Amagali
et al., 2014a, 2017; Dobrovolskaya et al., 2017). C ucnons3oBanrem SEM-ananmuza
HaMyd OBUIO BIIEPBBIE TOKA3aHO, YTO pa3BuTHE comBeTusi auHun Pl 67339
MopdoThIia JIOKHO-UCTHHHOE BeTBieHue kojioca (f-tR) compoBoxmaercs
CIICTYIOIAMA HApYIICHUSIMH: Pa3BUTHEM SKTOIMMYCCKUX KOJOCKOB Ha MECTe
IIBETKOB (Ha4MHAasi C TPEThEro I[BETKA) MO yIioM 90° k MEPBUYHOMY KOJIOCKY U
pa3BUTHEM SKTOMUYECKOTO0 TEPMUHAIBHOTO KOJOCKa B COCTaBE€ TEPBUYHOTO
koocka (Dobrovolskaya et al., 2017). MytaHTHBIH (QEHOTHUI MOApa3yMeBacT
crenyronme (QyHKuu reHa Shr2: reHeTHYeCKHid KOHTPOJb  YCTaHOBJICHHUS
UJCHTUYHOCTH I[BETKOBBIX MEPHUCTEM U JICTCPMHHHPOBAHHOCTH KOJIOCKOBOM
MEPHUCTEMBI.

Oco0eHHOCTH Ppa3BUTHSl JIKTONMUYECKUX KoJIockoB JjuHuM Pl 67339 wu
MYTaHTOB WfZP B IEIOM CXOJIHBI, pa3ivuds CBSI3aHBI C CyAbOOH TMEPBBIX IBYX
I[BETKOBBIX MEPHCTEM, KOTOPBIC Y MyTaHTOB Wfzp pa3BUBAIOTCS KaK SKTONMYCCKHE
KOJIOCKOBBIE, & Yy MYyTaHTOB SNr2 Bcerja pa3BHBAlOTCS B COOTBETCTBHH CO
crangapTHoO# cxemoii paszsutus (Dobrovolskaya et al., 2015, 2017). O061ue yepThi
B Pa3BUTHH MYTAHTHBIX COIIBETHH MOTYT O3HA4aTh HAJIW4YUEe OOIMMX (DYHKIUH Y

renoB WFZP u SHR2, oHako BBIOJIHEHHBIN KIIACCUYECKUN T€HETUUYECKUNA aHAIN3
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HE BBISIBUJ BO3MOXKHOTO B3aMMOJICUCTBHSI JTUX TEHOB M IIOKa3aj, 4TO OHHU
JEUCTBYIOT HE3aBUCUMO U TIPUHAIJICKAT PA3IAYHBIM TEHETUYECKUM ITyTSIM
perymsuun pasButus coupetus (Dobrovolskaya et al., 2017). Bmecre ¢ Tem,
oOHapykeHO, dYTro TeH Shr2 B3aumMOJEHCTBYET ¢ JApYyTrUMH, paHee He
oxXapaKTepu30BaHHBIMH reHamu, o0o3HadeHHbIMU RS (Ramified Spike), netictBue
KOTOPBIX TMPOSIBISIETCS TOJBKO B OIPEACIEHHBIM TE€HOTUIIMYECKOU Cpee
(Dobrovolskaya et al., 2017). M»sI mosjaraem, 4To IeHbl RS SBISIOTCS TEMH
TeHETUYECKUMHU  (DaKTOpaMH, KOTOpBIE OMpPENesSIOT pPa3BUTHE KOJOCKAa C
YIJTMHEHHON OCBIO Y BETBUCTOKOJIOCHIX 00pasmos T. turgidum (Zhang et al., 2017),
HO Ha HACTOSIIUN MOMEHT 00 3THX I'eHaX MPaKTUYECKH HUYETO HE N3BECTHO.
Takum 00pa3om, ObUIH MTOTYYCHBI CIACAYIOIINE OCHOBHBIC PE3YIIbTaThI:
1) Bmepeeie optonor rema WFZP BbiieneH B TeHOMax AMITIOMIHBIX
(A"A™) BuIOB MIIEHWIBI, MOKA3aHO, YTO 32 (POPMHPOBAHHUE MYTAHTHOIO
BETBUCTOKOJIOCOTO (peHOTUIa HuHaylupoBaHHoro wyrtanta KT 3-24
T. monococcum otBeuaet mytatus B jomene AP2/ERF rena WFZP-A™,
2) Bmnepsreie optonor rena WFZP-A BbiielicH B T€HOME TETPaILIOWIHOM
TIIIICHUTTBI T.durum (BBAA), oOHapyKEeHO, 4TO
MHOTOKOJIOCKOBBIN/BETBUCTOKOJIOCHIH (eHoTnnn ymman  R-107 T. durum
00ycIoBJIEH MyTaluen TtBH-AL, pacrnpocTpaHeHHON cpenu
BETBUCTOKOJIOCHIX (hopm T. turgidum, dro mpeamosaracT MPOMCXOXKICHUE
3TOM MyTanumud 1. durum B pe3ynbTare CIHOHTAHHOW THOpUAM3AIMH C T.
turgidum;
3) BmepBsle moka3aHo, 4TO (OPMHUPOBAHUE JIOKHO-BETBUCTOIO (hEHOTHUIIA
noJ; KoHTposieM reHa shr2 suma T. turgidum compsbkeHO C HapyIICHUSMU B
YCTAaHOBJICHUM HMJICHTUYHOCTH I[BETKOBBIX MEPUCTEM B JIUCTAJIHHON YacTH
KOJIOCKa W WM3MCHCHHEM JICTCPMUHHPOBAHHOCTH KOJOCKOBBIX MEPHUCTEM
COIIBETHS;
4) Oo6napysxeno, uto reabl WFZP u SHR2 KOHTpONHpPYIOT yCTaHOBJICHHUE

NIACHTHUYHOCTH HOBCTKOBBLIX MCPHCTEM Ha Pa3HbIX CTaAuAgX pPa3sBUTHUA
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MHOTOIIBETKOBOTO  KOJIOCKAa IIIEHWIBI, JEUCTBYIOT HE3aBUCHUMO U

IIPUHAJIEKAT PA3HBIM ITyTSAM I'€HETUYECKON PETYIISALNNA PA3BUTHS COLIBETHS.
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3AKVIIOYEHHUE

[maBHas 0OCOOEGHHOCTH  COIBETHS  3J1aKOB —  HallM4Me  KOJIOCKA,
AIIEMEHTAPHOTO COLBETHS, cojepKamiero nBeTku. CTpoeHne KOJOCKA U IyTH €ro
pa3BUTHs, B IICJIOM, CXOJHBI y pPa3HBIX IPEICTAaBUTEICH ceMelcTBa 37aKu, W
pazHooOpasue ¢GopM COUBETHI B OOJBIICH CTEIEHH OMNPEACISIeTCS MaTTEPHOM
BetBiacHus (Bommert et al., 2005; Malcomber et al., 2006). Bmecte ¢ Tem, s
HSKOHOMHYECKH 3HAYMMBIX 3€PHOBBIX KYJBTYp OJHHM W3 Ba)XKHBIX IOKa3aTesci
SIBJIICTCSI YUCJIO 36PHOBOK B COI[BETHH, KOTOPOE Y TMIICHUIIBI 3aBUCHUT OT CTPOCHHS
U o3epHeHHOCTH Kojiocka (ApOy3oBa m np. 2014; Reynolds et al., 2012;
Sreenivasulu, Schnurbusch, 2012). Beuto ycraHoBieHO, YTO HapsiAy C BBICOKO
KOHCEPBAaTHBHBIMH TYTSIMH PETYJISIIIMA Pa3BUTHS COLBETHH 3J1aKOB, CYIIECTBYIOT
OJOKM WJIM OTACIbHBIE TCHBI B HUX COCTaBe, pETYJIHPYIONIUE pPa3BUTHE
crielu(pUUHBIX JIJIs HEKOTOPBIX TAaKCOHOB CTpykTyp corBerus (Tanaka et al.,
2013). CtpoeHuie 1 pa3BUTHUE KOJIOCKA MIIEHUIBI UMEET OOIIMEe YEPThl C APYTUMU
3J1aKaMH, HO B OTJIMYHE OT pHCa, KYKYpy3bl M SUMCHS, KOJOCOK IIICHHIIbI
MHoroiBeTkoBeiii  (Bonnet, 1936). lMccnemoBaHwe TIeHETHYECKOTO KOHTPOJIS
(GopMUPOBAaHHS  MHOTOI[BETKOBOTO  KOJIOCKA  IIIIICHHUIbI,  OMpEICIICHUE
KOHCEPBAaTHBHBIX M CIHCHU(PHUUHBIX OJOKOB TCHETHYECKMX MyTEH peryssiiuu
pasBUTHS WMMeeT Kak (yHIZaMeHTaabHOE 3HAYEHHWE, PpACIIAPSS — HAIIH
IPEICTaBICHUS O TeHETHYECKUX MEXaHU3Max, JIKAIIMX B OCHOBE (hOPMUPOBAHHUS
pa3HooOpas3usi (HopM COIBETHH pacTeHWH, TaK W OYEBHUIHYIO IMPAKTHUYCCKYFO
3HAYMMOCTb.

BaXHbIMH TE€HETHMUYCCKUMH pecypcamMH Uil HMACHTH()HUKAIMKH T'€HOB,
PETYIUPYIOMINX pPa3BUTHE I[BETKA M COIBETHS BBICIIMX DPACTCHHM, SBISIOTCS
MYTaHTBI ¢ K3MEHEHHON Mopdosorueii npetka u couperus (Bowman et al., 1989;
Goto, Meyerowitz, 1994; Komatsu et al., 2003a; Taguchi-Shiobara et al., 2011;
Pourkheirandish, Komatsuda, 2007). B mnHammx w#ccle0BaHUIX Ha OCHOBE
NPU3HAKOBBIX KOJUICKIIMH MIIEHHUIIBI ObUTH C(OPMHUPOBAHBI U OXapaKTEPU30BaHBI,

C INPUMCHCHHCM KOMIIICKCA MCTOA0B MHUKPOCKOIIMH, KJIACCUUECKOM T'€HETHKU U
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COBPEMEHHBIX IMOJIX0J0B aHaIN3a FeHOMa PACTCHHUM, KOJUICKIIMU JTUHUN MIICHUIIBI
C M3MEHEHUsIMH MOp(hOTreHe3a — MOJICIU JIJISl U3YUYCHUS TeHETHUECKOW PEryJIsIuu
MopdoreHesa  COLBETHS  MIICHHWIBI. Tak, HaMH  BIEPBBIE  JETAIbHO
oxXapaKkTepH30BaHa KOJUICKIUS MYTAaHTOB IIICHUIBI C aHOMAIUSAMH B CTPOCHHH
KO0JIOCA, CBSI3aHHBIMH ¢ ()OPMHUPOBAHUEM JIOTIOJHUTEIBHBIX KOJOCKOB M “BeTOYCK”
Ha YCTymaxXx KOJOCOBOIO CTEp)KHS, a TaKKe HapyIICHHSIMH BO B3aWMHOM
pacCIOJIOKEHUN KOJIOCKOB M WX TIOJOXCHUS OTHOCHUTEIBHO KOJOCOBOW OCH
(JoOpoBoanckas u np., 2011, 2014a, 20146, 2015, 2017a, 20176; Dobrovolskaya
et al., 2008, 2009, 2015, 2017).

BbuT0 TOKa3aHO, YTO TETEPOTEHHYIO T'PYIIY MHOTOKOJOCKOBBIX (HOpM €O
CXOJHBIMUA U3MEHEHHUSIMHU B CTPOCHHH KOJIOCA, IT0 COBOKYITHOCTH KOTOPBIX JIMHHH
paHee OTHOCWJIM K pa3HbIM MOPQOJOTHYESCKAM THIAM WIH MOpQOoTUIIAM
(Martinek, 1998), MOXHO TOYHO pa3IeiWTh HA OTIACIBHBIC TPYIIIbI, YYUTHIBAS
0COOEHHOCTH PAa3BHTHs, MPUBOASAIINE K (HOPMHUPOBAHUIO KOJIOCA C M3MCHEHHOM
apxutektypot ([{obpoBonbckas u gp., 2014a, 20146, 2017a, 20176;
Dobrovolskaya et al., 2009, 2015, 2017). MslI TOpeanoOIOKHINH, YTO B OCHOBE
dbopMHUpOBaHHS KOJOCaA JIMHUH, OTHECEHHBIX K Pa3HbIM IPYIIaM ¢ W3MEHCHHSIMU
MopdoreHesa, Jexar HapyIIEHHS B MPOrpaMME pa3BUTHS IOJ KOHTPOJIEM
pa3IMYHBIX TE€HOB. OJTO OBLIO TMOATBEPXKICHO pE3yJIbTaTaMH MOJICKYJIIPHO-
T€HETHYECKOTO0 KapTUPOBAHMs M aHAIN3a MEPBHYHON CTPYKTYPHI PErYIHPYIONUX
pasButue reHoB (loopoBoisibekas u np., 2014a, 2014b, 2017; Dobrovolskaya et al.,
2015, 2017; Boden et al., 2015; Dixon et al., 2018).

OxapaKkTepru30BaHHbIE KOJICKIIMM MHOTOKOJIOCKOBBIX JIHHHN IIIICHHIIB,
NPUHAIISKAIIMX K OTIACIBHBIM TIPyIaM C OJHOTUIHBIMH H3MEHCHHSIMHU
MopdoreHesa COIBETHS, IOCAYKHIH OCHOBOH [ WACHTH(GHKAIMKA TEHOB,
PETYIUPYIOIINX PA3BUTHE COLBETHS MIICHUIIBI HA CTaIUH POPMHUPOBAHUS KOJIOCKA
Y ONIPE/ICIICHUS UX POJIU B PA3BUTHH COIIBETHS.

Bbu10 BHEpBBIE MOKa3aHO, YTO 3aMEIeHHEe XpoMocoMmbl 2D u gemernvu B
KOpOTKOM Miede 2DS MArkoi MIIEHWIBI MOTYT OKa3blBaTh BJIMSHHE Ha

MOp(I)OJIOF N0 KOJIOCA, BbI3bIBad pPa3BUTUC OOIIOJHUTCIIBHBIX KOJIOCKOB H
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HKTONMYECKUX “‘BETOYEK  Ha YCTyNax KOJOCOBOro cTepxHA. [lokasaHo, 4TO
Hanuuue nenenuit xpomocoMbl 2DS moxker onpenensate 10 50% u3MEHUUBOCTU
U3y4aeMOro TMpHU3HAaKa — HaJIW4yhe JOMOJHUTEIbHBIX KOJOCKOB Ha YCTymax
(loopoBonsckass m gap., 2014a; Dobrovolskaya et al., 2015). TlosBienue
MHOT'OKOJIOCKOBBIX/BETBUCTBIX (OPM B TIOTOMCTBE OT CKpEIIMBAHUS MSTKOU
NIICHULBI C JPYTUMU BUJAAMHU 3J1aKOB IPU OTIAAJICHHOW TMOpHUIM3ALUM B paMKax
CEJIEKIIMOHHBIX MPOTPaMM MOXET CIY>KUTb MAPKEPOM MEPECTPOEK XPOMOCOM 2-i
TOMEOJIOTUYHOU FPYIIIBEI XPOMOCOM.

bruto BrepBbie moka3zaHo, 4To (GOPMHUPOBAHKHE BETBUCTOTO KOJIOCA U KOJIOCA
C JOIMOJHUTENbHBIMUA CHISYMMHU KOJIOCKAMHM Ha YCTyHax KOJOCOBOTO CTEP)KHS
NIICHULBI BBI3BAHO OJHOTUITHBIMU HAPYIIECHUSIMU PA3BUTHUS COLIBETHS MILIEHUIIBI U
HAaXOJUTCS MOJ KOHTPOJIEM T€HETHYECKHX JIOKYCOB XpomocoMm 2DS u 2AS:
Mrs1/gSS-D u gSS-A, ¢ OCHOBHBIM BKJIaJIOM I'€HETHYECKOTO JIOKYCa XPOMOCOMBI
2DS (lobposoabckas u ap., 2014a; Dobrovolskaya et al., 2009, 2015, 2017). 3to
O3HAYaeT, 4YTO MPUYMHOM TMOSIBICHUS COLBETUA CO CXOAHBIMH H3MEHEHHSIMU
ApXUTEKTYPbl, MOTYT ObITh OJJTHOTUITHBIE OTKJIOHEHHUS B MPOTPaMMax Pa3BUTHUS MO
KOHTPOJIEM OJTHUX M TeX K€ reHeTHUeCKUX (pakTopoB (TIaaBHBIX reHoB). [Ipu sTom
dbeHoTUNMYEeCKUEe TIPOSBICHHUS TAaKUX TMPU3HAKOB OyayT BapbHpOBaTh B
3aBHCHUMOCTH OT BIIUSIHUSI T€HOTUIIMYECKOM Cpellbl Ha JIEHCTBUE TJIaBHBIX I'€HOB,
KITIOYEBBIX PETYISTOPOB PA3BUTHSL.

boiio  BnepBele  OOHapyk€HO, 4YTO B  OCHOBE  (DOPMHUPOBAHHUS
MHOTOKOJIOCKOBBIX M BETBUCTOKOJOCHIX ()OpM MIIECHUIBI PAa3HOTO YPOBHS
TUTOUAHOCTHU (TUTUIOUAHBIX, TETPAIJIONIHBIX M TeKCATUIOUIHBIX BHUIOB TIICHHUIIHI)
aexar Myrtanuu reHoB-romeosnoroB WFZP  (Wheat FRIZZY PANICLE)
(Dobrovolskaya et al., 2015, 2017). Ananu3upys nepsuunyto ctpykrypy WFZP y
MYTaHTOB W JIMHUM €O CTaHJapTHOW MoOpQoJoruei Kojaoca, Mbl IOKa3ald
KJIr0ueByo poiib rena FZP (Bxirouas WFZP) B onpeieieHun apXuTeKTyphl KOJIOCa

31aKOB M (PYHKIIMOHAIBbHYIO 3HAYMMOCTh JgomMeHa AP2/ERF »Ttoro rena

(Dobrovolskaya et al., 2015, 2017).
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Ha ocHoBe anaim3a ¢eHotunoB Wfzp-mMyTaHTOB OBLTIa YCTaHOBJICHA
ocHOBHasi (yHkius reHoB-romeosioroB WFZP mmienunsi B pa3BuBaromiemcs
COLIBETHH, KOTOpas 3aKII0YaeTcs B TEHETHYECKOM KOHTPOJIE YCTAaHOBJICHUS
UJCHTUYHOCTH IIBETKOBBIX MEPHUCTEM, W 3Ta (PYHKIMS KOHCEpBATHBHA y BCEX
npeacrasuteneii 3makoB (Chuck et al., 2002; Komatsu et al., 2003a; Derbyshire,
Byrne, 2013; Dobrovlskaya et al., 2015). Takum oOpa3oM, ObLUTO IMOKAa3aHO, YTO B
Pa3BUTUM MHOT'OLIBETKOBOTO KOJIOCKA IMIIEHUIbI W OJHOLIBETKOBBIX KOJIOCKOB
JIpYrUX 3J1aKoB (puca, KyKypy3bl, SUMEHS U Jp.) Y4YacTBYIOT TI'€HETUYECKUE
(dakTopbl, QYHKIUU KOTOPHIX KOHCEPBATUBHBI, B YACTHOCTH, 3TO OPTOJIOTH TE€Ha
FZP.

bouto oOHapykeHO, YTO BKJIaJ TOMEOJOTWYHBIX komui reHa WFZP-A
(gSS-A, TtBH-ALl), WFZP-D (mrs1/gSS-D) u WFZP-B B reHeTHYeCKOM KOHTPOJIC
MpU3HAKa «MHOTOKOJIOCKOBOCTb» MSATKOW MIIEHUIIBI HE OJMHAKOB, YTO MOKET
OBITH CBSI3aHO CO CTPYKTYPHBIMH H3MEHECHHSIMHU PETYISTOPHBIX YYaCTKOB T'€HOB
(Dobrovolskaya et al., 2015). Tak, B mpomoropHoMm paiione rena WFZP-B
oOHapy>keHa MHCEPLHS MOOMITbHBIX AJIIEMEHTOB MITE, KoTopast
MPEANOJIOKUATEIFHO TPUBENIa K CAICHCHHTY TE€Ha W ToTepe UM (YHKIIHMA.
Wucepuus mpom3onuia B MpoOIeEcce JBOMIONMM  NMPU  (HOPMUPOBAHUU
TETPAIUIONIHOTO T€HOMa B 3BOJIIOIMOHHBIN uaud Emmer (Dobrovolskaya et al.,
2015). OOHapy»XeHO, YTO PA3JUYHBIA YPOBEHb SKCIPECCHH T'€HOB-TOMEOJIOTOB
(YpOBEHb TPAHCKPHIITOB T€HOB) MOJUILIONIHOTO TEHOMA MSTKOM MIIEHHUIIBI MOKET
MPUBOJUTH K HEOJIMHAKOBOMY BKJIAAY OTICIBHBIX TOMEOJOTUYHBIX KOTIHI T€HOB B
(GEHOTUN pacTeHHs, U PE3yNbTaThl OJHOTUITHBIX MYyTaIllMi B TaKMX T'e€HaX OymyT
UMETh pasHylo cTerneHb (eHoTunuueckoro mposisiacaus (Dobrovolskaya et al.,
2015). B memom, oOHapykeHHBIH HaMu (EHOMEH OTpa)kaeT mpoIece Ko-
aJianTaiuu CyOr€HOMOB B COCTaBe EIMHOTO aJUIOTOJHUIUIONIHOTO TEeHOMa B
mpoiiecce 3BOJONMHA. VHTEpEeCHO OTMETUTh, YTO Haubosiee (PYHKIIMOHATHHO
aktuBHas konus reHa — WFZP-D npunagnexur cyorenomy D, KOTOpBI cUUTaIOT

JTOMUHHUPYIOIIUM B reHOMe Msirkoi mimenuisl (Pont, Salse, 2017).
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Takum 06pa3om, OTydeHHBIC HAMH PE3YJIbTAThI IPOJAEMOHCTPUPOBAIH, UYTO
U3MEHEHHUs CTPYKTYpHOM OpraHu3alli TE€HOMOB pacTeHUd B Ipolecce
AUTOTIONUTIIIONTN3AITMN U JAIbHEHINEeH KO-9BOJIONUNA B COCTaBE €IMHOTO T€HOMA
MOTYT TIPUBOANTH K Mpeodianaroneid PyHKITMOHAIBHON POJIM OTACIIbHBIX T€HOB-
rOMEOJIOTOB B OMNpEAeNieHUd (PEHOTUIIMYECKUX MPU3HAKOB, B YaCTHOCTH,
MIPU3HAKOB KOJIOCA MIIICHUIIBI.

BerBrcrokonoceie (hopMbl TeTparuionaHol mmeHuinl T. turgidum (BBAA)
IIUPOKO PaACIPOCTpaHEHbl W M3BECTHHI yke okojo 2000 ner (HopodeeB u ap.,
1979). HemaBHo ObUIO OOHapyX€HO, YTO (OPMHUPOBAHHWE BETBHCTOTO KOJIOCA
SBIIACTCSA CICACTBHEM MyTalud B (yHKIMoHaIbHOM aoMeHe AP2/ERF rena
WFZP-A (amtens TtBH-A1l) (Poursarebani et al.,, 2015; Dobrovolskaya et al.,
2017). B Hamux uccienoBaHusAX OBLIO MOKAa3aHO, YTO BETBUCTOKOJIOCHIE (hOPMBI
TETPAIUIOHOM TIIeHUIBI T. durum, KoTopbie JJIsi 3TOTO BUAA HE XapaKTCPHBI U
BCTPEYAIOTCS PEIKO, MOTIIN BOSHUKHYTH B pe3yJbTaTe CIIOHTAHHOW THOPUIN3aIluN
C BCTBHCTOKOJIOCHIMH pacTeHUsIMM Buaa 1. turgidum mpu WX COBMECTHOM
npouspacranuu (Dobrovolskaya et al., 2017).

Pe3ynbraThl HammMX WCCIENOBAHUM, BBITTOJHEHHBIX HAa MHOTOKOJOCKOBBIX
JUHUSAX ajutorekcariongnoi msrkor mmenunsl (BBAADD), mokasamu, 4to
nposieienne mytanuu rena WFZP-A nogaBnsieTcsl npu HAJIMYWK aJUJIENsl TUKOTO
tunia WFZP-D (Dobrovolskaya et al., 2015). CnenoBaTenbHo, mepeHOC MpU3HAKa
BETBHCTOKOJIOCOCTH OT TETPAIIOWIHOW MIeHHIBI 1. turgidum B rekcaruioquHyo
nireHuiy 1. aestivum satpyaneH, Tak kak awienb T1tBH-ALl He mposBisieTcs mpu
Hanuuuu amiens aukoro tuna WFZP-D renoma D, koTopblii BCTpeudaeTcs y
nojassronero yuciaa (okoso 93%) copros msarkoi mmenuib (Dobrovolskaya et
al., 2015).

Hamm wcciemoBanuss BIIEpBBIE  IMOKa3aidd, dYTO B  (HOPMUPOBAHHH
MHOTOIIBETKOBOTO KOJIOCKA IMIIEHUIIBI HA CTAIUU 3aKJIagkd U Au(depeHITuPOBKU
I[BETKOBBIX MEPHUCTEM €ro IUCTAJbHOM YacTH MPUHUMAET ydacThe reH Sham
Ramification 2 (SHR2). Myrtamus Shr2 BbI3biBaeT HapylieHHE YCTAHOBIICHHS

HIACHTHUYHOCTH ILIBCTKOBBIX MCPHUCTEM HW HU3MCHCHHC JCTCPMHHHPOBAHHOCTHU
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KOJIOCKOBOM ~ MEpPUCTeMBbl, B pe3ylbTaTeé 4Yero HaOJIOJAeTCsl  pa3BUTHE
HKTOMUYECKUX KOJOCKOB Ha MECTE IIBETKOB M (hOPMOBAHHE TEPMHUHHPOBAHHOIO
kostocka mieruibl (Dobrovolskaya et al., 2017).

Brnepsbie Obuto oOHapyxeno, yto rensl WFZP u SHR2 xontponupyior
YCTaHOBJICHHE UJICHTUYHOCTH I[BETKOBBIX MEPUCTEM Ha PA3HbBIX CTAAUSIX Pa3BUTHUSA
MHOTOIIBETKOBOTO KOJIOCKA TIIICHUIIbI, JCHCTBYIOT HE3aBUCHUMO W, BEPOSITHO,
NPUHAAJIEKAT Pa3HbIM MYTSIM TE€HETUYECKOM PEryisiiuu pa3BUTHUS COIBETHUS
(Dobrovolskaya et al., 2015; Dobrovolskaya et al., 2017). Ciieayer oTMETHTb, YTO
¢yHkun  optoioroB FZP, KOHTponupyoomUX YCTAaHOBJIEHHWE HWACHTUYHOCTU
[BETKOBBIX MEPUCTEM Ha HAYaJbHOM CTaAMM pPa3BUTHUS KOJOCKA TMIICHUIBI,
KOHCEPBATHBHBI Yy 3JIaKOB M C OJTHOIIBETKOBBIMH KOJIOCKaMH (HAIpUMeEp, y puca
(Komatsu et al., 2003a), sumens (Poursarebani et al., 2015)), u c
MHOTOIIBETKOBBIMU Kojiockamu (Hampumep, y B. distachyon (Derbyshire, Byrne,
2013), mmrenunpr (JJoOpoBonbckas u ap., 20146; Dobrovolskaya et al., 2015,
2017)). Urto xacaercs rena SHR2, yyacTByOIIEro B pEryJsidd YCTaHOBJICHUS
UJCHTUYHOCTH I[BETKOBBIX MEPUCTEM Ha Oojiee TO3MHUX CTaausiX pPa3BUTHUSA
kosocka mmienuiel  (Dobrovolskaya et al., 2015), Mbl He OOHapyXuaud B
JUTEPATYPHBIX MUCTOYHUKAX MHPOPMAIMKA O TeHAX PHCa, KYKypy3bl WIH SUYMCHS,
MYTaIM KOTOPBIX BBI3BIBAIOT CXOJHBIC W3MEHEHHUS B PA3BUTUU OJHOIBETKOBBIX
KOJIOCKOB U HIMEIOT CXO/HbIE (DEHOTHITMUECKUE MPOsBIIeHUs. Bo3MOXHO, Hapsay
KOHCEPBATUBHBIMA MOJYJISIMU TCHETHYECKOW PETYISAIMU, K OJTHOMY M3 KOTOPBIX
npuHaiexut red WFZP, cymectBytor oTnenpHbie cieniuudHbIE MOIYIA WA
ICHBI, PETYIHMPYIONINE Pa3BUTHE MHOTOIIBETKOBOTO KOJIOCKA, K KOTOPBIM
npuHaIekuT SHR2,

Hamu Obut oOHapy’keHbl HOBbIE T'€HETHUeCKHE (DaKTOpbl, 0003HAYEHHBIE
RS (ramified spike), BoBiieucHHBIC B T€HETUYCCKUN KOHTPOJb Pa3BUTHS KOJOCKA
mmenunbl - (Dobrovolskaya et al.,, 2017). Iloka3aHo, 4YTO 93TH TE€HBI
B3auMonencTBylor ¢ SHR2, HOo Ha HacTOSmMi MOMEHT XapakTep WX
HACJIEI0BaHMSI, JIOKAIM3AIUS B TEHOME MIIICHUIIBI U CTPYKTYPHO-()YHKIIMOHATBHAS

opranusaiusi He wusBectHsl (Dobrovolskaya et al., 2017). [laabHetimue
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UCCIICJIOBaHMS CTPYKTYpHOH opranusanuu reHa SHR2, xoTopas Ha HacTOSIIIHIA
MOMEHT HE YCTaHOBJIEHA, W HW3y4YeHHe RS yTOYHHT WX pOJb W TEHETHYECKHE
MEXaHHU3MBl PETYJSIUU Pa3BUTHS COIBETHS, B YaCTHOCTH, B ONpPEICICHUN
UJACHTUYHOCTH W JCTCPMUHUPOBAHHOCTH KOJIOCKOBBIX M IIBETKOBBIX MEPHCTEM
IIICHULIBI.

[Tokazano, uTo (OpMHUpPOBAHHE KOJIOCA CO CHHUPATBHBIM PACIIOJIOKEHUEM
KOJIOCKOB Ha KOJIOCOBOM ocu y nmuHuii Mmopdotumna SCR (screwed spike rachis) ue
COTIPSKEHO C U3MEHEHUSMHU UCHTHYHOCTH WU ACTEPMUHUPOBAHHOCTH MEPHUCTEM
Ha PaHHUX JTalax pa3BUTHs COLBETHS, YTO OOBIYHO COMPOBOXKIAETCS CMEHOM
¢unorakcuca (Bartlett, Thompson, 2014), a sBisieTcs ciaencTBUeM 0CoOEHHOCTEMH
pocTa KJIETOK KOJIOCOBOTO CTEpXKHS Ha OoJiee MO3THHMX ATalaxX pPOCTa COIBETHS
(IoOpoBosabckas u np., 2017). Takum o0pa3oMm, CHHpaIbHOE PACIOIOKECHUE
KOJIOCKOB B COI[BETHH 3JIaKOB MOXET OBITh OOYCIOBJICHO HE TOJBKO
0COOCHHOCTSIMU B3aMIMHOTO PACIIOJIOKEHHUSI KOJIOCKOBBIX MEPHCTEM COIBETHS
OTHOCUTEIBHO OCH COIBeTHS (TUIOM (UIUIOTaKCHMCa COLBETHS), HO U
0COOCHHOCTSIMHU POCTa KIIETOK.

B Xxome BBHIMOMHEHWS HCCICAOBaHWN OBLIM  pa3paboTaHbl  HOBBIC
monekysipasie [IHK mapkepst — COS, SSR, koTopbie MOTYT OBITH UCIIOJIH30BaHbI
B MPOCKTaX MO MOJICKYJIIPHO-TCHETHYECKOMY KapTHPOBAHWIO T'€HOB U JIOKYCOB
KonruecTBeHHBIX npu3HakoB mineHuIbl (COS, SSR) u 3makos (COS), B nesnom,
OLICHKHM XapaKTEPUCTHUK HOBBIX MEPCIEKTUBHBIX JUHUHA u popm mmeHuipl (SSR),
U3y4eHUIO oOpraHu3aiuu TreHomoB copoauuerr mmenuisl (COS, SSR), ¢
NpUMEHEHUEM paHee TmpemyiokeHHbix Hamu ([JoOpoBosibekas u mp., 2009;
ApbGy3oBa u np., 2012; 2014; Dobrovolskaya et al., 2005, 2006, 2007, 2009, 2011,
2015; Tikhenko et al., 2010) 1 HOBBIX CTpaTerHii.

[TosydeHHBbIC Pe3yNIbTAThl, B IIEJIOM, SIBJISIFOTCS OCHOBOW JUIS JaJbHEHUIINX
UCCJICIOBAaHM, HAIPABJICHHBIX HAa IIOHMMAaHHWE POJU TEHOB, YIPABJISIONINX
pa3BUTHEM COILIBETHS 3J1aKOB, W3YYCHHUIO HMX B3aWMOJICHCTBHS, yCTAHOBJICHHIO
TCHHBIX CETeH W OIpPEACIICHUIO BO3MOXHBIX T'€HOB-MHUIICHEH HAmpaBJICHHOTO

BOBﬂGﬁCTBHﬂ Ha IIpOorpaMmbl pPas3BHUTHA paCTeHI/Iﬁ C OCJIbKO ITIOJIYUYCHHA HOBBIX
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NEPCIEKTUBHBIX JHHUM W (OpM 3IIaKOB C yJIydIIEHHBIMH KadyeCTBaMH, B
YaCTHOCTH, C BBICOKOI YpOKaTHOCTBHIO.

[IpennoxeHHBI KOMILJIEKCHBIM MOAXOA M3y4YeHHUs Mop(doreHesa COLBETUS
MIICHUIBI, OCHOBAaHHBIM HAa MPUMEHEHUM METOJ0B CBETOBOM M 3IJIEKTPOHHOU
MHUKPOCKOIIMH, COBPEMEHHBIX METOJOB aHaJIM3a TE€HOMAa pacTeHUW Ha
FCHETUYCCKUX MOJCISIX: KOJUICKIUSX JIMHUM IIIEHUII C OJHOTHIIHBIMU
U3MEHEHUSIMU MOpPGOTeHe3a COIBETHS PA3HOIO IMPOUCXOXKICHUS JIUIUIOWIHBIX,
TEeTPAIIOUAHBIX W TEKCAIUIOMJIHBIX BHJOB, OyJeT BOCTpeOOBaH [JIsi H3Y4YEHUS
MopdoreHesa COIBETHS PACTEHUH CO  CJIOXKHBIMH  AJUIOTIOJIUTIIIONTHBIMU
reHOMaMH.

B 1nenoM, mnomydeHHbIE pe3yNbTAaThl BHECIW CYLIECTBCHHBIM BKJIAJ B
MMOHUMAaHHUE MOJIEKYJISIPHO-TEHETUUECKUX MEXAHU3MOB, YIPABIAIOIINX Pa3BUTHEM
COI[BETHUsI MIICHHWIBI Ha cTaauu ¢opmupoBaHus koyiocka. Crparerus,
pa3paboTaHHasET B HACTOAIIEM WCCIEAOBAHUM, YYHUTHIBAIONIAs CUHTCHUIO U
OCOOCHHOCTH CJIOKHOM OpraHW3aIliy ajUIONOJUIIONIHBIX TEHOMOB 3JIaKOB OyJIeT
WCIMOJIb30BaHa ISl U3YYEHHUS TE€HETUYECKHX MEXAHU3MOB, JIEKAIIUX B OCHOBE
dbopMupoBaHUS PA3TUYHBIX (EHOTHUMUYECKUX TMPU3HAKOB MIICHUIBI W APYTHUX

pacTeHuN.
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BBIBO/IBI

1. Co3nana u oxapakTepu3oBaHa KOJUICKIMS JIMHUM MIIEHUIBI C HapYyIICHUSIMHU
MopdoreHesa coupetusi. B pesynbrare M3ydeHus JUHUN KOJUIEKIIMU BIIEPBbIE
BBISIBJICHBI U3MEHEHHUSI B CXEME PA3BUTHS COLIBETHUS MIIEHUIIBI, MPUBOJSIIHNE K
NOSIBJICHUIO ~ HECTaHAAPTHBIX  MOPQOJOTUYECKHX  THUIOB  Kojloca  —
MHOTOKOJIOCKOBBIX (DEHOTHUTIOB. Y CTaHOBJIEHO, YTO B OCHOBE (HOPMHUPOBAHUS
MHOTOKOJIOCKOBBIX (DEHOTHIIOB MIIIEHUIIBI JIKAT W3MEHEHUS PaHHUX ATAroB
Pa3BUTHSI COLIBETUSA:

(a) HapylIEHUSI ~ YCTAHOBJICHUSI  MJEHTUYHOCTH  LIBETKOBBIX  MEPHUCTEM,
COMPOBOXKAAIONIMECS CMEHOW (UIUIOTAaKCHCa, KOTOpbIE MPUBOJAT K
GOpMHpPOBAHUIO  HKTOMUYECKUX  KOJOCKOB  Ha  YKOpOoueHHOM  (y
MHOTOKOJIOCKOBBIX (JOPM C CHISYMMHU KOJOCKAMU) WU YUTMHCHHOU (Y
BETBHUCTOKOJIOCHIX ()OPM) OCH KOJIOCKA CO CMEHOM (PUILTOTaKCHCA;

(O)HapymieHUsT ~ yCTAaHOBJIEHWS  WJACHTHUYHOCTH  IIBETKOBBIX  MEPHUCTEM
JUCTANbHOW YacTH KOJOCKa CO CMEHOW (UIIOTaKCUCca M HU3MEHEHUEM
JNETEPMUHUPOBAHHOCTH KOJIOCKOBOW MEPHUCTEMBI, KOTOpPBIE MPUBOIAT K
(GhOopMHPOBAHUIO 3€PHOBOK B 0a3alIbHOM YaCTH M SKTOMMYECKHX KOJIOCKOB B
JIUCTaJIbHOW YaCTU KOJIOCKA;

(B) pa3BUTHE JOMOJHUTEIBHBIX KOJOCKOB Ha YCTYyMaxX KOJIOCOBOTO CTEPXKHS BHE
NEPBUYHBIX KOJIOCKOB 0€3 CMEHBI (PMILJIOTAKCHCA.

Ha ocHoBe IMHMM KOJUIEKLIMM BBIJAECJIEHBI MOJJCIM IS MCCIeI0BaHUMN

TCHETUYECKOW PETYISIIUU  OTACNBHBIX OTarmoB Mop(doreHesa COIBETHS

MIICHULIBIL.

2. BrepBrie mokazaHo, 4To (OpPMUPOBAHUE KOJIOCA CO CIUPAIbHBIM MOPSIIKOM
PacIoJIOKEHUST KOJIOCKOB Ha KOJOCKOBOW ocu y nuHuM mopdoruma SCR
(screwed spike rachis) He compsikeHO C M3MEHEHUSIMU WJICHTUYHOCTH WJIU
JETEPMUHUPOBAHHOCTH MEPUCTEM Ha PAHHUX ATalax pPa3BUTUS COILBETHS, a

ABIKICTCA CICACTBHEM ocoOeHHOCTEH pocTa KJICTOK KOJIOCOBOI'O CTCPIKHA Ha
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Oojee MO3IHUX OJTalax poCTa COLBETHS M HAXOAUTCS IMOJ MOHOIC€HHBIM
JIOMUHAHTBIM KOHTPOJIEM.

3. Pazpa®oTana u npuMeHeHa CTpaTerusi UCCIEA0BAHNs T€HETUUECKON PETyJIsauu
Mop(doreHesa  COLBETHsl  IIUEHUIIbI, OCHOBaHHAas Ha  HUCIOJb30BAaHUU
BBIJICJICHHBIX U OXAapaKTEPU30BAHHBIX M€HETUYECKUX MOJENEH, JIMHUWA Pa3HOro
IPOUCXOXKIECHUS JTUIUVIOUAHBIX, TETPAILUIOUIHBIX M TEKCAIUIOMIHBIX BHJIOB
NIICHULBI C OJHOTHIIHBIMU HapylIeHUsSMH MopdoreHesa COIBETHS, U
IPUMEHEHUN KOMIUJIEKCA COBPEMEHHBIX METOJOB aHAM3a N€HOMAa PACTEHHIA:
MOJIEKYJISIPHO-T€HETHUECKOT O KapTUPOBaHUS, aHaJn3a KapHOTHUIIOB,
NO3ULMOHHOTO KJIOHHpOoBaHUs. C MPUMEHEHHEM JIaHHOM CTPATETUU:

a) BIEPBBIC YCTAHOBJIEHO, YTO 3aMEIIEHHE XpOMOCOMbI 2D u paenenuu B
KOPOTKOM IUIEYE XpOMOCOMBI 2D MSATrKOW MIUEHUIBI MOTYT OKa3blBaTh
BIMSIHUE Ha MOPQOJOTHI0 KOJIOCA, BBI3bIBAs Pa3BUTHE JOIMOJHUTEIbHBIX
KOJIOCKOB ¥ 3KTOIIMYECKUX «BETOUYEK» HA YCTyIaX KOJIOCOBOI'O CTEPKHS,

0) BIepBbIe MOKa3aHO, YTO (popMHpPOBaAHHE BETBUCTOIO KOJIOCA U KOJIOCA C
JIOTIOJIHUTEIbHBIMU CUASYUMHU KOJIOCKAMH Ha YCTYIAaX KOJIOCOBOTO CTEPIKHS
NIICHULBl BBI3BAHO OJHOTHUIIHBIMM HApYyLIEHUSIMU pa3BUTHS COLIBETHS
NIICHULBI 1 HAXOIUTCS MOJI KOHTPOJIEM IeHEeTHYECKHX JIOKYCOB XpOMOCOM
2DS (Mrs1/qSS-D) u 2AS (gSS-A), ¢ OCHOBHBIM BKJIQJOM T'€HETHYECKOTO
JIOKyca XpoMOcoMbI 2DS;

B) BIEpBbIE ONpEICICHO IMOJOKEHHe TreHa monstrosum 1  (mol),
JETEPMUHUPYIOLIETO ~ MHOTOKOJIOCKOBBIM ~ (DEHOTHII ~ pXKHM  IOCEBHOM
S.cereale L., Ha MOJNEKYJISIPHO-TCHETHUSCKON MUKPOCATEIUIMTHON KapTe
xpoMocoMbl 2R S.

4. BuepBble B TCHOME MSTKOW MIIEHUIBI BBIACIEHBI KIIOUEBHIE PETYJISTOPHI
pasBHUTHs COLBETHS 31akoB — reHel-romeonoru Wheat FRIZZY PANICLE
(WFZP-A, WFZP-B u WFZP-D) u onpenencHa cTpyKTYpHO-(QYHKIIMOHATbHAS
OpraHu3alMs COAEPKAIIUX UX JOKYCOB.

a) BmepBble ycTaHOBI€HO, 4TO MyTaluu B (YHKUHOHAJIBHOM JIOMEHE

AP2/ERF renoB WFZP-D u WFZP-A npuBogst k GOpMUPOBAHUIO
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MHOTOKOJIOCKOBBIX/BETBUCTOKOJIOCHIX ()EHOTUIIOB BUIOB MILEHUIIBI PA3HOTO
ypoBHs TwiomaHoctd T. aestivum (BBAADD), T.durum (BBAA) u T.
monococcum (AA).

0) BriepBbie ycTaHoBNI€HO, 4TO OcHOBHas GpyHkuus rena WFZP nmenuiis B
pa3BUBAIOIIEMCSl COLBETUM 3aKJIIOYAE€TCd B TI'EHETHYECKOM KOHTpPOJE
YCTaHOBJICHUS] UJIEHTUYHOCTHU I[BETKOBBIX MepucTeM. CXOJCTBO MyTaHTHBIX
(EeHOTUTIOB TMHUHN TUTUIOWAHBIX, TETPAIUIOUIHBIX U TEKCAIUTOMIHBIX BUIOB
NIICHULBI O3Ha4YaeT KoHcepBaTUBHOCTh PpyHkumii rena WFZP B mpeaenax
ponaa Triticum L.

B) BmepBble moka3zaHo, 4YTO YCTAaHOBJCHHE WACHTUYHOCTH LBETKOBBIX
MepucTeM Oa3aJlbHOW W JHMCTAIBbHOM YacTeid MHOTOIBETKOBOTO KOJIOCKA
NIIEHUIIBl  HaxonmsaTcss mnojx  kKoHTtposem renoB WFZP u  SHAM
RAMIFICATION 2, neiicTByromux HE3aBUCUMO Ha Pa3HbIX 3Tanax pa3BUTHUs
KoJOocKa. BbIBUHYTa rumnore3a O TOM, YTO YCTaHOBJICHHE UIACHTUYHOCTH
(opanbHbIX MepUCTEM 0a3aJbHOW U JUCTAILHOM YacTell MHOTOIIBETKOBOTO
KOJIOCKAa TMIIEHUIBl HAXOJATCS TOJ| YIPABICHUEM PAa3HBIX T€HETUYECKUX

IIyTEN PETYISALNN PA3BUTHSL.
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CIIMCOK COKPAIIIEHUHM U YCJOBHBIX OBO3HAYEHUI

BLIBY — BepXHss HBETKOBAS YECLIYS
THT® — ne3okcunykneoruarpudocdatsi
3aB — 3aBs3b C PbUIBLIEBBIMU BETBSIMU
KAM - anukajibHast MEpUCTEMA KOPHS
KM - kosiockoBast Mmepuctema

KY — koJsiockoBas yenrys

Jlo —nmouKynsl

MC - mepuctemMa couBeTHs

M.II.H. — MUJUIMOH I1ap HYKJIEOTH]IOB

H67 — copt Caparosckas 29 T. aestivum
HK — HOX)Ka KOJoCcKa

HKY — HuKHAS KOJIOCKOBas Yyenrys
HII[BY — HMKHSS IBETKOBAS YELTysl

OBIT — och O0KOBOTO TIOOETA, HECYIIETO IIBETOK
OK - ocb KoJI0CKa

OT — oOpatHas TpaHCKPUIILUSA

OLl — opraHu3yrOMIMil HEHTP UEHTPAIBHON 30HbI AlTMKAJIbHON MEPHUCTEMBI
I.H. — Iap HYKJIEOTUOB

ITAM - anukanbHas MepucTema rnodera
[TOLIB — mpuMOpANM OPraHOB LIBETKA
[I1IP — nonumMmepasHas LenHas peakuus
C29 — copt Capatosckas 29 T. aestivum
c¢M — canTUMOprax

TBE — Tpuc-6opatnsiii 0ydep

TE — tpuc-2/ITA Gydep

TK — TepMUHAIBHBIN KOJIOCOK

T® — TpaHCKpUNIIMOHHBIN (HAKTOP

T4 — TEIYUHKU


http://эац-ран.рф/news/detail.php?ID=16439#19
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®M - dnopanpHas MmepucTema

[[Y — uBeTkoBas yenrys

OJITA — >TuneHInaMUHTETPAYKCYCHAsI KUCIIOTa

BAC - wmckycctBenHass OakrepuasibHas xpomocoma (bacterial — artificial
chromosome)

COS - cer koHcepBatuBHBIX opTosioros (Conserved Ortholog Set)

CS - copt Yaiinuz Cripunr T. aestivum

€S — SKTOIMYECKH Koocok (ectopic spikelet)

es2" — propuuHsIii sKTOMIYECKHi Koocok (second ectopic spikelet)

EST - skcnpeccupyromuecs mocienopareasHoctu JJTHK (expressed sequence tags)
ets — SKTOmMYeCKHi TepMUHAIIbHBIH KOJI0CcOK (ectopic terminal spikelet)

f- nBerox (floret)

F1 — rubpu nepBoro moKoJICHUs

F,, F3 — BTOpoOe, TpeTbe MOKOJIeHHs OT camooIblieHus Fq

Fm — dnopansras mepuctema (floral meristem)

FRS — ueTsipexpsanbiii kooc (Four rowed spike)

f-tRS - noxuHo-uctmaHoe BerBieHue (false-true ramification wmm false-true
ramified spike)

GB - uctunHoe BeTBieHue (genuine branching)

GISH - reromuas in situ ruGpuan3amnms

gl — komockoBast yerrys (glume)

gr — 3epHOBKa (grain)

HS — ropusonransubie kostocku (horizontal spikelets)

Im — mepuctema corpetus (inflorescence meristem)

| — HoKHSS 1BeTKOBas yernys (lemma)

LF — meHee (pakiimoHMpOBaHHBIC WM KOHCEpPBAaTHBHBIC paiioHbl reHoma (less
fractionated)

lo — moxukyer (lodicules)

MF — Oonee (QpakIMOHMpPOBAaHHbBIE, IUIACTHUYHBIE paloOHBI TreHoma (Mmore

fractionated)
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MITE — munmatiopsslii Tparcmo3on (miniature transposon elements)

MRS — mHOTOpsAHBIN KoToc (Multirow spike)

NIL — moutu u3orennas juHus (near isogenic line)

pa — BepXHsisl IBeTKOBast yernrys (palea)

pi — mectuk (pistil)

QTL — noxychl KOJIMYECTBEHHBIX MPU3HAKOB (quantitative trait loci)

SCR - cxkpy4eHHBIN KOJIOCOBOM cTeprkeHb (Screwed spike rachis)

SDS — noxenun cynabdar HATpuUs

SHR — noxnas BerBucTocTh (Sham ramification)

sm — mepucteMa kosiocka (spikelet meristem)

SNP - ogHonyxiieotnanbiii mosmmmMopdusm (Single Nucleotide Polymorphism)

SS — cBepxuncieHHbIe KOJOCKH (Supernumerary spikelets)

SSCP - monumopdusm koHdpopmarun oxHouenoueynorn JIHK (Single Strand
Conformation Polymorphism)

SSR — mpocTeie TOBTOpPSIONIHECS MociaedoBareabHocT (Simple  Sequence
Repeats)

st — TerumHKa (Stamen)

ts — TepmMuHanbHBIN KOsTocOK (terminal spikelet)

tsSm— mepucTema TepMuHanbHOTO Kostocka (terminal spikelet meristem)

VVS - Beprukanbhbie kojocku (vertical sessile spikelets)

WS — KOJIOCOK JMKOTO THIIa, Pa3BUBAIOLIUICS MO cTaHmapTHOM cxeme (wild-type
spikelet)

WT- nukwuit Tan (wild type)
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INPUWIOKEHUE

Taomuua 1 — JIuaum HecTaHIAPTHBIX MOP(OTHUIIOB KOJIOCa, UCTIONB30BaHHbIe B MccienoBanmsix (JloopoBombckast u ap., 2014a, 20146, 20174,

20176; Dobrovolskaya et al., 2008, 2009, 2015, 2017)

OOIBLIIEH YacTH YCTYIIOB

B Jlunns Mopdorim OcoOeHHOCTH (heHOTHIIA K0JI0cA TIpoucxozKieHne
T. aestivum Rucl63t
Rucl67"
V3-79-08'
\/3-82-08" JoHop npHsHaKa MRS - BGT?I/ICIOKOJ‘IOCZISI
| ¢opma msrkoit rennib! Ral’, nomydennas
V3-83-08 B pe3yJIbTaTe XMMUYECKOTrO MyTareHesa.
V3-84-08"
1 Kracrep 3 MHOMKeCTBa CHIISTIMX KOJIOCKOB (710 | MapKupyroruii pr3HaK TOYTH W30TeHHOM
V/3-85-08 MRS 10
-11) Ha YCTYITaX KOJIOCOBOT'O CTEPXKHS mmam NIL-mrsl nepeHeceH or wmHMM
\V/3-86-08! KM240 (iorop MRS-Tipr3Haka 310# JIMHIA
\/3-87-08" —Ral), PEKyYPPEHTHBIM POZIATENIEM SBTIACH
JMHUSL COpTa MSTKOW SIPOBOH  TIIICHHITBI
1
V3-83-08 HoBocuoupckas 67.
V3-89-08"
\V/3-00-08'
NIL-mrs1®
Ruc204} HS-GB JlonomHUTENBHBIE CUITINE KOJIOCKU He mBectio
PACTIONIOYKEHBI Ha YCTYIAX MIIH BETBHICTBIA KOJIOC
Skle128t TubeTcKast TpEXKOJIOCKOBast (hopMa MSITKOM
HS Hopu °‘®Wm“m“e§fa°;‘;a;’$yﬂ°’m° Ha rmerns1 (Tibetan triple-spikelet wheat,
TTSW)
So164* T'uGpyn oT cKperwBanHws
HS [lo mape cuasurx KOMOCKOB PacrioNoKeHO Ha BTBHCTOKOIOCOH (HOPMOH TeTpaITIon THO

MMTICHUIIBI
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Iponosmkenne Tadumubi 1

Bu Jlvnust Mopdorun Oco0eHHoOCTH (peHOTHIIA KOJIOCA IIpoucxosxnenue
T. aestivum MC1611* HS Io mape cuasunx KOJIOCKOB Ha yeTynax HibkHel | MumyimpoBanHbii MyraHt (HMM-
YacTy KOJIOCa MyTareHes), ucxoHbii copt CaparoBckasi29
Ruc130* GB BersrcThIif Koroc He m3BecTHO
Rucs7" VSS Hapeie i Bey HDIC KooK ®opma mstrkoit mnerms: Z GK 331-8
Pa3BHBAIOTCS HA YCTYIIAX OJIAH HaJl IPYTHM.
Ruc62' VSS T1apHIe HIH BEPTUKATEHBIC KOMOCKH opwa wsirKoi reHip: Z GK 3-82
Pa3BHBAIOTCS HA YCTYIIAX OJIAH HaJl IPYTHM.
Ruc 30-11% SCR CrimpasHBIM PaCITIONIOKEHHEM KOJIOCKOB Ha opyva Msrofi mes: Z GK 242-82
KOJIOCOBOM CTEp)KHE
Ruc 34-11% SCR CrimpaTsHBIM PACTIONIOKEHHAEM KOJIOCKOB Ha opyva Msroii mes: Z GK 242-82
KOJIOCOBOM CTEp)KHE
T.monococcum | KT 3-24° GB Bersucthiii Komoc VIHIy1MpOBAHHBIIA MyTaHT
T.durum R-1073 HS-GB JIOTIONTHHTEITHHBIE CHISIKE KOJIOCKH Ha YCTYIIaX Bersucroxaocsii obpasert Il
VJTA BETBUCTBIN KOJIOC ’
T. turgidum K-40750°7 GB BerBHCTBII KOJIOC THITMYHOIO TYPIUAHOIO THIla | BersrcTokomnockIii o0pasert, borraprst
Pl 67339° R JIO’KHO-ICTVHHOE BETBRIIEHHE KOJIOCA O6pazerr Pl 67339 NSGC USDA-ARS
S. cereale D40 monstrosum MHOKeCTBO KOJIOCKOB Ha YCTYIIE CroHTaHHO BO3HHUKIIIAst (hopma

Tpumevarvie: Jluemy npeoctaienst — g-pom [1. Mapmurexom (Dr. P. Martinek, Agrotest Fyto Ltd, Kpomepsenk, Yetrickast pectiy6imka); 2 —BeepocCHiicKiM HHCTUTYTOM
pacrenmeBocta mverr HV. Basiosa (r. Canxr-IlerepGypr, Pocenst); *— mpod. H. Barana6o (Prof. N. Watanabe, College of Agriculture, Ibaraki University, ViGapaxu,
Snonms), *_ BM. MesbHnkom (PI'BHY Anraiickuii HayqHO-HCCIIEIOBATENHCKII MHCTUTYT CEITBCKOTO XO3sHCTBA, T. bapHayo), ®_ 16.H. A.B. BoiiokoBbIM (Cankr-
IerepOyprexuii prman MOI'en PAH, 1. Carkr-TlerepOypr). Mopdorurmsr: fAR (false-true ramification) -— noxkso-ricTrrHOe BetBIIeHHe Kosoca; GB (genuine branching) —
rcrrHHOe Betmienre konoca; HS (horizontal spikelet) — roprsonTamshbie komocku; MRS (multirow spike) — “muoropsymabii” komoc, SCR (screwed spike rachis) —
CKpYUCHHBII KOJIOCOBO# creprketb; VSS (vertical sessile spikelets) —seprukarbHbie komocku, MONStrosum — MoHCTpo3HbI Kostoc. HMM — aurrpo3ometimvouesrHa. NSGC

USDA-ARS — National Small Grain Collection, United States Department of Agriculture — Agricultural Research Service
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Taoauna 2 — Kpatkoe onvcaHue HeCTaHAAPTHBIX MOP(OTHIIOB KOJIOCA MIICHHUIIBI
(Pazpaborana aBTOpOM)

Mopdotun Kparkoe onucanue
KO0J10Ca NIIICeHUIIbI
MRS (multirow spike) MHOTOpSaHBI  KOJIOC, Ha YCTyHmax KOJOCOBOTO

CTEPXKHS KOTOPOro (OPMHPYIOTCS KJIacTepbl U3
MHOTOUYUCJICHHBIX  CHASYMX  KonockoB (mo 10
KOJIOCKOB).

TTSW (Tibetan triple-spikelet wheat) TubeTckas TPEXKOIOCKOBas (popMa MATKOM IIIIEHUIIE,
KOTOpasi OTJIMYACTCS DPA3BUTHEM TPEX KOJOCKOB Ha
OOJIBINICH YACTH YCTYIOB KOJOCOBOTO CTEPIKHSI.

HS (horizontal spikelets) XapakTepusyeTcsi HaTMYUEeM CHISTYAX KOJOCKOB (Yale
BCETO Iapbl) PaCIOIOKEHHBIX PAIOM MO TOPU3OHTAIN.
Cunonumer  —  ‘tetrastichon  sessile  spikelets’
(ueTeipexpsianble cuisiure koocku), FRS (four rowed
spike).

GB (genuine branching) HcTrHHOE BETBIEHHE Kotoca. Ha ycTymax KoIocoBOro
CTEP)KHSI Pa3sBMBAIOTCA HE TOJIBKO JIOMOJHUTEIbHBIC
KOJIOCKH, HO ¥ BTOPHYHBIC KOJOCKOBBIC OCH
(“Beroukn”). Cumommm — RS (ramified spike) —
BETBHUCTHIM Koyoc. Cummomum — “turgidum type of
spike” — TyprumHbIii THIT KOJOCA, BETBUCTBIA KOJIOC
XapaKTEePHBI [UIS BETBHCTOKOJIOCHIX (OPM IIIIEHHITBI
T. turgidum.

f-tR (false-true ramification) Jlo)xHO-UCTHHHOE BeTBIeHUE Konoca. DopMupoBanne
KOJIOCKOB C YJJMHEHHOW KOJIOCKOBOH OCBIO, B
0azaibHOW  4acTW KOTOPBIX (opMmHpyeTcs mapa
3€pHOBOK, a B JUCTaJbHOM YaCTH —JKTOIHMYECKHE

KOJIOCKH.

VSS (vertical sessile spikelets) Beprukanbable cupsune Komocku. Ilapuble wimm
BEPTUKAIbHBIC KOJIOCKH pa3BUBAIOTCS OJMH Hal
JPYTUM.

SCR (screwed spike rachis) Konoc co cnmpanbHBIM pacnoioKeHHEM KOJIOCKOB Ha
KOJIOCOBOM CTEpIKHE.

RS (ramified spike) Betsuctoiii komoc. Ha ycTymax KoJI0COBOTO CTEPKHS

pPa3BHUBAIOTCSI HE TOJIBKO JOMOJHUTENBHBIE KOJIOCKH,
HO ¥ BTOPUYHBIC KOJOCKOBBIE OCH (“BETOYKH).
Cunonumer — GB (genuine branching) n “turgidum
type of spike”.

SHR (sham ramification) JloxxHoe BeTBiIeHHE Kojoca. PopMupoOBaHKE KOJIOCKA
C YUIMHEHHOHW KOJIOCKOBOH OCBhIO, Ha KOTOPOM
PACIIONIOKEHBI IIBETKH.

FRS (four rowed spike) YeThIpéxpsaaabiii Kooc. Ha ycTymax KoIIOCOBOTO
CTCPIKHA PpPa3BUBACTCA IMapa CHUAAYUX KOJIOCKOB,
PaCIIOJIOKEHHBIX PSAIOM T0 TOPHU30HTATH. CHHOHUMBI
— HS (horizontal spikelets) u ‘tetrastichon sessile
spikelets’.




Tadoaunma 3 — COS-SSCP mapkepsl, UCTIOJIb30BaHHBIE IS CPABHUTEIBHOTO KAPTUPOBAHUS T€HOMOB IIIICHUIIBI U pUCA U

YCTaHOBJICHHS reHa-KaHauaaTa Ha poiib Tena mrsl (Quraishi et al., 2009; Dobrovolskaya et al., 2015)

EST I'pynnbi Ha3zBanmue
JIOKa.]'II/I?.a]_[I/Iﬂ B J1€JICHUOHHOM OuHe
MIeHUIbI xpomocom | COS-mapkepa
7DS_7DS4-0.61-1.002AS_C-2AS5-0.78|2BS_C-2BS1-0.5312DS_C- BE406923_I1
BE406923 | 2DS1-0.33 7,2 BE406923 I3
BE406808 | 2DS 2DS5-0.47-1.00[2AS C-2AS5-0.78[2BS C-2BS1-0.53 2 BE406808 |
BE442655_I1
BE442655_12
BE442655 | 2AS C-2AS5-0.78]2BS_C-2BS1-0.532DS_C-2D51-0.33 2 BE442655_13
BE403166_5P
BE403166 | 2BS_C-2BS1-0.53 2 BE403166_3P
BG605024_3P
BG605024 |
BG605024 | 2BS 2BS[2DS C-2DS1-0.33 2 BG605024_5P
BF473259_I2
BF473250 | 2AS C-2AS5-0.78]2BS_C-2BS1-0.532DS_C-2DS1-0.33 2 BF473259_5P
2AS_2AS[2DS_2DS|_4A4DL_4DL9-0.31-0.56/5AL_5AL10-0.57-
0.78 BE637885_I2
BE637885 | 5BL_5BL16-0.79-L.00/5DL_5DL5-0.76-1.00[2BS_C-2BS1-0.53 2,5 BE637885_I2
BF483010 | 2AS C-2AS5-0.78]2BS_C-2BS1-0.532DS_C-2DS1-0.33 2 BF483010_I2
BG607805 | 2AL_2AL1-0.85-1.002AS_C-2AS5-0.782BS_C-2BS1-0.53 2 BG607805_I1
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IMponomxenue Tadaunbt 3

EST I'pynnsi Ha3Banue
Jlokaau3anus B JeJJeHHOHHOM OUHe
MIIEeHUIbI xpomocom | COS-mapkepa
BG263521 I3
BG263521 5P
BG263521 2DS 2DS1-0.33-0.47]2AS_C-2AS5-0.78|2BS_C-2BS1-0.53 2 BG263521 il
BE404332_12
BE404332 2DS_2DS|2AS_C-2AS5-0.782BS_C-2BS4-0.75 2 BE404332_11
BE444378 12
BEA444378 |3
2AS_C-2AS5-0.78[2BS_C-2BS1-0.53]2DS_C-2DS1-0.33/4DS_C- BE444378_14
BE444378 4DS1-0.53 2,4 BE444378 i1
BE499115 |1
BE499115 |2
BE499115 2AS_C-2AS5-0.78|2BS_C-2BS1-0.53 2 BE499115 14
BEA494907 |2
BEA494907 2BS_2BS|2AS_C-2AS5-0.78]2DS_C-2DS1-0.33 BEA494907 I3
BF483083 2BS_2BS|2DS_2DS[]2AS_C-2AS5-0.78 BF483083_|
BF201328_I1
BF201328_i3
BF201328 2AS_C-2AS5-0.78]2BS_C-2BS1-0.53]2DS_C-2DS1-0.33 BF201328_i2
BE404630 2AL_C-2AL1-0.85[2BS_C-2BS1-0.53]2DL_C-2DL3-0.49 BE404630_12

BF428792_i2
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IMponosxkenue Tadaunmni 3

EST I'pynnsbi Ha3Banue
Jlokaaunsanusa B JeJIeIHOHHOM OUHE
MIIeHUIbI xpomocom | COS-mapkepa
BG606092 BG606092_3P
2DS _2DS1-0.33-0.47|2BS_C-2BS1-0.53 2 BG606092 11
BF291674 13
BF291674 11-12
BF291674 2AS C-2AS5-0.78|2BS_C-2BS1-0.53]2DS_C-2DS1-0.33 2 BF291674 14-15
BG274976_12
BG274976 3P
BG274976 2AS_C-2AS5-0.78]2BS_C-2BS1-0.53 2 BG274976 il
BE425942 5P
BE425942 2BS_C-2BS1-0.53|2DS_C-2DS1-0.33 2 BE425942 11
1AL_1AL1-0.17-0.61|1BL_C-1BL6-0.32]2AS_C-2AS5-0.78[2BS_C-
BE403404 2BS1-0.53|12DS_C-2DS1-0.33 1,2 BE403404 |
2AS _2AS|2BS _2BS|2DS_2DS5-0.47-1.00|12BS_C-2BS4-
BF482919 0.75|6BL_C-6BL5-0.40 2,6 BF482919 5P
BE497494 i1
BE497494 2AS 2AS5-0.78-1.002BS_2BS1-0.53-0.75[2DS_2DS5-0.47-1.00 2 BE497494 i2
BG275030 il
BG275030 2AS 2AS5-0.78-1.00|2BS_2BS4-0.75-0.842DS_2DS5-0.47-1.00 2 BG275030 i3
BE499478 i1
BE499478 2AS 2AS5-0.78-1.00[2BS_2BS1-0.53-0.75[2DS_2DS5-0.47-1.00 2 BE499478 5P
BF202287 5P
BF202287 2AS C-2AS5-0.78|2BS_C-2BS1-0.53 2 BF202287 3P
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IMponosxkenue Tadaunmni 3

EST I'pynnsbi Ha3Banue
Jlokanu3zanus B 1eJIeIIHOHHOM OUHe
MIIeHUIbI xpomocom | COS-mapkepa
BF478936 i3
BF478936 2BS 2BS| 2D| 2 BF478936_i4
BF428792 i1
BF428792 2BS_2BS1-0.53-0.75]2DS 2DS5-0.47-1.00 2 BF428792_i2
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Tadoauna 4 — Iomumopdusie COS-SSCP Mapkepsl, HCTIOJIb30BaHHbBIE JIJII CPABHUTEILHOTO KAPTUPOBAHUSI TEHOMOB IMIIICHUITBI

puca ¢ IIeJIbI0 YCTaHOBIICHHUS TeHa-KaH1uaaTa Ha postb reHa mrsl (Quraishi et al., 2009; Dobrovolskaya et al., 2015)

Xpomo-
HonnMop(me* Tomy- Tun COMHast
COS-SSCP CrtpykTypa npaiiMepoB agnuu | Hacuenosa- | JIOKann3a-
MapKep HUA oA
18°C | 25°C | 35°C
F:CACGACGTTGTAAAACGACCGACATTTCTTCGGCTTCG + + + T - )
BF482919 5p | RICAGGAAACAGCTATGACCAAGAGTTGCCGAGCGTGG
F:CACGACGTTGTAAAACGACCGCCATCCTCCGCAAGTC + i i T c )
BG263521_5p | RICAGGAAACAGCTATGACCGATCTGCACCGGGTACGAGC '
_ F:ACGACGTTGTAAAACGACCGGGGCAGTATTTTACAGATC ) + LN d )
BE499478 i1 | R: CAGGAAACAGCTATGACCGTCCAACTTGACAGTGTGGTC '
_ F:CACGACGTTGTAAAACGACCACAGGATCGAATCCACCG + + + T d nd
BF201328_i2 | CAGGAAACAGCTATGACCATGCGCTCTTCAACTGTGTCC
_ F:CACGACGTTGTAAAACGACAGGACACAGTTGAAGAGCG ) + i LI c 2A
BF201328 i3 | R: CAGGAAACAGCTATGACCTAGTCAATATGCGAGGCAAG '
_ F:CACGACGTTGTAAAACGACTGATGGCGAAACATATGCTTC ) + ) LN c B
BF291674 i1 | RIAGGAAACAGCTATGACCATGATCCCTTTCTCAACCCAC '
_ F:CACGACGTTGTAAAACGACTCGTGGCTTTAGCTTTTGGG ) + ) T - )
BG606092_i1 | R:CAGGAAACAGCTATGACCGGGAAAAGATCAGGGCGAG
_ F:CACGACGTTGTAAAACGACTGGGGATGATGCTACAGAG + + ) I c B
BG274976 i1 | R.ICAGGAAACAGCTATGACCCAGAGCAGCATCAATACCTG
_ F:CACGACGTTGTAAAACGACCAATGAATAGGATAGGTGGG ) + + I d 2B
BE497494 i2 | R.CAGGAAACAGCTATGACCCAACATCTGTAAGGGGACTC
F:CACGACGTTGTAAAACGACCGAGCAAAGGACAACATTC ) + ) I i -
BG275030 i1 | R:ICAGGAAACAGCTATGACCTAACAGTTCGCATGAACAGC

*

L9¢

[Tpumeuanne: * — SSCP-monmumopdu3M MEXITy PpOAMTENSIMU KAPTUPYIOIIUX TIOMYJSIIUN, BBISBISIEMBI B Pa3HBIX TEMIIEPaTypPHBIX
YCIOBUSIX (18/25/35°C). 1 u Il - kaprupytomue nonyisinuna F, Rucl63 X S0149 u Rucl67 X S0149, cooTBeTCTBEHHO. C — KOJJOMUHAHTHBIN

nd- JIOMHUHAHTHBIN MapKepbl, COOTBETCTBCHHO, nd — XpOMOCOMHas JIOKAJIU3allus HE OIPEACIICHA, - HCT JaHHBIX



Ta6auna 5 — Criucok reHoB-kaHIuaaTOB Ha posib Mrsl (Dobrovolskaya et al., 2015)

:ii?;pf cos | 0. sativa [chrT] E::ﬁachfon 5. E‘;:';]” Z. mays [ch2] | Z mays [chT] DyHKUMK (O. sativa )
CDO405  |BE499473 |LOC Os07g45064 |Bradilg19650.1chr0Sb02g041180 ATM-nopoBrsii BEnok, NPEnon., SECHp.
LOC Os07g45030 Sb02g041170 ZmEvil10831-2 skcnp. Benok
METOXOHLPRANE R NpEluecTESHRRE CyTregmangm 51 kD MADH-
LOC O=07g43080 Sb0Zgl41180 ZmEwi1105933-2 |ZmEvilE8263-7 | yEeoomsor-oEcHoopenyETassl, , Mpenn. , SEcnp.
LOC Os07gées5260 Sb0Zgl41310 TOEHODEQE3S, NECSHOCRIER MMBEDSKNEHSIE Iy ING], NPSOn., SKCNp.
LOC Os07g45230 [Bradi1g18570.1chrl|Sb02g041320 Genox MoZE |, npegn., secnp.
LOC O=07g45280 Sb02g041330 yroocpom P4ED T2A1, npenn., sccnp.
LOC Os07g45320 [Bradi1g18530.1chrl|Sbl2g041350 FmEvil359280-7 | COX Vila-nogoSusii Genok, NpSQn., SEcnp.
LOC Os07g45350 [Bradi1g18510.1chrl|Sbl2gl41380 ZmEvil35308-7 | ZCFE1, npean., secnp.
LOC Os=07g45350 |Bradilg19500.1chrl|Sb02g041350 ZmEvil837089-7  |ATo-zsewcewss PHE xeneeszs DDXEZ, npegn., secnp.
LOC O=07g46160 |Bradi1g19350.1chr0]Sb02g041470 ZmEvil93725-F | Genox cneen Tena POZ, npegn., zscnp.
LOC O=07g48170 |Bradilg19380.1chrl]Sb02g041460 ZmEvil20564-2 TpakcwewipaHrl Genoe 115, npenn., secnp.
LOC O=07g45180 |Bradilg19370.1chrl1_pseudomolecule brac versionl 15435039-15483590 B4 PWWP-gower conepsaud G2no, SECnp.
LOC Os07g45220 [Bradi1g19340.1chrl|Sbl2gl41420 ZmEvil24587-2 | ZmEvil93711-7  [secnp. Gano
LOC Os07g45240 [Bradi1g19300.1chrl|Sb02g041530 ZmEvi120572-2 zxcnp. Benok
LOC O=07g48280 |Bradilg19270.1chrlSb02g041550 ZmEvilG3724-7 NPEMUECTESHHME HELRIRONEHIE0N BT TNIDE0ENEaSSE], NPSON., SECHp.
LOC Os07g45300 [Bradi1g19250.1chrl|Sbl2gl41570 zecnp. Genok
LOC Os07g45310 |Bradilg18220.1chrl)1_pseudomolecule brac versiond 15398067-154015935 B oyfregrerya H warsmi-XensTass, Npegn.
LOC_0s07g45340 [sbozgodts00 | WETHNEI3, NDEAN., SECTD.
LOC O=07g46350 |Bradilg19230.1chrl1_pseudomolecule brac versionl 15409996-15413028 B npenuecTecssime copi E3pEoRCHnEnTILa s 1, NpEAN., SECHP.
LOC O=07g4e5360 Sb0Zgl41830 NEETORMIMICTATIGN NMEZS, NPELN., 3EChp.
LOC Os07g48370 |Bradilg15210.1chrlSb0Z2g041540 Genog EMEZZ21, npeononarsswsii, SECnp.
LOC Os=07g45380 Sb02g041650 TMEOSRITRSHCDEpasa, NPEAN., SKCNp.
Gy HEYMOHANEKER TROPEAOECHHPENYETA3 TRODENOECHE, NPSIN.,
LOC Os07g45410 [Bradiigi19140.1chrl1_pseudomoleculs brac version 1533ZmEvi120118-7  |secnp.
LOC O=07g46450 |Bradilg191 DD.1CI‘IFU15I}DEQD41 730 | ArmweaTop tho MMdas, mpegn., secnp.
KNOPOMNECTHL NPEIWECTESHERE DEpPEoRCHEIIERCHMOE
LOC O=07g46460 |Bradilg19080.1chr)1 pseudomolecule brac version0 15224037-15301108 Birmyrawansod CreTass, Npen., SEChp.
NPEIWECTESHENE SCNA0ATHROECH NpOTERKaSE penewTEsRe-1, Np2an.,
LOC Os07g45430 Sb2g0417E0 SECIp.
LOC O=07g45450 |Bradilg19050.1chrl|Sb02g041770 ochaTHpRImEoERToN-4-hocdiaT Semkaza 4, npenn. sEcnp.
LOC Os07g45500 [Bradi1g18030.1chrl|Sb02gl417a0 ZmEvi128244-7  |7avewpasa 2. npsan., sEcnp.
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Ipoxonxkenne Tadauubl 5

:i‘::l”p'f cos | 0. sativa [chrT] ﬁfﬂ;ﬂmﬂ n S [tc': ‘lf:';]” Z. mays [ch2] | Z mays [ch7] DyHKUMK (0. sativa )
LOC Os07g458520 |Bradilg18010.1chrl]Sb02g041820 CHTMIESHD SECIPECCHEYIOWRICR reH 2, Npenn. , SEcnp.
LOC Os07g45540 |Bradilgi15000.1chri1_pseudomolecule brac version0 15203222-15211438 Bycyfrepmenys 1 sorgerchioBono EoMINSECS, NPEAN., SECHP.
LOC O=07g45550 |Bradilg18970.1chrl]Sb02g0412370 ZmEvi131694-7  [vGweesmus-meraza SINATE |, npegn., secnp.
LOC Os07gd48570 SbhlZgl41380 TESKCNOPTED SNEETROROE, MBSO, , SECHp.
LOC Os07g458550 |Bradilg18510.1chrlSb02g041510 OHE-cERmIES DR GEnos XpoMOIoWMEH-KENWEII, NPSOn., SKCNp.
LOC O=07g45500 |Bradilgi18500.1chri{Sbi2g041530 Genoe cewsitcTes PHE nosegoy pRORNETCHETaSS, SECNP.
LOC O=07g45510 Sb02g041935 UBC-323THH O-IMICECGHTTDERGDE0EES, MPENN., SECNp.
LOC O=07g48530 |Bradilgl&310.1chrl]Sb02g041550 OE3IWMMHIES, MPSOn. , SEChp.
UDP-N-ayemrirmosozasms-gonayrndochaTt M-
LOC O=07g45540 |Bradilgl1&300.1chrl]Sb02g04 1560 SUETHIMICEoEaMMEGOChOTRaRCDErEES, NPEnN. , SECN[.
LOC Os07g45700 |Bradilgl&7s0.1chrl]Sb02g042010 PH¥-cERISIESCWRY GEnoE, Npean., SEChp.
LOC Os07g45710 |Bradilgi18740.1chrl1_pseudomolecule brac version0 15009573-150115%23 By=«cnp. Senos
LOC O=07g46720 |Bradilg18730.1chrl]Sb02g042030 Apeprnl Benok MopS8, npeon., secnp.
LOC O=07g458750 |Bradilgl185890.1chrl]Sb02g0420350 dhakmop snokrayew 1-62T3, mpEOn., SEChp.
LOC Os07g45760 SbhlZgl42060 SETHESTOR OCHOERCOH TRSHCKDRNUMK 1, NpEOn., SEChp.
Genor PPREGE-14 c noETOpRICWMMCA NEKTATPHECHISNTHAOM, NP0,
LOC_Os07g48770 |Bradilg185870.1chrl1_pseudomolecule brac version( 14568812-148967178 Be=wcnp.
LOC O=07g45720 |Bradilgi85650.1chri{Sbi2g042070 THROSKE-CIEsdrseCEri TRaRCHopTHa Banoe, Npean., sEcnp.
LOC O=07g45750 |Bradilg185850.1chrl]Sb02g042100 4-anedE-TMOEaROTESHEDEpEES, NPELN., SECHD.
LOC Os07g45980 SbZgl42150 Genok onpenenmowl non_ tasseleesd-2, npenn., sEcnp.
LOC Os07g45950 |Bradilgl8340.1chrl]Sb02g042170 Cy MEQOECKLONCHYTE3E 2, NPEan., SECnp.
LOC O=07g47100 |Bradilgi18350.1chri{Sbi2g042150 Genor kaTped / Bogopogeore ofwesa 2, npean., swcnp.
MMAEONEEE GoChopHorD Shupal TRERCEPMMYROHHEIR GSETop, TIPS, ,
LOC O=07g47110 |Bradilgi18380.1chri{Sbi2gi42210 FECnp.
LOC O=07g47120 |Bradilg18390.1chrl]Sb02g042220 GET-3WMNE3S, TDEON., SECHp.
LOC O=07g47150 |Bradilg18420.1chri]SbiZ2gld2240 ZmEvil 06880-2 zecnp. Benow
LOC Os07g47201 |Bradilgl&450.1chrl1_pseudomolecule brac versionl 14822704-148152489 Be apeswnyeenass, npeon., 3&cnp.
LOC O=07g47210 |Bradilg18470.1chri{Sbi2gl42280 ZmEvil2T6759-7 | nmuncys-creymdwsscowi npones-Soramait Benoe APG, npegn., secnp.
LOC O=07g47250 |Bradilg18450.1chrl]Sb02g042310 ZmMEvVi131619-7 |mpepmecTesmme nunas, nNpemn., SEchp.
XNOQONMNECTHLIN MPSIWSCTESHHIE TEOTERHEREs AFKTE, npaan.,
LOC O=07g47270 |Bradilg18500.1chri]Shi2g042320 ZmEwvi131624-7  |=ecnp.
LOC O=07g47280 |Bradilgl18510.1chrl]Sb02g042330 E3TanMTINECESR CyTeenmsnys JHK-nonmeepass 3673, Npemn. SEChp.
LOC Os07gd7Zed SbhlZgl42330 EITAMMTIMECESR CyTrennenys JHE-nonmwepass 3273, NpSOn. SECOp.
LOC O=07g47250 |Bradilgi18550.1chri1_pseudomolecule brac version0 1488 ZmEvi131630-7  [ecwnozs-wsowepssza, npegn., secnp.
fzpF4R2 |LOC O=07g47330|Bradi1g18580.1 Sb02g042400 ZmEwil05249-2 |ZmEvi123374-T |branched silklessi, npean, skcnp.
LOC O=07g47350 |Bradilgl18500.1chrl]Sb0Z2g042430 ZmMEvil1Z23380-7 |TpawcnopTep ganks 7, MpSOn., SECHp.
LOC Os07g47360 SbhilZgla2440 GENDE © cUMHECESIMK Nansyasms CW-Tna, secnp.
LOC Os=s07g47370 |Bradilgi18310.1chri{Sbi2gi42450 Genoe © NOEToOpoW nesTaTpreonenTigs FPR1108-17, npegn., secnp.
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Ipononxkenne Tadauubl 5

:11?:?;:? cos | o. sativa [chrT] Eg:-:;achfm S [t:;::]w Z. mays [ch2] | Z mays [chT] dyHKUAK (O. sativa )
Genoe NIFT Broresesa peSocomanssod cyfeemmangs 505, npean.,
LOC O=07g47420 |Bradilgl18250.1chrl)1_pseudomolecule brac versionld 14584818-14882607 Bgaecnp.
LOC Os07g47450 |Bradilgl18240.1chri|Sbl2gl42480 ZmEvil41636-2 | ZmEvi131818-7  |awxanor diseTops cnocofoTEywene yeeTeximo 1, Npegm., 3Ecnp.
LOC O=07g47470 |Bradi1g18220.1chrl|Sb02g042500 FOMONGT ECCCTAHOEMTENA GEpTHNEHOCTH A, npean.
wHgonkn-J-ausToawraockkTaza GHI 11, wegonen-3-
LOC O=07g47450 |Bradi1g18200.1chri1_pseudomolecule brac versiond 1469 ZmEvi131828-7  [systoawwgocwkerass, zecnp.
LOC O=07g47500 |Bradilgl18180.1chrl|Sb02g042540 FUCTOH-SETMENH weTHmpakchepszs CARM1, npean., skcnp.
LOC O=07g47510 |Bradilgl18170.1chrlSb02g042550 GencE, CERZSHFEIN 0O CTDECCOM, NPEN., SEChp.
LOC Os07g47s30 |Bradilgl8160.1chrl|Sb02g042560 AT cERIESMWNN G2noK, MpEOn., SECOp.
LOC O=07g47570 |Bradi1g18130.1chrl|Sb02g042550 zgcnp. Genoe
Aneprail Genok 1, WHIyURpyewsl G2T3-TGF, nposgnonarsewsii,
LOC O=07g47580 |Bradi1g18120.1chrl|Sb02g042500 ZmEvil44£507-2 FECnp.
LOC O=07g47550 |Bradilg12080.1chriSb02g042530 zecnp. Benoe
LOC O=s07ga7520 VHMESpCaNerel GEnoE CTPECCS, MpEON., SECHp.
LOC Os07g47530 |Bradilgl8070.1chrl)1_pseudomolecule brac versiond 14579020-14583908 Bedesrop cnnadcerra npe-wPHE SF2, npean., skcnp.
Genoe, CONSQEIUMH EOHOEDESTHENSIR DEROH, WHLYLMDY S
LOC Os07g47670 |Bradilg18030.1chri|SblZ2gl42700 FMNOECKENR, 3ECNp.
LOC O=07g47710 |Bradi1g18010.1chri|Sb02g042710 ZmEwi1188583-7  |60S pwSocomssi Benox L22-2, npean., secnp.
LOC O=07g47750 |Bradilg173230.1chriSb02g042730 ZmEvilZ2851-2 zecnp. Benoe
LOC Os07gar 780 SblZglaz2740 NpSMUECTESHHIE GRNNCMNEHIES, NPSON., SECp.
LOC Os07g477E0 |Bradilg17870.1chri|Sbl2gl42750 ZmEwil18885-7 | pwSocowmssi Genoe L18, npegn., sscnp.
LOC O=07g47820 |Bradilg17550.1chrl|Sb02g042770 ZmEvil44£523-2 Genox acadil , npean., zecnp.
LOC O=07g47330 Sb0Z2gl42Ta0 ZmMEViT18871-7  |npemmecTesmime neeTieacTepass-1, NpSAN., SECHp.
LOC O=s07ga79580 SblZglaz2a40 NpSIUECTESHHIE TEQORCHLE 2, TSN, SEChp.
LOC Os07g43010 |Bradilgl7a370.1chrl|Sb02g042350 ZmMEviT27371-7  |npepwecTeswsie Nepoeckoassl 2, NDSan., SECng.
LOC O=07g423020 |Bradi1g178580.1chri1_pseudomolecule brac versiond 1448 ZmEvi127371-7  [npenwecTesssis neposcknass 2, npean., sscnp.
LOC O=07g42030 |Bradilg17340.1chrlSb02g042370 NpEMUECTESHHME NEPOECHNEES 2, NDSON., SECHp.
LOC O=s07gaa050 NpSIUECTESHHIE TEQORCHLER, NDSNN., SECD.
LOC Os07g4es3060 SblZgla23a0 ZMEWiTZ73T3-7  |npepwecTeswsne E3TROWEOH NECOECHIS3M |, NpEOn., 3EChp.
CEL-Ez3Muo0ehCTEYIOWER CEPMHE-TREOHNEOESR MpoTeMHENREzEs 11,
LOC Os07g4e3080 MpSAn. , SECNp.
CEL-Ez3MuonefCTEYIOWER CEQPUH-TREOHMEOERIE NpOTENHEMIREES 15,
LOC Os07g48100 |Bradilg17820.1chri|Sbl2gi42520 ZmEwi127386-7  |npsgn., sscnp.
LOC O=07g48130 |Bradi1g17830.1chrl]Sb02g042530 ZmEvi127382-7  |tpsscnoprep ganes 3, npean., swcnp.
LOC O=07g48160 |Bradilgl17730.1chrl|Sb02g042060 ZMEVi1ZZ228-7  [npemuercTessime STanseTosnLassl, NpSOn., SEChp.
LOC O=07géed180 SblZg042590 ZmEvi100331-2 thakTop Tpakcepenuee RF-2 | npenn., secnp.
CDO1479 LOC Os07g42200 |Bradilgl7ge0.1chrl|Sb02g043000 ZmEvi100328-2  [EmEwilZ2220-7 |Genck, cogspwawei JHE-cerssiEamwmd gower B3 | skonp.
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Taéanua 6 — KomOuHanuu npaiiMepoB, UCIOIB30BAHHBIX ISl U3YYCHHS] T€HOB-

romeosoroB WFZP-A-B-D (Dobrovolskaya et al., 2015)

Jloxkanu3zanus

Ha3Banne Crpykrypa (5’ - 3’) aMILUTMKOHA
ckpunuHr BAC-6ubauotexu
FZP F1 CACTGGCTCGGCACCTTC CDS
FZP_R1 CTCAGGTACCCGGAGTTGTCG
FZP F1 CACTGGCTCGGCACCTTC CDS
FZP_R2 AGGTCGTCCACGTCCTCCC
CexBeHHPOBaHHE AMIUIHKOHOB
I'enom A
WFZP 2A F1 CATGGGCAAATCGGTTAATG 5' paiton
WFZP_2A R1 TGGATGAGATGGCGAGGTAG
WFZP_F2 TCTTGTCAGTGGCAGGCATC 5' paiion
WFZP 2A_R2 TGGCAGAAGTGAAGTGAGGT
WFZP_F3 GCTCACAGTCTCAGCAACCA 5-UTR -CDS
WFZP_2A_R3 CACTGGGCACCGGCATGGAA
WFZP_2AD_F4 | CAGCCAACCTCACTTCACT CDS
WFZP 2A_R4 GCTAGGGCACCGAAACAAC
WFZP_F5 ACGACATGGTCGCCTCGT CDS-3' paiion
WFZP_2A_R5 GGATCGGGGTGGATAGATTG
WFZP_2AD_F5 CTCAGAGCCTCAGACCCATT 3' paifon
WFZP_2A_R5 GGATCGGGGTGGATAGATTG
resom B
WFZP 2B F1 TGGGCTCTGCCTTCACAATCAG 5' paifon
WFZP_2B R1 GATGAGATGGCGACCTTGG
WFZP 2B F2 GGCACACAAATCCAAACACA S'paiion -CDS
WFZP_2B R2 GCCGT GATCC GCGGC ATTGA
WFZP 2B F3 ACAGTGCTCTCAGCCTCTCA 5-UTR -CDS
WFZP_2B_R3 CGGTGCATTTGCTTCAGTGT
WFZP_F3 GCTCACAGTCTCAGCAACCA 5'-UTR -CDS
WFZP_2B_R2 GCCGT GATCC GCGGC ATTGA
WFZP_2B F4 GAGTGCTCCATGCCG GTGCT CDS-3' paiion
WFZP 2B R4 GCCACTTTAATTCCGCAGGACT
WFZP_F5 ACGACATGGTCGCCTCGT 3' paiton
WFZP 2B _R5 GCATTGCTTAATTGGGTGAT
WFZP 2B _F5 GAAGATCGTGAAGAAGAGTGG 3' paiton
WFZP_2B_R5 GCATTGCTTAATTGGGTGAT
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IIpononxkenue Tabauumbl 6

Jloxkaau3zanus

Ha3Banne Crpykrypa (5’ - 3’) AMILUITMKOHA
I'enom D
WFZP 2D F1 TGTGCGCGCCGCAAAATCTT 5' paiion
WFZP_2D R1 GGATTTGTGTGCCCTAACCTA
WFZP F6 TCTTGGCAGGGGCTTCAAT 5' paiion
WFZP 2D R2 GCCCT GCTGG TGGTA GCCGA
WFZP 2D F2 CTCCTCATCTCTTTGGTCCT 5'-CDS
WFZP_2D_R2 GCCCT GCTGG TGGTA GCCGA
WFZP_2D _F3 TCAGTTCTGCCATGAGCATC 5'UTR-CDS
WFZP 2D R2 GCCCT GCTGG TGGTA GCCGA
WFZP_2D_F2 CTCCTCATCTCTTTGGTCCT CDS-3'UTR
WFZP 2D R3 GCCACTCTTCTTCTTCGTCG
WFZP_F5 ACGACATGGTCGCCTCGT 3' paiton
WFZP 2D R4 ACGAAGTCACTACAAGCACA
KoanuecrBennass OT-IIIP
WFZP-A
WFZP_F3 GCTCACAGTCTCAGCAACCA 5'-UTR-CDS
WFZP_2A R2 TGGCAGAAGTGAAGTGAGGT
WFZP-B
WEFZP_F5 ACGACATGGTCGCCTCGT CDS-3'UTR
WFZP_2B R3 CGGTGCATTTGCTTCAGTGT
WFZP-D
WFZP_F5 ACGACATGGTCGCCTCGT CDS-3'UTR
WFZP 2D R5 CTGGCTGGTGCATTTGTTG
Nnentudpuxamus amnens wizp-D.1
WFZP_2D _F3 TCAGTTCTGCCATGAGCATC CDS
wfzp-D.1 R* TGGTCGGGTCGCGTATCTC
Nnentuduxamus amreas wWizp-A.l
WFZP-F7 ATGGCCTTCTCGGAGCATTC CDS
WFZP-R3 TGGTCGGGTCGCGTATCTT

[Ipumeuanue: * — annenb-cnenuduunbiii npaiimep; CDS — koaupyromuii paiioH reHa,
5'(3") - UTR (5'(3") — untranslated region) — 5'(3')-HeTpaHCIUpyEeMbIii paiilOH reHa




Tadauua 7 — Tomosorust MpeacKa3aHHbIX aMHHOKHCIOTHBIX MocjieqoBarebHoctei (%)

romeosoroB WFZP-A-B-D mmennns, FZP puca u Bradilgl18580.1 Brachypodium

(Pa3paborana aBTopom)
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WFZP-A | WFZP-B | WFZP-D | FZP Bradi1g18580.1
WEFZP-A 100 90.65 87.15 63.08 61.77
WEFZP-B 90.65 100 9241 64.62 56.35
WEFZP-D 87.15 92.41 100 67.78 57.53
FZP 63.08 64.62 67.78 100 55.59
Bradi1g18580.1 61.77 56.35 57.53 55.59 100




Tabimua 8 — Tun u JoKanM3alMsg MHUKpPOCATEIUIMTHBIX TMoBTOpoB B WFZP-

274

Jokycax xpomocoM 2AS, 2BS u 2DS (/lo6poBosnbckas u jp., 2015)

Motus SSR-iokye | Jlokaamsauus SRR-mapkep
2AS (CS248B13)
AG/GA/CT (GA)6 na
(GA)20° G (5'-paiion) *
(GA)4(GA)B° na
(AG)6 TE (1)
(AG)16° na CS248B13-1
(CT)6 G (3'-paiion)
AT/TA (AT)11 na CS248B13-2
(AT)7 na
(TA)8 TE (1)
(TA)19 TE (1)
(TA)6' G (uHTpOH)
TG/GT (TG)6 TE (1)
AGG/GGA (AGG)6 TE (1)
(GGA)5 TE (1)
TGA (TGA)7 TE (1)
(TGA)2(TGA)4 TE (1)
CTT (CTT)5 TE (1)
ACA (ACA)5 TE (1)
GCC, GCG (GCC)4(GCG)4" G (CDS) CS248B13-3
AGCC (AGCC)4' na CS248B13-4
AAGAA (AAGAA)4 na
2BS (CS184F24)
AG/GA/TC (AG)7 na
(AG)7 TE (1)
(GA)7 TE (1)
(GA)10 TE (1)
(GA)34 na *
(TC)6? G (5'-paiion) *
(TC)5-CA-(TC)10° na CS184F24-1
GGC/CGG/GCG (GGC)5 TE (1)
(GGC)19 imp TE (1)
(CGG)5 TE (1)
(CGG)5(CGG)4 TE (1)
(GCG)4(GCG)4 TE (1)
GTG (GTG)5 TE (1)
TTTA (TTTA)ATTTA)2
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IMponoskenue Tadanumbi 8

Motus | SSR-mokyc | Jlokaamsauus SRR-mapkep
2DS ( CS305H5)
AG/GA/TC (GA)9° na
(GA)7(GA)3" na
(AG)8-G-(GA)12 TE ()
(TC)12° G (5'-paiion) *
AT/TA (TA)20 G (5'-paiion) CS305H5-1
(TAY7 TE (1)
GC (GC)6 G (5'-paiion)
TCC (TCC)5 TE (1)
GAG (GAG)8 na CS305H5-2
GCC, GCG (GCC)5, (GCG)4® G (CDS)
TTAT (TTAT)4 na

[Tpumeuanue: XupubiM mpudTOM BBIIEIEHB MUKPOCATEIUIMTHBIE JIOKYChl Kiacca |

a,b,c d
U ) o0o3HAYaeT

(mmaa > 20 m.H.). OguHakoBass OykBa B BepXHeM HHeKce (
TOMEOJIOTHYBIE MEKPOCATEIMTHBIE JTOKYCHL. - — JUISl JAHHOTO JOKYCa HACHTU(HIMPOBAH
TOMEOJIOTHYHBIN JIOKYC C MEHBIIMM YHCJIOM TMOBTOPOB, Ye€M B 3aJIaHHBIX KPUTEPHSIX
noucka; G — reH, TE — MoOwmIbHBIN dmemMeHT kaacca | unu |1, na — He aHHOTUpPOBaHHBIE
nocaenoBarenbHoctn  JIHK; S'-palion  wu 3'-palioH —  HEKOJUPYIOIIHE
nocnenoBarenbHocTd  JIHK mporsbkenHocteto g0 1800 m.H., HOpUMBIKamOUME K
CTapTOBOMY W TEPMUHAIHLHOMY KOJOHaM TeHa, cooTBeTcTBeHHO;, CDS — komupyromuii
palioH TeHa; Imp — HECOBEPIIEHHBIM MOBTOP; * — JIOKYC pacCIOJIOKEH Ha TpaHHIIe

KOHTHUTI'a


javascript:jumpto('seq0');
javascript:jumpto('seq0');
javascript:jumpto('seq0');
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Tadauna 9 — Mukpocaremumtabie Mapkeps K tokycam WFZP (JloOpoBosbckas u

ap., 2015)

Hoaumopduzm
Mapkep Motus Crpykrypa npaiimepoB (annesu, m.H.)
F: 5'-CTCCAAGAAGATCGAGGTGAACAT-3'
CS248B13-1 (AG)16 R: 5-TTGTTACCCTACCGATGATGTGTG-3' 163, 167, 171
F:5-GTGCACTTTTGACCTCCCTACACT-3'
CS248B13-2 (AT)11 R: 5-ATTTTGGGTTAAGTGGACGTAGCA-3' 432 NP
F: 5-CGCTGACTCTACACCTTACCTCGT-3'
CS248B13-4 (AGCC)4 R: 5-ACTTTTAATCGAATCGCACACG-3' 406 NP
F: 5-CGAGCTACATTTAGTGCATCTGGA-3'
CS248B13-3 | (GCC)4(GCG)4 | R: 5-TGACCGCTTTAGAGCCTTG-3' 427 NP
F: 5-CCATGGTGATGTGTGAGTAGTTCC-3'
CS184F24-1 (TC)15 R: 5-GTCGTAGAGTAAGGACACCGCAAT-3' 367, 371
F: 5-AACAATGATGCAATGAAGGAACAA-3'
CS305H5-1 (TA)20 R: 5-CGGGTTTGATTCCTGATGAGTTAG-3' 301, 325, 334
F: 5-ACTACACCGACACCAACGTCTTC-3'
CS305H5-2 (GAG)8 R: 5-GAAGACTAAGGCATGACTTGGAGG-3' 351 NP

[Tpumeuanue: NP — HemomuMopdHBIi PparMeHT yKa3aHHOTO pa3Mmepa; MUQPPbl BEPXHETO
uH7ACKCa 0003HAYAIOT JIMHUU W COPTa MSITKOW TMINEHUIIbI, Y KOTOPHIX JAaHHbBIE aJlIeiu
ObutH OOHapyxkeHsl: & 2 > 4 5 _ jguuum Rucl63, Rucl67, Sol49, Ruc204, Sklel28
(Dobrovolskaya et al., 2009; Dobrovolskaya et al., 2015); & "8° — copra CapaTosckas 29,
Ckana, Yaiinuz Crpusr u Penan cootBeTcTBeHHO (JloOpoBoibckas u np., 2015)
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Taboauma 10 — Amtenn rena WFZP-A, npejicTaBieHHBIE B COPTaX MSITKOU ITIIEHHIIBI

(Dobrovolskaya et al., 2015)

Crpana WFZP-A

Ha3Banue copra NPOUCXO0KIEHHSA | aJjljielib
AURORE AUS WFZP-A
BALKAN YUG WFZP-A
SHORTANDINKA KAZ WFZP-A
CHYAMTANG NPL WFZP-A
COPPADRA TUR WFZP-A
COTIPORA BRA wfzp-A.1
CTIPORA BRA WFZP-A
FRUMENTO CUPO ITA WFZP-A
GLENLEA-CAN CAN WFZP-A
GODOLLOI 15 HUN WFZP-A
MISKAAGANI LIB WFZP-A
MOCHO DE ESPIGA

BIANCA PRT WFZP-A
NP120 IND WFZP-A
NYU BAY JPN wfzp-A.1
OPAL DEU WFZP-A
PITIC 62 MEX WFZP-A
SEU SEUN 27 KOR WFZP-A
HOPEA FIN WFZP-A
XERES ESP WFZP-A
ZANDA BEL WFZP-A
ORNICAR FRA WFZP-A
APACHE FRA WFZP-A
CHINESE SPRING CHN WFZP-A
RENAN FRA WFZP-A
S0149 CZE wfzp-A.l
CAPATOBCKAZ 29 RUS WFZP-A
HOBOCUBUPCKA 67 RUS WFZP-A
CKAJIA RUS WFZP-A
BUUCKA ST O3UMAS RUS WFZP-A
OMCKAZ 23 RUS WFZP-A
YEJIABA 75 RUS WFZP-A
BACCA RUS WFZP-A
PACCBET BLR WFZP-A
OECTUBAIJIb BLR WFZP-A
ITAMATHU BABEHKOBA RUS WFZP-A
TYJIAMKOBA 100 RUS WFZP-A
OUIIATOBKA RUS WFZP-A
HOBOCHUBHNPCKAA 40 RUS WFZP-A
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IMponoskenue Tadaunnt 10

Crpana WFZP-A
Ha3Banmue copra NPOUCXO0KIEHHS | aJjjielb
BE3EHUYKCKAZ 98 RUS WFZP-A
HOBOCHUBNPCKAA 32 RUS WFZP-A
O RUS WFZP-A
TAHA RUS WFZP-A
KVYIJIYHINHKA RUS WFZP-A
HOBOCUBHNOCKAZ 31 RUS WFZP-A
HOBOCUBHNPCKAA 44 RUS WFZP-A
HOBOCHUBUPCKAZ 9 RUS WFZP-A
BATPATHOH RUS WFZP-A
HOBOCUBHUPCKAA 15 RUS WFZP-A

[Mpumedanune: WFZP-A — amens aukoro tuna, Wfzp-A.1 — MyTaHTHBIH aJlIemsb



Tadoauna 11 — Pacmieruienue B MOnyJisiiusax OT CKPEIMBaHUN MHOTOKOJIOCKOBBIX JIMHUM (SS) U TMHUN CO CTaHIAPTHBIM

denoturiom kosoca (NS) (Dobrovolskaya et al., 2009, 2015)

F,/BC1
Hao0nronaemoe
Popurtenn rudpuaHbIX THII KD BAHM =
nonyJssanuii (aseau WFZP) pett " Y| Beero pacineiienue 12 P
NS SS NS k SS

Rucl67 (wfzp-A.1 wfzp-D.1) F NS 106 80 26 3kl 0.01 | 0.90-0.95
X

S0149 (wfzp-A.1 WFZP-D)

Rucl163 (wfzp-A.1 wfzp-D.1) F NS 100 78 22 3kl 0.48 | 0.50-0.75

X
S0149 (wfzp-A.1 WFZP-D)

NIL-mrsl (wfzp-A.1 wfzp-D.1) F, SS 140 - 140 - - -
X

Skle128 (wfzp-A.1 wizp-D.1)

NIL-mrsl (wfzp-A.1 wizp-D.1) F, SS 140 - 140 - - -

X

Ruc204 (wfzp-A.1 wizp-D.1)
NIL-mrsl (wfzp-A.1 wfzp-D.1) F, SS 142 26 116 1x3 |4.20 -

X

MC1611 (WEZP-A wizp-D.2)
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Ipononkenune Tadauusbt 11

F./BC1
Popurtenu rudpuaHbIx THI CKDemuBAHIS = Hao6ronaemoe
nonyJasuui (amieau WFZP) pem ! Bcero pacuienjieHue 12 P
NS | SS NS k SS
MC1611 (WFZP-A wfzp-D.2) F, NS 158 121 37 3kl 0.21 | 0.50-0.75
X
C29 (WFZP-A WFZP-D)
MC1611 (WFZP-A wfzp-D.2) BC, NS 155 7 78 1x1 |[0.01 [0.90-0.95
X (MC1611/S29//MC16
11)

C29 (WFZP-A WFZP-D)
MC1611 (WFZP-A wfzp-D.2) BC, NS | 140 | 140 - - - -
X (MC1611/S29//S29)
C29 (WFZP-A WFZP-D)
MC1611 (WFZP-A wfzp-D.2) F, NS 135 116 19 3kl 8.6 -
X
Cxkama (WFZP-A WFZP-D) 151 |14.2
Skle128 (wfzp-A.1 wfzp-D.1) F, NS 134 124 10 15x1 |0.34 | 0.50-0.75
X
C29 (WFZP-A WFZP-D)
Ruc204(wfzp-A.1 wfzp-D.1) F NS | 149 | 128 21 3kl 9.5 -
X
C29 (WFZP-A WFZP-D) 15kl | 156

[Ipumeuanue:

KpaCHBIM OBCTOM OTMCUCHBI MYTAHTHBIC aJUJICIIN, 3JICHBIM IBCTOM — AJUICIIN JUKOT'O THUIIA, NS — komnoc CTaHAapTHOI'O THIIA,

SS (supernumerary spikelets) — MHOrOKOJIOCKOBBII KOJIOC
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Ta6amua 12 — Onucanune SS-mopdortumnos u myTanuii rena WFZP-D (Dobrovolskaya et al., 2009, 2015)

JInnusa DeHOTHIT IIpoucxoxnenue MyTauus WFZP-D
(mopdoTumn) B WFZP-D ajelb
NIL-mrsl MRS
Ruc163 (mrsl) MRS XUMUYCCKUN HECHMHOHUMHYHAS wfzp-D.1
Rucl67 (mrsl) MRS MyTareHes 3ameHa B AP2/ERF
necartb V3-
auaAd* (Mrsl) MRS
Ruc204 HS-GB HE U3BECTHO JICTIEIHS JIOKyca null-
aIlICIIb
Sklel128 HS (TTSW) CIIOHTaHHO JeNeus JoKyca null-
aJIJICITb
So0l64 HS CKpEIIUBAaHUE C BET-
BHCTOKOJIOCOIT (hop- JIeIIeLUsl IOKyCa null-
MO TeTparuIonIHOM
IIICHHUIIBI aIlICIb
MC1611 HS XUMHYECKUMN HOHCceHC-MyTarust | Wizp-D.2
(cmabo BeIpaxeH) MYyTarcHes B AP2/ERF

18¢

[Mpumeuanwue: *nuaun V3-79-08, V3-82-08, V3-83-08, V3-84-08, V3-85-08, V3-86-08, V3-87-08, V3-88-08, V3-89-08 u V3-90-08. GB
(genuine branching) — ucrunnoe Bersaenue; HS (horizontal spikelets) — ropusontanbubie komocku; MRS (multirow spike) — MuOTOpsITHBIN
kosioc; TTSW (Tibetan triple spikelet wheat) — TuGeTckast TpeXKOJIOCKOBAS MIIICHHUIIA



Crtparterus paspabotku COS (Conserved Ortholog Set)

WHEAT RICE MapKePOB
MRS 5 EST nweHuubl, "\
as5047-1m M KapTupoBaHHbLIE B
4 8 [eneuuoHHOM BuHe
: blastn
2051-0.33-0 47
EST nweHWubl ¢ BLICOKUM M
S YPOBHEM FOMONOruM K
reHam puca
oo oTbop ogHo-
KOMWIAHBIX FeHOB in silico
l l A J

i EST nweHuuUbI
C200. roMmonoru4vyHeie
f OOHOKOMUNHBLIM
B reHam puca 1
sesed ycTaHOBMEHMWE rPaHuL
MeXay IK30HaAMW B

EST nweHuubI j

pa3paboTka npanmepoB, raHKUPYHLLMX UHTPOHbI

201840 76100

(http://wheat.pw.usda.gov/wEST/binmaps/)
Pucynox 1 — Crparerus pazpaborku COS mMapkepoB MIeHHUIIBI HA OCHOBE CHHTEHHH T€HOMOB MIIEHUIIB U puca. CieBa — rpaduueckoe

nu300paxkeHne XpoMocoMbl 2D mieHuIb ¢ 0003HAYCHUEM JICJICIIHOHHBIX OMHOB, PSIIOM ¢ XpoMocoMoii 2D moka3aHbl CHHTEHHBIC OJOKH
xpomocom puca 4, 7 u 3 (http://wheat.pw.usda.gov/WEST/binmaps/). Jlokanu3zaius reaa Mrsl B nenelinoHHOM OMHE 0003HAYCHA KPACHOM

pamkoii (Pazpaboran aBTopom)
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R -

.

Ak AAAARAA KRk k RARRA ARkhhhhdkhh Ak kR Adkkk  hkRdkhk Ak

GACGCGTACGGGTE
heddkdk ek

B 17330 GCGCAGGAGCCAGBGAGBETTCCTCEECETGCEECEECEECCETGEEEEAGGTACHCTEC! CBCCTACGGCATE
14-7 GCGCAGBAGCCCEEECEETTCCTCRECETECEECECCEECCETEEEECCEETACECGECE, /oncECCTACGEEATEEEC
BRADI1618580.1 CBCABBAGCCTEEECET TTCCTEEECETECEECEACET CCCTEEEECCEETACECEEC

GGC.

TGGGGCTCCEEEAGGACGT CGACGACCTCGCRC
TGGGGCTCCEEEAGGACGTGLACGACCTCGCEC

TGATG! (‘EEB‘AGGACGTGEACE&CCT GCGC
k& dhkkddhhkhd dkkkkddh hhhk

i

Pucynok 2 — (A) Cxemarnueckoe u300paxkeHue cTpykTypsl reHa FZP, conepxaiero koncepBaTuBHbIi qoMeH AP2/ERF 1 kucnbiit tomen
C. (b) BelpaBHuBanue HYKICOTHIHBIX MOCiea0BaTeabHOCTeH renoB puca FZP (LOC_0S07G47330), xkykypyssl BD1 (ZMEV1123374-7) u
Brachypodium (BRADI1G18580.1) (yactuuno) CaliTel OTKHTA MpaitMepoB, pa3paboTaHHbIX st CKpuHuHTa BAC-0M0IMOTEKH MIICHHUIIBI,

oTMeueHbl cTpenkamu (Pazpabotan aBTopom)
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2D nynbi ®
: . Positive Plate Pool
(2 Dimensions)

Genome size > 400 Mb

Plate Pool

)

4——— Column Pool

2 Mynbl NhaHLWeETOB CMELLIUBAIOTCA B
ABYX HanpasneHusx (2D wnm 2-x
@ OpraHusauusa nynos 384- MEPHbIE NyAbl): No pagam U no
NYHOUHDbIX N/1AHLIETOB Ha KonoHkam. Myn pagos (Row pool)
opHOM 96-1 NyHOYHOM COCTOMT U3 12 Ny/10B NNAHLLETOB, NyN

nnaHwerte (Al,2..G12 nynbl KonoHoK (column pool) coctout us 8
BAC-K/N10HOB NNaHLIEeToB) Nyn0B NNaHLETOB.

Pucynox 3 — Ilpunnun coszmanus 2D (aByxmepusix) mynoB BAC-ouGmmorex https://cnrgv.toulouse.inra.fr/en/Services/Screening-
services/DNA-Pool-production

¥8¢



1 2 3 4 5 4] 7 8 9 10 11 1213 14 15 16 17 18 19 20 21 22 23 24

| :
iA Cs Cs 0 0 IC7 IXC7 IC8 IXC8 Ly XLY 11L& XL8 €5 €5 O 0 NCy XIC7 mncs Xcs WLY 0 N8 O i
EB Cs 0 0 0 vcr 0 VC8 O VILY 0 viLs 0 Cs 0 0 o wvic/ 0 WwVIcs 0 wviLy 0 WviLs 0 i
EC IL1 IXL1 L2 IXLZ2 1C9 [IXC9 IC10 IXC10 Nc1  XC1 Ic2 XCZ2 k1 XK1 me2 X2 mes o me1 o0 wvet1 0 ez 0 i
iD vii 0 vz 0 VvCo 0 vCi10 O VICT 0 VIC2 0 wvit1 0 wvILz 0 WVICO 0 WVIC10 0 WVvIC1 0 wvicz2 0 i
iE IL3 [XL3 IL4 IXL4 IC11 IXC11 IC12 IXC12 NIC3 XC3 IC4 XC4 L3 XL3 me4 X4 mc1t1 - 0 Wmc1z 0 wWes 0 WG4 0 i
iF Vi3 0 vi4 0 vC11 0 VvC12 O VIC3 0 vica 0 wvILz 0 wviL4 0 wIC11 0 MIC12 0 VIIC3 0 WVIIC4 O i
iG IL5 XL IL6 IXL6 O 0 0 0 IC5 XC5 IC6 XC6 L5 XI5 M6 XLe 0 0 0 0 NVWC5 0 INC6 @ O i
iH Vs 0 VL6 0 0 0 0 0 VICS 0 VICE 0 WViILs 0 ViLe O 0 0 0 0 WVvVmCs 0 wvmce 0O i
i| IL7 IXL7 IL8 IXL8 O 0 0 0 IC7 XC7 IC8 XC8 L7 XIL7 ML8 XLs O 0 0 0 wvWC7 0 NCg @ O i
iJ VLY 0 VL8 0 0 0 0 0 VICT 0 VICS 0 WwViILY 0 WViIL8 0 0 0 0 0 wvmcr 0 wvmce 0 i
iK IC1 [XC1 IC2 IXC2 IL1 XL1 L2 XL2 IC% XC9 IC10 XC10 Mc1 XIC1 WMCZ2 XIC2 VL1 0 VM2 0 IvVC9 0 NC10 | O i
il— vé1 0 vC2 0 ViUt 0 VILZ 0 VICS 0 wvici0 0 wvIC1 0 wIcz 0 vt 0 vz 0 vics 0 wvIcC10 0 i
EM IC3 [XC3 IC4 IXC4 L3 XL3 L4 XL4 NC11 XC11 lIIC12 XC12 WC3 XIC3 Nc4 XCc4 VL3 0 N4 0 IWC11 0 NC12 0 i
iN VvC3 0 VvC4 0 VIL3 0 VIL4 0 wvic11 0 wviC12 0 MIC3 0 WIC4 0 WvViIL3 0 w4 0 vic1t 0 wvIcC12 0 i
iO IC5 [XC5 IC6 IXC6 L5 XL5 L6 XL6 0 0 - Mcs XIC5 MC6 XIC6 WLs © 0 VLG O 0 0 -
e [vos JE v IR v [ FETRROommemmeoonn, == WO == I = I < O

Pucynok 4 — Pacnonoxenne JTHK cynepmnynoB BAC-6ubmunorekn Msarkoit mmeHuib copta Yaitnus Copunr “Tae-B-Chinese Spring” B
omgHoM 384-nmynoynoM maaHmere. CS — ob6pasusr JIHK copra mmenunsr Yaitnu3z CrnpuHr (mo3uTHBHBIA KoHTponb), H20 — Boma

(HeraTuBHBII KOHTPOIB), 0 — MyCTHIC TYHKH
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Pucynok 5 — Cxpununar cymepnyioB BAC-O0ubOmmorekm Msarkoi mmeHuisl copra Yaitau3a Cropuar “Tae-B-Chinese Spring”. PesymbraTs
aMIUTHHUKAIIMA C KCIIOJIb30BaHHEM KomOuHaruu mpaiimepoB FZPF1 FZPR2 na o6pasmax JIHK cymepnysnos “Tae-B-Chinese Spring” (moka3aHbl
pe3yJIbTaThl, MOJIYYCHHbIC HAa 00pasiax JIeBOW MoJIOBUHBI 384-myHO4YHOTro IiaHmrera). CBepxy 00O3HaYeHbI KOOPAWHATHI PacIojoKeHus oOpasia

(JIyHKH) B TUTAHIIIETE, JKEJITHIM IIBETOM OTMEUYCHBI KITIO3UTHBHBIC» JIYHKH (IPEICTABIISIFOT MYJIbI PSIOB MM CTPOK, COOPAHHBIX M3 MYJ0B 384-TyHOUHBIX
IUTAHIIIETOB), aMILTU(PHUIUPYIOIIHE (PArMEHThI 0)KUAEMOM JUIMHBI, 3€JICHBIM I[BETOM 0003Ha4YeH KOHTpoJib (0Opasen JIHK copra Yaiinu3 CripuHr)




Matrice Il

[1C1 Ic2 [IC3 [IC4 [IC5 [IC6 IC7 [IC8 [1C9 [c1o0 lIc11  lIc12
[L1
L2 97 105 113 121 129 137 145 153 161 169 177
L3 98 106 114 122 130 138 146 154 162 170 178
L4 99 107 115 123 131 139 147 155 163 171 179
L5 100 108 116 124 132 140 148 156 164 172 180
[IL6 101 109 117 125 133 141 149 157 165 173 181
L7 102 110 118 126 134 142 150 158 166 174 182
[IL8 103 111 119 127 135 143 151 159 167 175 183
Matrice IV

IVC1 IVC2 IVC3 IVC4 IVC5 IVC6 IVC7 IVC8 IVC9 IVC10 IVC11 IVC12
VL1 294 302 310 318 326 334 342 350 358 366 374
VL2 287 295 303 311 319 327 335 343 351 359 367 375
VL3 288 296 304 312 320 328 336 344 352 360 368 376
VL4 289 297 305 313 321 329 337 345 353 361 369 377
VL5 290 298 306 314 322 330 338 346 354 362 370 378
VL6 291 299 307 315 323 331 339 347 355 363 371 379
VL7 292 300 308 316 324 332 340 348 356 364 372 380
VL8 293 301 309 317 325 333 341 349 357 365 373 381
Matrice Il

IC1 [I1Cc2 [11C3 [11C4 IC5 11C6 IC7 [11C8 1C9 mc1o0 Hc11  1c12
[11L1 199 207 215 223 231 239 247 255 263 271 279
L2 192 200 208 216 224 232 240 248 256 264 272 280
L3 193 201 209 217 225 233 241 249 257 265 273 281
L4 194 202 210 218 226 234 242 250 258 266 274 282
L5 195 203 211 219 227 235 243 251 259 267 275 283
L6 196 204 212 220 228 236 244 252 260 268 276 284
L7 197 205 213 221 229 237 245 253 261 269 277 285
L8 198 206 214 222 230 238 246 254 262 270 278 286

Pucynok 6 — Onpenernenre <IO3UTHBHOTO» ILIAHIIETa 0 KOOPAMHATAM «IIO3MTHBHBIX» JIyHOK (cymepmynoB “Tae-B-Chinese Spring™).
HasBaHue psijioB M CTPOK COOTBETCTBYET MOJOXKEeHHIO (KoopauHaTam) B 384-nmynounoro manirere JIHK cymepnyna “Tae-B-Chinese
Spring”. Ha nepecedeHuu psiIoB U CTPOK HAXOJISATCSI HOMEPA KIIO3UTHBHBIX» 384-TyHOUHBIX 1UianmeToB: 184, 305 u 248
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WEZP-A
WFZP-B
WEZP-D
FZP
BD1

WEZP-A
WEZP-B
WFZP-D
FZP RDPTTKERHWLGTFDTAQEAALAYDRAALSMKGAQARTNFVYﬁHAA
BD1 RDPTTKERHWLGTFDTAQEAALAYDRAALSMKGAQARTNF VY i\HAA

WFZP-A
WEZP-B
WEZP-D
FZP
BD1

WFZP-A
WFZP-B
WEZP-D
FZP
BD1

WFZP-A ASSQGSDNGYSPFSFLS
WEZP-B ASSQGSDNGYSPFSFLS
WFZP-D ASSQGSDNGYSPFSFLS
FZP
BD1

Pucynox 7 — BripaBHUBaHHE MpeaICcKa3aHHBIX aMUHOKHUCIIOTHBIX IMOCIIEAO0BATEIIBHOCTEH
romeosioroB mmeHuisl WFZP-A-B-D, puca FZP u xykypy3st BDI1. AP2/ERF-nomen
noauepkHyt (Pa3paboran aBTopom)
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a
WEFZPs
2AS H [| ...... -za..%-\u?ﬁ
2BS 2BS-6 0,56-2B5-15 0,73
2DS 1].'I"': 5047
6
2D
2A Dist Marker
Dist Marker 2B cM Name
cM A Name Drjjt ﬁarker ~ Xgwm815
C - ame
Xwmc453 28 Xbarc168
3.0 Xgwm429 43 Xgwm484
' WFZP-A =~ 3.4 Xgpw1148 1.0 Xgpw4085
(ssrCS248B13-1) gpw : gpw:
10.7 3.7 0.0 Xwmc453
WFZP-D(ssrCS305H5-1)
wrzp.B 53 Xgwm102
5srCS184F24-1 Xgwm988
06 Xgwm448 |
17 Xgwm630 114
' Xgwm515 '
l Xgpw1109 18.1
- Xksum73
C )
C

Pucynok 8 — Omnpenenenne snokanuzanuu reHoB-romeosioroB WFZP B nenenmnoHHBIX
OMHAX W Ha MOJIEKYJISPHO-TCHETHYECKHX KapTax Xxpomocom 2AS, 2BS u 2DS. (a)
UepHble CTpENKH IMOKA3bIBAIOT TOYKW pa3pbiBa JEEIUN, KpacHbIE — OrPAaHUYHBAIOT
JCNICIMOHHbIC OWHBI, conepkaimue romeosnorn WFZP. (6) YactuuHble MOJEKYJISPHO-
reHernueckne kKapTel xpomocom 2AS, 2BS u 2D, comepxamme WFZP nokycsr.
Jlokammzammss WFZP-A u WFZP-D onpenenena mpu moMOIId TE€HOTHIIUPOBAHUS C
ucnonp3oBaaneM SSR-mapkepoB SSrCS248B13-1 m ssSrCS305H5-1, pa3paGoTaHHBIX K
nokycam WFZP (Dobrovolskaya et al., 2015; 1o6poBosibckas u ap., 2015)



NFEZP-A

WFEZP-B

NFZP-D

NFZP-A

WFZP-B

WFEZP-D

NFZP-A

NFZP-B

NFZP-D

NFZP-A

NFZP-B

NFZP-D

NFEZP-A

WFZP-B

NFZP-D

KFZP-A

NFZP-B

NFZP-D

NFZP-A

NFZP-B

NFZP-D

NFEZP-A

NFZP-B

NFZP-D

10 20
] ecaal.

mm:'r:nmmmnc WCGGC

MetSerSerArgSerSerSerGlyGly

ATGAGCTCTCEGCAGCAGCAGC WCGGC

40 50 60 70 B0

GECE: TECCTCCCAGATEATEECCTTCTCEGAGCATTCECTGCC

AlaSerGlnMetMetAlaPheSerGluHisSerLeuPro

alyla LYy

Arghrg

PheHis

PheHish

FheHish

- e GCCTCCCAGATEGATGEGCCTTCTOGEAGCATTCGCTGLC

vGlnAlaSerGlnMetMetAlaPheSerGluHisSerLeuPro

MetSerSerArgSerSerSeri;l

20 100 110 130 1490
|

CACCCECAGCCGCAGOCGTCCCOECCETCETCECCEAGCEAGCEED

isProGlnProGlnProSerProProSerSerProSerGluArgPr

sProGlnProiGl ArgProhlaP

del

ProSerProProSerSerProSerGl rofArgs
(wfzp—a.
0 180 190 200 210 220 230
laGlnGluProGlyArgPheleuGlyVal ArghrgArgProTrpGlyArgTyrAlaflaGlulleArghspPro
GEAGCCCeEECeCTTCCTGEEOETECECCeECEECCETEEEECCEETACGCEECCEAGATACECERCCC
GlnGluProGlyArgPheLeuGlyV rgArghrgProTrpGlyArgTyrAlaflaGlulleArghAspPro

421 aGlnGluProGlyArgPheleuGlyValArghrghrgProTrpGlyArgTyrAlaflaGlulleArghspPro
(wfzp-d. 1)

240

&)

fis]
S
= 1
ffs]
=

el G

I
|
"'.l

I\.I'.'I

i)
7]
B
...
] I
B

...
=
af

&

Is)
e
H
[I=]
k=l

I
Lys

ThrThrLysGluArgHi

mmm:mmmmmmm:mmmmmumw

sTrpLleuGlyThrPhefAspThrAlaGlnGluAlaflaleuvAlaTyrAspArghlafdlaleusSer

ThrThrlysGluArgHisTrpLleuGlyThrPhelspThrila GJI.n' uAlaAlaleuAlaTyrAspArghlaAlaleuSer

End (wfzp-d.2)

33"_" 340 350 3 0 400

10 39
.| .

ECGECR l.'.'ucummcmmmmm:u:mmmcum:mcmncncm

Met 1,_-,_1 fAlaGlnAlaArgTh ValTyrAlaHisAlaAlaTyrl heLeuAlaPro

EEECECECH uucMmmcmmmucmcmmmcum:mcmmum

Met ]J_-n_l rAlaGlnAl JalTyrhlaHisAlaAlaTyrhAs TyrProProPheleullaPro

CGCH uucummcmmmmuc:uc:mmmcum:m:mucncm

ProProE

ahrgThrAsnPheV

Met ld-_-.._l fAlaGlnAlaArgTh ValTy broProPheleuAlaPro
"1'"I 420 430 "-"_'l 480
O tﬂ“ﬂﬂmmucmm e:ﬂmccumcmmm ———E

sCl'lL_-._,_rF"':H aRlaTyrAlahlaSerSerAlaMetProTyrGlyGl }E_.."l-n_l'lhs.l" a

b

1lnGlnGlnProfilaflaTyr

laG BlaSerSerThrMetProTyrGlyGl

GlnGlnElnProAlaAlaTyr

490 500 510

560

O o CCA A T OGCAaC TG TAC CACCACGOCCAC GGG TACCACCAGCAGGGC oo
AlaGlyProProHisIleGly SerSerTyrHisHisGlyHisGlyTyrHisGlnGlnGlyProGly
lahlahl leGly SerSerTyrHis GlyH yTyrHisGlnGlnGlyProGlyRlaGly
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GluCysSerMetProV aRlaAspHisGlyAlaSerSerProMetAspValArgGlySerGlyGlyHis

mmcmm:mmac mmmnc:cmmcammmmm:

GluCysSerMetProValProAsnAlaRlafAspHisGlyAlaSerSerProMetAspValArgGlySerSerGlyHis

Pucynok 9 — BripaBHUBaHHE HYKJICOTHUIHBIX MOCIIEAOBATEIILHOCTEH T€HOB-TOMEOJIOTOB
WFZP-A-B-D c ykazanuem myranwii B MyTanTHBIX ayutessix (Dobrovolskaya et al., 2015)
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AsplleleuPheProSerAlaAspAspAsnSerGlyTyrleuSerSerValValProGluSerCysleuArgProfArgGly
AT T T C T T OO CCAGCEC CERACEGACAAC TCOREETACCTGAGCAGCETEETECCEEAGAGCTECCTCOGECCCCECGEC

AspPheLleuPheProSerAlaAspAspAsnSerGlyTyrleuSerSerValValProGluSerCysLeuArgProArgGly

730 740 750 7
) T | (— R oy
ECGACCTECARGACECECEECECTACTCCETETCCGACGCCEACECCTACGEECTEGEECCTCCEEEAEEACETGEACER

= .

.0 770 780 790 8O0

" T,

GlubspValhs

rAspleuGlnAspAlaArgArgTyrSerValSerdsphlafAspAlaTyrGlyLeuGlyLeulr

GlyAspleuSlnAspAlairghrgTyrSerVal SerhsphlafspAlaTyrGlyleuGClylenfbrgGlubspValAsplAsp
GlyAspLeuGlnAspAlaArgArgTyrSerValSerAsphlahspAlaTyrGlyLleuGlyLeulrgtlubspValAsphsp
a10 820 B30 540 B0 B&0 870 ga0
CCTEECE, CRATGETGECCEEC T TC T GG EEC RO B AA OGO T C O g CGECC]
LeuAlaThrMetValAlaGlyPheTrpGlyGlyAlalsphlaProTyrGlyGly Gly

CCTRECaETH GATEETEACCEECT TCTEEEECEACECCAACECEECETACEEOEGETTCACCCCCGCGANCEACGRCARCT

LeuAlalLeuMetValAlaGlyPheTrpGlyGlyAlalsphlaAlaTyrGlyGlyPheAlaProflalksnGlyGlyGly

CCTEECETCE ATGETEACCEECT TCTEEEECEECECCEACGCEECETACGECEEETTCECCOCCECGARACGECEECEECT

LeubhlaSerMetValAlaGlyPheTrpGlyGlyAlaAsphlaAlaTyrGlyGlyPheAlaProAlafksnGlyGlyGly

B30 500 910 920 930 9490
HisAspMetValllaSerSerGlnGlySerAsphsnGlyTyrSerProPhe SerPheleuSerHisEnd
HisAspMetValllaSerSerGlnGlySerAsphsnGlyTyrSerProPhe SerPheleuSerHisEnd

ACEACATEETCECCTCETCECAGEECTCCEGACAMCGECTACTCCCCCTTCAGCTTCCTCTOCCA ;

HisAspMetValllaSerSerGlnGlySerAsphsnGlyTyrSerProPhe SerPheleuSerHisEnd

IIpoxosxenne pucynka 9
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Pucynok 10 — I'enernyeckue kapThl XxpoMocoMmbl 2D, conepxamue ren mrsl (a, b),
JIOKYCBI KOTM4YeCTBeHHbBIX mpu3HakoB (4SS — D (d-f) u WFZP-D (a, b, d-f), noay4dennsie ¢
UCIIOJIb30BaHUEM KapTHupyronmx nomymsainuid Rucl63 x So149 (a), Rucl67 x Sol49 (b),
MC1611 x Cxkana (d), Ruc204 x C29 (e) Skle128 x C29 (f). I'paduueckoe nzodpakeHue
xpomocombl 2D noutu usorenHoi auaur NIL - mrsl (¢), rae CHHUM IpSMOYTOJbHUKOM
n300paxkeHa 00aacTh HHTporpeccuu. CBETIIO KpacHbIe MPSMOYTOJbHHKH OTPaHUYHNBAIOT
obrmactiu xpomocoMm ¢ Tokazatensmu BenmwunH LOD, 00603HaYeHHBIMH MOJ] KapTamu
xpomocom (Dobrovolskaya et al., 2015)



Pucynok 11 — Pesynbrarsl ammudukanuu 5’ paitonoB renoB WFZP-B, -G u rena FZP
(Ae. speltoides) ¢ ucnonrzoBannem WFZP-B-cnienuduunsix npaiimepo WFZP_2B F2 u
WFZP_2B_R2 na o6pasuax JJHK (1) Ae. speltoides 37, (2) T. militinae TRI 17488, (3)
T. timopheevii K-38555, (4, 5) T. dicoccoides o6pasust ERGE33769 u ERGE33780,
cootBerctBenno, (6) T. durum ERGE33795, (7) T. turgidum ERGE33819, (8)
T. aestivum copt Yaiinuz Crpunr. M — Mapkep MOJICKYJISIPHOTO Beca
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Pucynok 12 — MornekymsapHo-reHeTHYeckass kapta xpomocombl 2S Ae. speltoides
(xkapTupyromias nomyisiust F, 8 X 37), comeprkalias MEKpOCATEIIMTHBIE MapKephl U TeH

FZP. CnpaBa — Ha3BaHHUS MapKepoB, clieBa — TEHETHYECKHE paccTosiHus B cM
(Dobrovolskaya et al., 2011)
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