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Oxpacka HEKOTOPBIX OPraHOB TIIEHUIIBI UMEET aAaNTHBHOE 3HaueHMe. [Ipu3HaKu OKpacKku IIMPOKO HC-
MOJIB3YIOTCS B TAKCOHOMHUH U TS TACTIOPTH3AIMK COPTOB MIICHUIIBL, & TAKKE SBISIOTCS yI0OHOM MOIENTBIO
JUTI TCHETHUECKHUX M MOJICKYJIIPHO-TeHETHYECKHUX HMCCIeoBaHui. B 0030pe mpeacTaBneHsl JaHHBIE 110
XPOMOCOMHOI1 JIOKaJIN3alnH, TeHETHYECKOMY KapTHPOBAHHUIO U CTPYKTYPHO-(DyHKIIMOHAILHOM OpraHu3a-
IIUHM BCEX M3BECTHBIX I'€HOB, ONPEENAIONINX OKpAcKy y MieHuIsl. K HacToseMy BpeMeHH ompeeieHa
JIoKanu3anus okosio 30 reHOB MIIEHUIIbI, 1eTePMUHUPYIOIIUX OKPACKY PA3JIMYHBIX OPTaHOB. JlaHHbIE FeHBI
MIPE/ICTaBJICHBI TIIABHBIM 00pa3oM TOMEOJIOTHYHBIMH JIOKycaMu B reHoMax A, B u D, GonbmmHCcTBO 13
KOTOPBIX PACIIONIOKEHBI B reH-0oratsix paiionax 1S0.8 n 7S0.4 renoma nenunsl. CpaBHATEIBHOE KapTH-
pOBaHKE y pa3HbIX BUOB 3JIAKOB YKa3bIBA€T HA TO, YTO OPTOJIOIMYHbIEC T€HBI, KOHTPOINPYIOLIHE OKPACKY,
MOT'YT KaK BCTPEUaThCs Y OTACIBHBIX IPECTABUTENEH (TOMEOIOTHIHBIN PsiJi TeHOB Rg BBISBICH TOJIBKO
y TMIIEHXI] U 3THIONCOB, R — Yy TIIEHUII, STWIONCOB W PXH), TAK M OBITh MIMPOKO MPEICTABICHHBIMH BO
BCEM CEMEHCTBE 371aKOB (TCHBI, ONPEAEIAoINe (EHOTHII IO TPU3HAKAM aHTOI[AaHOBOW OKpackn). JlaHHbIe
[0 CPABHUTEIBHOMY KapTHPOBAHHIO B COUETAHUM C PE3yNbTaTaMHU MOCIECAHUX paldoT, HAIIPABJICHHBIX Ha
KJIOHHPOBAaHUE U UCCIIe0BaHNe (PYHKIIUH F'€HOB, IETEPMUHUPYIOIIMX OKPACKY OPTaHOB IIICHUIII, JAI0T
OCHOBaHHE CUUTATh, YTO ITU I'€HBI OTHOCATCSI K cemericTBaM Myb- 1 Myc-110100HbBIX T€HOB, KOAUPYIOLIHX
AKTHBATOPbI TPAHCKPHUIIIIMHU CTPYKTYPHBIX TEHOB OMOCHHTE3a (hJIAaBOHOMIHBIX ITMIMEHTOB Y PACTECHHIA.

KaroueBnble ciioBa: NIIICHHUIIA, MOp(I)OHOFPI‘IeCKI/IC MPpU3HAKHU, OKpacKa, XpOMOCOMHas JIOKaJIn3anus reHOB,

MOJIEKYJISIPHO-TEHETHUECKOE KapTHPOBaHNUE.

BBenenue

V MITMeHAITBI OKPAIIICHHBIMEI MOTYT OBITE 3€PHO,
KOJIOCKOBBIC YCIIIYH, KOJICONTHIIC, CTEOCIh, JINCT,
VIIKHU JINCTOBOTO BJarajuila, MbUIbHUKH (pucC. 1).
Paznuunbie amenu B JOKycax, ONMPEACIISIONNX
MPU3HAKKA OKPACKH, NAIOT JIETKO Pa3uyuMbIe
(heHOTHUTIBI, TTO3TOMY TIPU3HAKH OKPACKU IITUPOKO
HCTIONB3YIOTCS JUISI TAKCOHOMHYECKON KITaCCH-
¢ukanuu (HanpuMep, MpHU3HAK OKPACKH KOJIOCa
WCIIONIb3YETCS ISl OTIPECIICHUS TTOIBUIOB TIIIIC-
HUIIBI) M MACIIOPTU3AIUU COPTOB (OKpacKa KoJie-
OIITUJIEC U YIIEK JINCTOBOTO BIIATAJIHINA).

Oxkpacka HEKOTOPBIX OPTaHOB TIIIEHUIIH UMEET
anantuBHoe 3HaueHue. Eie Y. JlapBuH, cebliasch
Ha «Gardener’s Chronicley, coo01iaia 0 MHOro4mc-
JIEHHBIX HAOIOMEHUSIX OTHOCHTEIHLHO OONBIICH
JKU3HECITOCOOHOCTH B PalilOHAX C XOJIOIHBIM KIIU-

MaTOM KPacHOKOJIOCOH MIICHHUIIHI TI0 CPABHEHHIO
¢ 6emoxonocoii (Darwin, 1883). ITo3xe E.H. Cun-
ckas (1925) B cBoeli pabote «O MONEBBIX KYJIbTY-
pax Aurtas» orMedara, 4To B JaHHOM PErHOHE OC-
HOBHOH ()OH COCTABIISET OCTHCTAsI KPACHOKOJIOCAs
MIIeHna — var. ferrugineum. IIpu 5TOM TONBITKH
MECTHBIX 3€MJIEZICIBIIEB PACIIPOCTPAHUTH APYTYIO
Pa3HOBHIHOCTE — OETIOKOJIOCYIO Var. [utescence —
3aTpy/IHEHBI, TaK KakK [utescence cuibHee cTpaja-
€T OT 3aMOPO3KOB U OBICTPO BBITECHsIETCS OoJiee
MIPHUCIIOCOOJIEHHOW K MECTHBIM YCIIOBUSIM KPacHO-
KoJIOCOH TirreHuIel. B pykoBoacTBe 1o anpodanuu
CEIIbCKOXO3SMCTBEHHBIX KYIbTYp (SIKyO1mmuep,
Caunikwid, 1947) ormeuaercs, uto B CCCP kpac-
HOKOJIOCBIC COPTa MSATKOM MILIEHHUIIBI TATOTSIOT K
ceBepy U 00J1ee BO3BBIIICHHBIM 30HaM, a B Cuoupu
B SIPOBBIX ITOCEBAX UMEIOT PACIIPOCTPAHECHUE HITH
MPOJIBUTAIOTCS COPTA, KOTOPHIE MMEIOT YEIYIO
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oKpacka 3epHa

el

AHTOLMaHOBas okpacka
koneonTune (Rc)

Puc. 1. [Ipu3HaKku OKpacKy y MIICHUIIBL.

cepo-abpiMuaToil okpacku. ITozaqnee MapThiHOB U
JobpotBopckas (1997), u3yunB pacipoCTpaHECHHE
MOP(OJTOTUYECKIX MPU3HAKOB KOJIOCA MSTKOU
neHu1sl Ha Tepputopun ObiBiiero CCCP, caena-
JIM BBIBOJI O TOM, UTO B PETHOHAX C HEJOCTAaTOYHOM
TETII000ECTIEYEHHOCTHIO BETETAI[HOHHOTO ITEPHO-

Jla 4acToTa aJijieNel, onpeaesaolmuX KpacHyo
OKpacKy KOJOCa, 3HAYUTENIBHO MOBBIMIAETCS 10
CPaBHEHUIO C IPYTMMH PETHOHAMU.

M3BeCTHO CBOMCTBO BBICOKOM yCTOWYHMBOCTH
KpPacHO3EpPHBIX COPTOB MIIIEHHUIIBI K IIPOPACTAHUIO
Ha kopHto (Freed ef al., 1976). O cenekTuBHOM
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MPEUMYIIECTBE KPACHO3EPHBIX COPTOB MIIICHUIIBI
B palioHax C MOBBIIICHHON BIaKHOCTHIO CBHUJIE-
TEIBCTBYIOT PE3YNbTaThl MCCIEIOBAHUN YacTOT
BCTPEUACMOCTH JJOMUHAHTHBIX aJIJICJICH B JIOKyCax,
JICTCPMHUHUPYIOIIUX KPacHYH0 okpacky 3epHa (I1y-
XaJbCKui, 1984), 1 cOOTHOIIEHN KPaCHO3EPHBIX
1 OCII03EPHBIX COPTOB B PETHOHAX, KOHTPACTHBIX
IO KOJIMYECTBY OCAKOB, HA TEPPUTOPHUHU OBIBIIIETO
CCCP (MaprtsiaOB, Jlo6poTBOpckast, 1997). Takxke
O0TMEYaJIOCh, YTO PACTCHUSI MSTKOU IIICHHIIBI,
HMMEIOIIUE WHTEHCUBHYIO (PUOJICTOBYIO OKPacKy
KOJICONITHIIC, CTEOJSI U MBLJILHUKOB, MPOSBIISIOT
YCTOMUYHUBOCTh K TBEPAOW U MBUILHON TOJIOBHE
(bormanosa u nip., 2002).

WnTepec k mpu3HaKam OKpacku 00yCIIOBIICH
elle ¥ TeM, YTO OHHU MPEACTABISIOT YI00HYIO
MOJICJIb JIJIsl TCHETHUECKUX U MOJICKYJISIPHO-TeHE-
TUYECKUX UccienoBanuii. CamMbie MepBbie paboThI
0 TEHETUKE TIIICHUIIBI OBLTH ITOCBSIIICHBI OKPACKE
kosoca u 3epHa (Tschermak, 1901; Spillman, 1902;
Biffen, 1905; Nilsson-Ehle, 1909, 1914; Howard A.,
Howard G., 1912, 1915). U3yuyeHnne qaHHBIX TpU-
3HAKOB TO3BOJIMJIO BIEPBBIC OMHUCATh SBJICHUE T10-
mumepuu (Nilsson-Ehle, 1909, 1914). C yuactuem
TeHOB, JISTCPMUHUPYIOIINX OKPACKY, IPOBOIUIINCH
MOCTPOCHUE TIEPBBIX TEHETUYECKUX KapT MSTKOU
mmrexunsl (Law, Wolfe, 1966) 1 co3nanue KoJUieK-
LU N30reHHbIX TuHUK TBepaoi (Watanabe, 1994)
u msirkoit rrenwuiisl (Koeasb, 1997; Arbuzovaet al.,
1998). B mocnennue roapl cuctemMa TeHoOB, IETEp-
MUHHPYIOIIUX OKPACKY, UCTIONB3YETCS B KaueCTBE
MOJIEJIH JUTSl I3yYEHHSI MEXaHN3MOB COTIIACOBAHHOM
pabOoTHI TOMEOJIOTHYHBIX TCHOB TIPH (POPMUPOBAHHUN
TIPU3HAKOB MATKOH MIIIEHHUIIBI, U 0COOEHHOCTEH SKC-
MPECCHU TOMEOJIOTMYHBIX F€HOB 3JIaKOB Pa3JINYHOTO
nporcxoxieHus B reHome mienutis (Khlestkina et
al., 2008b, 2009¢; Khlestkina, 2010).

I'enbl, onpeneasilomue KPacHYI0 OKPaCKy
3epHa mumeHUNsbI. [lepBbie paboThl MO Mccneno-
BaHUIO FCHETUYCCKUX OCHOB NMPHU3HAKA KPACHOM
OKpacKH 3epHa MIIEHUIIbI BOCXOIAT K Hayany XX B.
P. Budden Habaron2)1 MOHOTEHHBIH JIOMUHAHTHBIH
XapaxkTep HacieaoBaHMs Okpacku 3epHa (Biffen,
1905). B 1914 1. I'. Hunbccon-2me BriepBbie CO00-
I O HAIMYHUHY TPEX HE3aBUCUMBIX JOMUHAHTHBIX
TCHOB, OTIPEJICISIONINX KPACHYI0 OKPACKY 3epHa Y
mrenutipl (Nilsson-Ehle, 1914), moka3zas nipu 3Tom
YBEJIMUCHUE TIEPHOJIA IMOKOSI CEMsIH TIICHUIbI B
3aBUCHMOCTHU OT JI03bI T€HA, KOHTPOJIHUPYIOIIETO
JTAHHBIN TIPU3HAK.

Bmots o cepeauupl XX B. BeUCh OOLIMP-
HbIE Pa0bOTHI MO W3YyUEHHIO HACIEIOBaHMS Kpac-
HOW OKpPAacKd 3€pHa ¢ IOMOUIbIO KJIACCHYECKOTO
TeHEeTHYECKOro aHaiu3a. BeIgBisutnce copra c
JIOMHUHAHTHBIMU aJuTeNisiMu B 1, 2 win 3 oKycax,
ompenensonux okpacky (Ausemus, 1946). Ilo-
Jy4deHUE aHEYIUIOWIAHBIX JTUHUN MIICHULBl DpHH
CupcoM 1 pa3BUTHE METOIAa MOHOCOMHOT'O aHAJIN3a
[IO3BOJIMIIA YCTAaHOBUTH XPOMOCOMHY!O JIOKaJIn3a-
LIMIO TaHHBIX TEHOB. Tak, OBLIO YCTAaHOBJIEHO, YTO
KpacHO3epHbIi copT Markod nureHunsl Chinese
Spring Hecet oy reH (R —red grain), onpenens-
0L TaHHBIN PU3HAK, KOTOPBINA JIOKaIU3yeTCs B
xpomocome 3D (Sears, 1954). 3arem, momumMo reHa
R1, ObITH TOKATM30BaHbBI M [IBA IPYTHX TeHa — R2
B xpoMocome 3A u R3 B xpomocome 3B (Allan,
Vogel, 1965; Metzger, Silbaugh, 1970).

Coszmanue RFLP (restriction fragment length
polymorphism — nmonuMopQu3M AIMHBI PECTPUK-
LMOHHBIX ()ParMeHTOB) KapT MLIECHHULIBI TO3BOJIMIIO
KapTHPOBATh I'eHbl R B IUCTAJIbHBIX paliOHaX JUIMH-
HBIX TUIeY XPOMOCOM 3 TOMEOJIOTHYECKOH TPYTIIThI
BOnu3u RFLP-nokyca XbedI31 (Gale et al., 1995;
Flintham, Gale, 1995). OquiHaKOBOE PaCIOIOKEHUES
reHoB R Ha xpomocomax 3A, 3B u 3D nozsomnmio ot-
HECTH MX K OJHOM TOMEOJIOTMYECKOH IPyIIIe TeHOB,
B CBSI3U C UeM UM ObLIM IIPUCBOECHBI HOBbIE HA3BAHMS
R-AI (6p1BImMii R2), R-B1 (R3)u R-D1 (RI) cornac-
HO TIpaBUJIaM 0003HaUEHHsI TOMEOJIOTHYHBIX T€HOB
muennisl (Mclntosh et al., 1998). YV terpamnons-
HOH MILICHUIIBI IPOBEJICHBI IeTalbHOE (PU3NUECKOe
kaptupoBanue reHa R-41 (Kuraparthy et al., 2008)
U MUKpPOCATEJUIMTHOE KapTUpoBaHWe reHa R-Bl
(Nalam et al., 20006). Y cuHTEeTHYECKOI ayiorexca-
TUTOMTHOM TIIIEHHIIBI C TOMOIIBI0 MUKPOCATEIITUT-
HBIX MapKepoB KapTHpoBaH reH R-D/, yHacneno-
BaHHBIN OT Aegilops tauschii (Li et al., 2010). I'enst
R pacnonaratorcsi B reH-0oratom paiioHe TeHOMa
nmeHunsl 3L0.9, KoTophIi COAEPKUT B TOM YHUCIIE
T€HbI, KOHTPOJIHMPYIONINE YCTOHYUBOCTh K Oypoit
(Lr24 B xpomocome 3D) u crebneBoii (Sr24-3D,
Sr35-3A) pxasuune (Mclntosh et al., 2008;
Erayaman et al., 2004). I'en, onpenenstomuii Kpac-
HYIO OKpacKy 3epHa pxku (R-R1), TOMEOIOTHYHBIH
reHaMm R-/ NiieHuIIbl, IOKAJTM30BaH B XpoMocome 6R
(Miller, 1984). I'eHbI, KOHTPOIUPYIOITHE TTOXOKHNA
MIPU3HAK Y JAPYTUX BHUJIOB 3JIaKOB, HAITPUMED T'eHBI
Re2/Pre2 samens v TeH P KyKypy3bl, JIOKJTH30BaHbI
B HeromeosnorunyHoi nozuuuu (Lundqvist et al.,
1996; Davis et al., 1999).



[enpr OKpacCKn'y IeHn1 bl

205

[MapannenbHO ¢ TeHETUYECKUMHU UCCIIEIOBAHNS-
MHU ITPOBOJMIICS ¥ OMOXMMUYECKUH aHAIIN3 TTHTMEH-
TOB 3epHa MeHnnbl. Ha ocHOBaHMM O3UTHBHON
KOPPEISIIIUN MEXJy WHTEHCUBHOCTBIO KpacHOU
(KpacHO-KOPUYHEBOIT) OKpacKu 3epHA U KOJIWYe-
CTBOM ()IaBOHOMIHBIX COCIUHEHUH KaTeXWHa U
KaTeXMHTaHWHA B HE3PEJIOM 3epHE ObIIIO YCTaHOB-
JIEHO, YTO OCHOBHBIM ITMTMEHTOM, OKPAIIIABAIOIINM
000JI09Ky 3€pHa MIICHUIIBI, SIBISETCS KPacHO-
KOPUYHEBHIH (hTaBOHOMAHBIA MUTMEHT, TMPOU3-
BOJHBIN KatexuHoB (Miyamoto, Everson, 1958).
ABTOpPBI MPENNOIOKHIIN, YTO JAAHHBIH MUTMEHT
MOKET OTHOCHUTBCS K (priobadenam. OgHaxo B Ha-
CTOsiIIIee BpeMsl H3BECTHO, 4TO (priodadeH sBiseTcs
MIPOM3BOIHBIM (hi1aBaH-4-0JI0B, a He (1aBaH-3-0JI0B
(xarexuroB; Winkel-Shirley, 2001, 2002), oOoHapy-
JKEHHBIX B 000Jiouke 3epHa (Miyamoto, Everson,
1958). [ToaToOMy MOXXHO MPEANOIOKUTH, YTO
00osouKa 3epHa okpaieHa He Qrodadenamu, a
MPOAHTONMAHUIUHAMHY, TIPOU3BOIHBIMH KaTE€XH-
HOB, KOTOpPBIE HapsaAy ¢ quiodadeHaMu SBIISIOTCS
KPacHO-KOPHYHEBBIMU TTUTMEHTAMH.

PazButne MeTo10B CTPYKTYpHO-(PYyHKIIHOHAITB-
HOW T€HOMHUKH IO3BOJIMJIO BBIMTH B MOCJIEAHUE
TO/lbl Ha HOBBI YPOBEHb M3Yy4EHHsI T€HOB, OIpe-
JIEJISIONUX KPAacHYI0 OKpacKy 3epHa. Tak, mpu
WCITOJIb30BAaHUU M30TEHHBIX JIMHUU 1O OKpackKe
3epHa (Kosamb u mp., 1997) 6bUT0 yCTaHOBIICHO,
9TO TeHbl R KOqupyoT Myb-mofgoOHbIe GakTopsl
TPAHCKPHUILUH, PETyIHPYIOIIHE IKCIPECCUIO
reHoB Ouocunresa (aaBonounos Chs, Chi, F3h u
Dfr (Himi et al., 2005, 2011; Himi, Noda, 2005);
OTIMCaHBI CTPYKTYPHBIE N3MEHEHHS TeHOB R, OTIpe-
JIEIISTIOIINE MX PEIeCCUBHOE cocTosiHUE. ToT (axT,
YTO TeH R peryaupyeTr TpaHCKpUILHUIO reHa F3h,
ydacTHhe KOToporo B 6nocunrese ¢uiodbadeHoB He
TpeOyeTcs, HO SIBISETCS] HEOOXOAMMBIM JUISI T1O-
nmydeHus npoaHTouunanuauHoB (Winkel-Shirley,
2001, 2002), eme pa3 yka3bIBaeT Ha TO, 9TO KpacHast
OKpacka 3epHa MIIEHHIIbI 00yCIOBIeHa HAKOTIIe-
HHUEM MPOAHTOLIMAHUINHOB, a He uio0a)eHOB.

I'enbl, onpenessilonue OKPacKy Kojaoca u
ocreii mueHuNbl. Emie 10 mepeoTkpuITHs 3aKOHOB
Mengens I'. ne Bunsmopen u B. Pumnay onucanu
PE3yNBTaThl CKPENIMBAHNS OEI0KOIOCHIX TIIIEHHUI]
¢ KpacHOokosmockMH (Zeven, 1983). BriBog 0 Mo-
HOT'CHHOM JIOMHHAaHTHOM XapaKTepe HaclieloBa-
HUSI KpPAaCHOM OKpPAacKH KOJIOCa BIEPBEHIE Caeial
3. Yepmak (Tschermak, 1901), 3arem P. budden
(Biffen, 1905). BiocnenctBum psij uccienoBare-

JIeH Tak)Ke HaOITFo/1aIi MOHOTHOPHTHBIN XapaKTep
pacIieruieHns 10 JaHHOMY TPHU3HAKY P CKpe-
ITUBAaHUU MHOTHX KPACHOKOJIOCBIX COPTOB MSTKOM
TMIIIEHUITBI ¢ OemokoockiMu (Dumumaenko, 1934;
Baswuiios, 1935; Ausemus et al., 1946). Bmecte ¢
teM Hunbccon-One (Nilsson-Ehle, 1909) napsiny
¢ pacuierienueM 3 : 1 oOHapy>KHII IPH CKPELIH-
BaHUU HEKOTOPHIX KPAaCHOKOJIOCHIX COPTOB C Oe-
JIOKOJIOCBIMU pacuierienue 15 : 1 ¢ pa3nuuHbIMu
rpajgaiusMi KPaCHOM OKpaCKU. AHAJIOIMYHOE SIB-
JICHUE, BIIEPBbIE ycTaHOBIeHHOe HuibcconoM-Drie
JUISL KPAaCHOM OKpAacKW 3epHa M 3aKJIHUaroIIeecs
B KOHTPOJHMPOBAHHUU TPU3HAKA JIBYMs HE3aBUCH-
MBIMH M OJJHO3HAYHBIMU TI0 CBOEMY ACHCTBUIO
TCHAMH, TTO3THEE MTOJTYYNII0 Ha3BaHUE MTOJTUMEPHH.
ITocie Hunbccona-Oe Hanmdue B TCHOME MATKOH
MIIICHUIIBI JOMUHAHTHBIX aJlIeJIeH B IBYX JIOKYCaXx,
OTIPEJICIISIFOIIMX KPAaCHYI OKpacKy Kojioca, 00-
HapyXunu u apyrue uccienosarenu (Howard A.,
Howard G., 1912; Kiessling, 1914; Malinowski,
1914). Y copToB TBEpIOH MIIICHUIIBI BBISIBIISIICST MO-
Horennblit (Howard A., Howard G., 1912; Kiessling,
1914) wnu nurennsiii (Malinowski, 1914) xapakrep
HACJIE/IOBaHUS KPACHOM OKPACKH KOJIOCa.
[TapamienbHO ¢ U3y4YeHUEM HACIEIOBaHUS
KpacHOH OKpacKH KOJIOCa MPOBOJIUIOCH HCCIIe-
JIOBaHUE TCHETUICCKUX OCHOB IIPU3HAKa YCPHOMH
OKPACKH KOJIOCa, UMEIOIIET0 MOHOTEHHBIN Xapak-
tep Hacnenosanust (Biffen, 1905; Engledow, 1914;
Kezer, Boyack, 1918; Percival, 1921) u TecHo
CIICTUICHHOTO C MPU3HAKOM OMYIIEHUS KOJIOCKO-
BbIX yemryi y TBepaoi (Engledow, 1914; Kezer,
Boyack, 1918; Kadam, 1936) u msarkoii (Sikka et
al., 1961; [lanun, Herietaes, 1986) mmenursr. B
OTJCIBHBIX CIy4asX HaOJr0aIach PEKOMOMHALIUS
MEXJ1y JIOKYCaMH, JICTEPMUHUPYIOIIUMU YEPHYIO
OKpAaCKy M OIYIICHNE KOJIOCKOBBIX Yelyi (y TeT-
parmongHou nueHusl — 2,4 %; Banenko, 1934;y
mutionHo — 6,1 %; Kuspira et al., 1989).
Pa3BuTHe METOIOB aHCYIJIOMJIHOIO TCHETH-
YECKOr0 aHaju3a MO3BOJUIIO JIOKAJTU30BaTh I'eH,
OTpeCIIAIONUN onyiieHue kojoca (Hg — hairy
glume), a BMeCTe C HUM ¥ TECHO CIIETUICHHBIN T'CH,
OTIpE/ISTISIONINI YepHYI0 OKpacKy Kojoca (Bg —
black glume), B xpomocome 1 A MATKO# IIITEHUIIBI
(Burnham, 1962; Law, Chapman, 1974). IlepBsIii
I'eH, ONPEACNSIOINNA KPACHYI0 OKPAaCKy Kojoca
(Rgl), 6b11 TOKANKM30BaH B XxpoMocome 1B msirkoi
menuttsl (Unrau, 1950; Metzger, Silbaugh, 1970;
Anmes, Mycaes, 1981; Efremova et al., 1998) B
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wieue 1BS (Fletcher, McIntosh, 1974). Bropoii ren
(Rg?2) 6bu1 1okanu3oBan B xpomocome 1D (Kerber,
Dyck, 1969; Rowland, Kerber, 1974) B ureue 1DS
(Jones et al., 1990) y HCKyCCTBEHHBIX aJIJIOr€KCa-
TUTOHJIOB, CO3/IaHHBIX HA OCHOBE TETPAILIONIHON
nuieHuIbl U Ae. tauschii (kpacHasi OKpacka Ha-
cienopanach ot Ae. tauschii). Tperuii ren (Rg3)
OBbUI BBISIBJICH B KOPOTKOM ILIe4e XpOMOCOMBI 1 AS
(Enoxuna, 1990; Cobxo, Co3unos, 1993; Efremova
et al., 1998). C noMoI1Ib10 MOHOCOMHOT'O aHAJIN3a
OBLI JTOKAM30BaH T'€H, OMPEICISIOMNNA Cepo-
JIBIMYATYI0 OKpacky Kojioca B xpomocome 1DS
(ITmennunukoBa u np., 2005).

Pa3BuTHe MeTONOB MOJEKYISIPHO-TEHETHYE-
CKOTO KapTHPOBAHUS TIO3BOJIMIIO YCTAaHOBHUTH 00-
Jiee TOYHYIO BHYTPHUXPOMOCOMHYIO JIOKaTH3AIHIO
re’oB Bg y Triticum monococcum (van Deynze et
al., 1995), T. timopheevii (Salina et al., 2006) u
T aestivum (Xnectkuna u ap., 2000; Khlestkina
et al., 2006, 2009d); Rgl y T. durum (Blanco et
al., 1998) u T. aestivum (Xnectkuna u ap., 2000;
Khlestkina et al., 2006, 2009d); Rg2 vy T. aestivum
(Arzani et al., 2004; Khlestkina et al., 2006, 2009c);
Rg3y T. aestivum (Khlestkina et al., 2006) u reHa,
JICTEPMUHUPYIOIIETO CEPO-IBIMYATYIO OKPACKY KO-
nocay T. aestivum (Khlestkina et al., 2006). Hanu-
gue 00X MapKepOB B XpOMOcoMe 1 A TT03BOITHIIO
MIPOBECTH CPaBHEHHUE PE3yJbTaTOB KAPTUPOBAHUS
reHa Bg y pa3HBIX BHJOB NIIEHHUIH (puUC. 2).
BuiHO, 4TO OPSII0K TeHOB/MapKEPOB OJIMHAKOB Y
TeKCaIIONJHOM, TETPAIIONAHON U JUILIOUIHON
TIIICHUIT, XOTS PACCTOSHUE MEKIy TeHaMH/MapKe-
pamu BappUpyeT, ABJIssACh HanMeHbImM (1,5 cM)
Mexay Bg u Xgwm0136y T. aestivum n HanOOIb-
M (12,5 cM) y T. durum (puc. 2).

Ienbl, onpenensgrome YepHYIO, KPACHYIO H
Cepo-/IBIMUATYI0 OKPACKY KOJIOCKOBBIX YEIIYH,

OBUTM KapTHPOBAaHBI B TOMEOJIOTMYHBIX HOZUIUIX
B JMCTalbHBIX pailoHax xpomocoMm 1AS, 1BS u
1DS msrkoii nenuusl. Jlokazano, uro Rg3 u Bg
SBIISTIOTCS] Pa3HBIMHU AJUICIISIMH OHOTO M TOTO XKe
nokyca. CornacHo npaBuiaM 0003HauYEHHSI TCHOB
TIIEHUIIBI, TAaHHBINA JTOKYC MOITYy4rI HAUMEHOBAaHHUE
Rg-A1 c obo3nauenuem Rg-Ala annens, onpene-
JISIOIIET0 OTCYTCTBUE OKpacku, Rg-A1b BmecTo
Rg3 u Rg-Alc Bmecto Bg. Taxxe MOKa3aHo, 4yTO
reH Rg2 W TeH, ONpeeIONTiil cepo-IbIMIaTyI0
OKpacKy KOJIOCa, KapTHPOBAHHBIE B XPOMOCOME
1D, sBnsitoTcst amnensHbIME (0003HaueHbl Rg-D1h
1 Rg-D1c coOTBETCTBEHHO). | OMEOIOrNYHBIN IreH
B xpomocome 1B (Rg/) Obut o6o3Hauen Rg-Bl
(Khlestkina et al., 2006, 2009¢, d).

I'ens1, onpeensronze OKPacKy KOJIOCKOBBIX Ue-
LIy, TOMEOJIOTUYHbIE FeHaM Rg MSITKOM IIIEHULBL,
M3y4YEeHHBIM B HACTOALIEH paOoTe, BBISBIECHBI TOJIBKO
y menun (van Deynze et al., 1995; Korzun et al.,
1999; Khlestkina et al., 2006, 2009b; Salina ef al.,
2006d) u srmmonicoB (Arzani et al., 2004; Khlest-
kina et al., 2006, 2009c). T'eHbI, KOHTPOIUPYIOIIHE
MOXOXKUH TMPH3HAK y IPYTHX BUIOB 31aKkoB (B/Blp
u Re2/Pre2 samensi, P KyKypy3bl), JOKaJIHM30BaHbI
B HeroMeonornyHou mosunuu (Ahn et al., 1993;
Lundqvist et al., 1996; Davis et al., 1999).

CpaBHUTENBHBIN aHAIU3 TPAHCKPUIILIMH CTPYK-
TYPHBIX T€HOB OMOCHWHTE3a (hITaBOHOHMIHBIX
IMUTMEHTOB B KOJOCKOBBIX HEIIYSX M30TE€HHBIX
JIUHUH, OTIIMYAIOIINXCS aJUIEIbHBIM COCTOSHUEM
JIOKycoB Rg-Al n Rg-D1, BbIABUI yyacTHE T€HOB
Rg B aKTHBAaLMK TPAHCKPUIILIMK T'eHOB OMOCHHTE3a
(h1aBOHOMIHBIX MUTMEHTOB (DI100aEHOB H/MITH
3-1€30KCHaHTOIIMAaHUINHOB B KOJIOCKOBBIX YETITYsIX
(Khlestkina, 2010).

B otnmune ot okpacku Kosoca okpacka ocTen
MIIEHUIIB OCTAeTCsl MaJIo U3yYEHHOM C TeHeTH-

1AS 1AS 1AS 1AS 1AS
] ] ] ] ]
Bg/H 2 2
15 IHG-ig BYHg---—-. XGHIOTSE 5 Bg--------sf By
- Xksud14 --_ - wm0905_ > W xqwm0905 H
43 16 sud14 &g g
Xgwm0033 -____ ‘ N 1.0
T 9.8 ~ee
- = "7 =4 Xgwm0033 - ~~—f~Xgwm0136
] ] ] ] ]
T. aestivum T. monococcum T. aestivum T. timopheevii T. durum
(Khlestkina (Van Deynze (Ganal and (Salina (Korzun et al.,
et al., 2009b) et al., 1995) Réder, 2007) et al., 2006) 1999; Blanco
et al., 1998)

Puc. 2. Jlokanuzaiysi TeHOB, ONPEACISIONINX YEPHYIO0 OKpacKy (Bg) u onynieHue (Hg) koioca, Ha TeHETHYECKUX
KapTax XpOMOCOMBI | A TUIIIONIHON, TETPAIIIOUAHBIX U T€KCATUIONTHON MIICHUIIBL.
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YECKOM TOYKH 3PEHUS], XOTS CUMTACTCS, YTO ITH
MIPU3HAKHU CBSA3aHBI MEXIy coOoi. [leficTBuTEH-
HO, Y OCTUCTBHIX ()OPM TIICHHUIIBI C OKPAIIEHHBIM
KOJIOCOM HepeJlko HaOJIIoaeTcs U OKpacka ocTel
(Mclntosh et al., 2008). B mpOoTHBOIOI0KHOCTh
0oJiee paHHUM COOOIIICHUSM O MOHOT'€HHOM JIOMHU-
HAHTHOM XapakTepe HACIEA0BaHUs OKPACKHU OCTEH
y TBepAoil M Msrkoi mmeHun (Ausemus, 1946)
B. [Tanun u B. Hemnetaer (1986) maGmromanu
MPUCYTCTBHE Yy MIICHHIIBI TPEX KOMIUIEMEHTaPHBIX
TeHOB, OIPEJENIIONUX YEPHYIO OKPAacKy OCTel
(Blal, Bla2 u Bla3), onun n3 xotopbix (Blal —black
awn) UM yIaJI0Ch JIOKaJIH30BaTh B XpoMocome 1AS.
[o3xe Ha MONEKYITSIPHO-TEHETUYECKOM KapTe MAT-
koi menuisl (Roder et al., 1998) BOnmM3H J10KyCOB
Gli-1 6vim BeisiBIeHB! 3 QTL-nmokyca Raw (red
awn), ONPEIeISIONINX KPAacHYI0 OKPacKy ocTel
(QORaw.ipk-14, QRaw.ipk-1B v QRaw.ipk-1D;
Borner et al., 2002). OgHako ¢ TOMOIIBIO TOW ke
caMO¥ KapTUPYIOIIeH MOy ObUT BBISBICH
TOJIBKO OJIMH JIOKYC, OTPEACIISIIONINI KPacHYIo
OKpacKy Koutoca (110 JTOKaITH3alluK COBIATAI0IHN
¢ QRaw.ipk-1D), a He TpHu JIOKyca, KaK CJIE0BAIIO
OBl 0XMJaTh B Ciy4ae TUICHOTPOITHOTO BIUSHHS
OJTHOTO W TOTO K€ T'eHa Ha OKPacKy M Kojoca, U
octeii (Borner et al., 2002).

Jloxycet Rgu Raw (Borner et al., 2002; Khlestkina
et al., 2006) pacmonararoTcst B reH-00raToM paifoHe
rernoma meHuIrsl 1S0.8, KoTopsli, Kak U3BECTHO,
COACPKUT HaumOOoJIbIIee YUCIO (PEHOTUITHUUECKUX
MapkepoB (32) 1Mo CpaBHEHHUIO C OCTaNbHBIMH 47
reH-OorarbiMu paiioHamu meHunb! (Erayman et
al., 2004). U3 >TuX (EHOTUITHIECKIX MapKEepOB
HanOoJsee OTU3Ko K reHaM Rg 1 Raw pacTIONOKEHBI
T€HbI, KOHTPOJIMPYIOIINE YCTOHUYHNBOCTh K Oypoii
pxaBuune (Lr]0) u myunucroii poce (Pm3) (xpo-
Mocoma 1AS), k xentoit pxxaBunne (Yr10 u Yri5;
1BS), k 6ypoti (Lr21) n xxenroii (Yrl0b) pxaBunHe
(xpomocomalDS; Erayaman et al., 2004; McIntosh
et al., 2008). Kpome toro, rern Rg-A[ sBrusercs
TECHOCLETUIEHHBIM C TeHOM Hg, KOHTPOJIUPYIOIIUM
omymenue konockoBbix uemyi (Khlestkina et al.,
2006), u Bce TOKyChI Rg- TECHO CLETJIEHHI C JIOKY-
camu Gli- 1, KOTUPYIOIINMHU 3artacHble OEKH 3epHa
mmnanunas (Leisle et al., 1985; Ilaawn, HenBeraes,
1986; Payne et al., 1986; Cobxo, Co3unos, 1993,
1997; Kynpsisues, [Tornora, 1994; Pshenichnikova,
Maystrenko, 1995; [TiiennunukoBa u ap., 2005).

I'enb1, onpeessiione AaHTOLUAHOBY 10 OKpac-
KY Pa3JIM4YHbIX OPraHOB MIIeHUIbl. BriepBrie

XapakTep HaCJIeI0BaHMsI aHTOLIMAHOBOH (KPacHOM )
OKpacKH KoJjeomnTtuie ObuT u3yueH [oymnmeHoM ¢
coasropamu (Goulden et al., 1928), yctaHOBHB-
IMUMH POJb IBYX (aKTOPOB, OMpPEIENSIONIX
pa3BUTHE TaHHOTO Npu3HaKa y copra H-44 markoit
MIIeHUIBL. BriocnencTBuy BBISBISUTICH KAK MOHO-
reHabii (Ausemus et al., 1946; Zeven, 1973), Tak
n nureHHbrit (Quisenberry, 1931; Churchward,
1938; Sutka, 1977) xapakTep HacIeIOBaHUS, OTME-
9aJ0Ch HETIOTHOE JOMUHUPOBaHUE Okpacku (Jha,
1964; Sutka, 1977) u cooOmianoch O CIUEIICHUH
OKpAacKH KOJICONTUIIE C YCTOMYMBOCTBIO K CTEO-
neBoit u Oypoii pkaBunne (Goulden ef al., 1928;
Wu, Ausemus, 1930), c npu3HAKOM «yIITHHEHHBII
koiroc» (Matsumura, 1950).

3. Cupc (Sears, 1954) ¢ moMOMIBbIO CO3TAHHBIX
WM aHEYTUIOMTHBIX JTMHUH MIISHUTIBI TTOKA3aJl, 4TO
B xpomocome 7A copra Hope nokannsoBaH reH,
OTIPEIETSAIONINI KPacHYI0 OKpacKy KOJIEOITHIIE.
BrnocnenctBum ¢ moMoONIp0 OMOXUMHYECKOTO
aHanu3a 3amemeHHbIX auHui Chinese Spring
(Hope) OBLTO yCTaHOBICHO Y4YacTHE XPOMOCOM
7A u 7B copra Hope B KOHTpOJIE aHTOLIMAHOBOM
nurmenTaiuu koneonrtwie (Gale, Flavell, 1971).
I'ensl, tokanu3oBaHHbIE B XpoMocomax 7A u 7B,
nonyumnu obo3Hauenue Rel n Re2 (red coleoptile)
COOTBETCTBEHHO. Ha 0CHOBE aHEyIIIION/THOTO TeHe-
THUYECKOTO aHaJIN3a, IIPOBEACHHOTO MPH UCTIONH30-
BaHWH CHHTETUYCCKOM Te€KCAIJIOMUIHOM MIIICHUIIEL,
yAaJIOCh JIOKa3aTh CYIIECTBOBAHUE B XPOMOCOME
7D tpetwero reHa Rc (Rc3), OTBETCTBEHHOIO 3a
(hopmMupOBaHKE TAHHOTO MMPU3HAKA, YHACIIETOBAH-
HOTO OT AUIUIOUAHOrO npeaka D-reHoma Ae. taus-
chii (Jha, 1964). C noMOIIBIO TENONEHTPHYECKUX
muHAN Rc3 OblT KapTHpoBaH B Xpomocome 7DS
Ha paccTOSHUH OKoyo 10 peKoMOMHAIIMOHHBIX
enuaul ot nentpomepsl (Rowland, Kerber, 1974).
['enbI-cynmpeccopbl aHTOIMAHOBON MUTMEHTAIHH
BBIABIICHBI B XpoMocomax 2A, 2B, 2D, 3B u 6A
T. spelta (Tahir, Tsunewaki, 1969) u 2A, 2B, 2D,
4B u 6A T. aestivum (Sutka, 1977).

B nomynsnusx, uCnoiabp3yeMbIX AJsl KapTUpPO-
BaHust RFLP-mapkepoB msrkoi nmennns! (Chao
et al., 1989; Nelson et al., 1995), oOHapy)uI0Ch
pacieruieHue cpeiu MpOoYuX MPU3HAKOB H I10
okpacke xoneornrtuie. B pesymerare C. Hao ¢ coaBT.
KapTUpOBalu reH Rc3 Ha paccTosHuu 3cM oT
RFLP-mapxepa Xpsr108 B xpomocome 7DS msrkoit
mmeHutsl (Chao ef al., 1989), a JIxx. HenbcoH ¢ co-
aBTOpamH, nucrnons3yd QTL-aHamu3, TOKaITHN30BaIH
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reH Rel B paiione RFLP-mapkepa Xcdol7 B xpomo-
come 7AS (Nelson et al., 1995). I'en Rc2 ocraBaics
HEKapTHPOBAHHBIM, TTOKa HE OBLIO OCYIIECTBICHO
CpaBHHUTENFHOE KapTUPOBAHWE BCEX TPEX I'€HOB
Rcl, Rc2 u Rc3 c momombsio SSR-MapkepoB
(Khlestkina et al., 2002a, b). B pe3ynsrare 05110
YCTaHOBJICHO, YTO JAHHBIC T€HBI JIOKATU3YIOTCS B
NPULIEHTPOMEPHBIX paiioHax xpomocoM 7AS, 7BS
u 7DS Ha moYTH OJMHAKOBOM PACCTOSIHUH (OKOJIO
15-21 cM) ot nenTpomepsl. Takum oOpazoM, OBLTO
MoKa3aHo, uTo Rcl, Rc2 n Re3 SABISIOTCS TOMeoa-
JIETIbHBIMU JIOKYCaMHU, B CBSI3U C YEM UM OBLIX NIPH-
CBOCHBI HOBEIE 0003HaueHust Re-A1, Re-Bl v Re-D1
coorBerctBeHHO (Khlestkina et al., 2002a, b).
QTL-nokycsl, Onpeneisomue KpacHy0 OKpacKy
KOJICOTITHJIC, OBIITM BBISIBIICHBI B XpoMocoMax 7AS,
7DS u 4BL (Khlestkina ef al., 2002a) mpu UCTIONb-
3oBanuu nonyssiiu ITMI (Roder et al., 1998). Jlo-
Kyc B XpoMocoMme 4BL coBmagaer rmo oKaau3aIin
C TEHOM, MHTHOUPYIOIINM OKPACcKy KOJICOIITHIIE,
omrcanHbIM panee (Sutka et al., 1977). YV mumuio-
WITHOW TIIEeHUITBI TeH Rc-A1 OBl KapTHpOBaH B
xpomocome 7AS (Singh et al., 2007). Y srusoricos
ceknuu Sitopsis OKpacka KOJIEOUTHIIE KOHTPO-
mupyercsi xpomocomoit 7S (Friebe et al., 1993,
1995, 2000; Khlestkina et al., 2009b), y pxu —
xpomocomoii 4R (Zeller, Koller, 1981; Miller,
1984; Khlestkina et al., 2009¢) u nokanusyercs B
yuactke JumHHOrO Tieda 4RL (Khlestkina et al.,
2009¢), COOTBETCTBYIOMIETO KOPOTKOMY ILIEUY
XPOMOCOMBI 7 OCTaNIbHBIX BUJIOB Triticeae (Devos
etal., 1993) (tabm. 1).

B mepBbIX paboTax, HampaBlIeHHBIX Ha HU3yde-
HUE HaCJIeOBaHUs OKPACKU KOJEONTHIIE, CO00-
HIaJI0Ch O TECHOM CIICIUICHWH JTAHHOTO IMPU3HaKa
¢ okpackoii creomnst (Clark, 1924; Worzella, 1937,
1942; Chin, 1944a), neuieHukoB (Chin, 1944b) u
nepukapma 3eprHa (Illpaiidep, 1931), Toraa kak c
OKPACKOH YIIIEK JINCTOBOTO BJIATAIIUINA CIIETUICHHS
He Habmromanock. [lo3ke BBIICHUIOCH, YTO TEHEI,
OTIPEICISIIONINE KPACHYIO OKPACKy YIIEK, JTOKaTH-
30BaHBbI B IPYTUX TOMEOJIOTHYHBIX rpymmax: Ra (red
auricle) B xpomocome 1D (T'ynsieBa, 1984); Ra2 —
B 4B u Ra3 — B 6B (Melz, Thiele, 1990), Torma xak
TeHBI, IETEPMUHUAPYIOIINE OKPACKY CTEONS, TTHLTb-
HHUKOB U TIEpUKapIa, OTHOCATCS, KaK M TeHBI Rc, K
7-1 TOMEOJIOTMYECKOM rpyIie XpoMmocoMm. Tak, res,
OTIPEENSIONINI aHTOLIMAHOBYIO OKPAcKy CTeOJist
(Pcl —purple culm), 6511 TOKATH30BaH B XpOMOCO-
me 7B copra Hope (Kuspira, Unrau, 1958). ITozxe

Pcl 6bu1 KapTHPOBaH B KOPOTKOM ILiede JaHHOH
XPOMOCOMBI Ha pacCTOSTHAM 3 1 peKoMOWHAIIMOHHAS
emunuUIa ot neHrpomepsl (Law, Wolfe, 1966). Jlo-
KaJIM3aIlist IPYTOTO TeHa, OTIPEACIISIONIETO OKPACKy
xoroca (Pc?2), Obla onpenenena B xpomocome 7D
(Matictpenko, 1992; Maystrenko, Laikova, 1995;
JlaiikoBa u 1ip., 2005) y psaa copToB U JMHUH, y
KOTOPBIX OKpacka cTeOiis Obliia clieryieHa ¢ aH-
TOIIMaHOBOW MHUTMEHTAIe MBUTFHUKOB (purple
anther — rex Panl). BO3MOXHOCTH TIIICHOTPOITHO-
TO BIIUSIHUSI OJIHOTO M TOTO JKE TeHA Ha OKPACKy H
MBUTBHUKOB U CTEONs ObLIa OTBEPrHYTa, TaK KaK B
nortoMctBe F,, 1o11ydeHHOM OT CKpelMBaHus OKpa-
IIEHHBIX COPTOB C HEOKPAIIIEHHBIMHU, HAOIOATUCh
pEeKOMOMHAHTHBIC TeHOTHITBI Pc2Pc2/panipanl n
pc2pc2/PanlPanl (Matictperko, 1992). C momo-
IIHI0 MOHOCOMHOTO aHaJIM3a B XpoMocome 7B Obin
JIOKaJIM30BaH OAMH M3 JIByX KOMILJIEMEHTapHBIX
reHoB (Ppl — purple pericarp), IeTEpPMIHUPYIOIIHAX
nypHnypHyto okpacky nepukapma (Piech, Evans,
1979; Arbuzova et al., 1998). Jlokamu3zarwst BToporo
KOMIUTEMEHTapHOTO TeHa (0 BOZMOYKHOM HaJTMYUH
JIBYX JIOMHHAHTHBIX T€HOB Pp ¢ KOMIIIEMEHTapHBIM
B3aUMOJICHCTBHEM TIepBBIMU coo0Iain Mclntosh,
Backer (1967); Bolton (1970) ocTaBanachk criopHoit
(B xpomocome 6A — Pp2 u 2A — Pp3 (Arbuzova et
al., 1998), mo Tex mop moka He ObIJIO YCTaHOBIIEHO,
9TO TeHbI Pp2 1 Pp3 SBISIOTCS pa3HBIME JICIIIMHU
OJTHOTO M TOTO e Jiokyca (Pp3) B xpomocome 2A
(Dobrovolskaya et al., 2006).

Ucnonrszoanne RFLP-MapkepoB mo3BOIUIIO
KapTHpoBaTh reH Pcl B xpomocome 7BS y msarkoit
(Chao et al., 1989) u TBepmoii (Blanco et al., 1998)
TIIIIEHUI], @ TaK’Ke HOBBIM TeH Pan’ B XpoMocoMe
7AS TtBepao¥ mmenuisl (Blanco ef al., 1998). B
MOJIb3Y CYLIECTBOBAHUS JIOKyca Pc B XpOMOCOMe
7A CBHUIIETEIBCTBOBAJIO BBISIBIICHUE B IAHHOM XPO-
MocoMe QTL-10Kyca, KOHTPOTUPYIOIIETO OKPACKY
ctebmns (Lohwasser ef al., 2004).

C moMoIIpI0 MUKPOCATEIUTUTHBIX MapKepOB
MPOBEICHO CPaBHUTEIILHOE KapTUPOBAHHE TpeX
reHoB Pc, rena Panl, reHoB Rc-1 v psiia HOBBIX
JIOKYCOB, ACTEPMUHUPYIOUIUX AHTOLHAHOBYIO
MTUTMEHTALMIO JIMCTOBBIX MIIACTUHOK (P/b —purple
leaf blade), muctoBbix Baramum (Pls — purple leaf
blade), nepukapma 3epHa 11 KOIOCKOBBIX "enryii (Pg—
purple glume) (Khlestkina et al., 2009b, 2010a, b;
Tereshchenko et al., 2012b). IIpu 3TOM Xapakrep
HacJieI0BaHMsI PU3HAKOB aHTOLIMAHOBOW OKpac-
KH JIICTOBBIX TUIACTUHOK, JIMCTOBBIX BIIATAJIHII]
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KOJIOCKOBBIX YelTyl ObLT M3ydeH BIiepBbie. DeHo-
TUNUYECKUN aHau3 F, MOMyIs1uy TeTparionIHoil
MIICHATIBT 7. durum ToKa3alt, YTo TaHHBIN TPH3HAK
KOHTPOJUPYETCS OJHUM JIOMHHAHTHBIM I'€HOM,
0003HaYeHHBIM Pg, a KapTUPOBAHKE TIO3BOJIUJIO BbI-
SIBUTB JIOKAJTU3AIIUIO TAHHOTO TeHa B XpOMOcoMe 2A
B TecHOM crieruieHnu ¢ reHoM Pp3 (Khlestkina et al.,
2010a). Ha ocHOBE cxoxKei (PyHKITMH 1 XPOMOCOM-
HOU JIOKaJIM3alliH TIPEoIaraeMbIMA OPTOJIOTaMH
TeHOB Pp3 1 Pg MOTYT SIBIATHCS T€HBI, KOTUPYIOIINE
Myc-nonoOHbIe TeHBI-PET YIS TOPEI OMOCHHTE3a aH-
TormanoB puca (Pbh/Ra) n kykypys3sl (Lc/R) (Dooner,
Kermicle, 1976; Ludwig et al., 1989; Hu et al., 1996;
Wang, Shu, 2007). Y pxu U sS;TMMEHsI aHTOLIUAHOBYIO
OKpPACKy 3€pHa KOHTPOJIUPYIOT XpoMocoMbl 2R u
2H (de Vries, Sybenga, 1984), uto cormacyercs ¢
JIoKanu3auuei rena Pp3 B xpomMocome 2A MSTKOi
mrenuisl (Dobrovolskaya et al., 2006; Khlestkina
et al.,2010a) (Tadmn. 2).

DEeHOTHIINYECKUI aHaJIu3 HECKONBbKUX I,
TOMYJIALIMN MSTKOW M TBEPJIOH MILIEHUI] ITOKa3al,
YTO MPU3HAKK aHTOIIMAHOBOW OKPACKH JTUCTOBBIX
TUTACTUHOK U JINCTOBBIX BJArajuil HAacIeIyroTCs
MOHOI'€HHO C JIOMUHUPOBAHUEM OKPAIICHHBIX
¢dopm. MUKpocaTeIUTUTHOE KAPTUPOBAHUE TTO3BO-
JIWIIO JIOKAITU30BaTh TE€HBI, ONPEICIISIONINe aHTO-
[IHUAHOBYIO OKPACKY JIMCTOBBIX TIACTHHOK (Plb-1),
TUCTOBBIX Braranuin (Pls- 1), koneontuine (Re-1) n
ctednst (Pc-1), B KOPOTKOM IJieue KayKIA0H U3 Xpo-
MocoM 7-ii romeosnorndeckoii rpymnmsl (Khlestkina
et al., 2008a, 2009b, 2010a, b). B HEKOTOPHIX TT0-
MYJSIIASX MEXKTY JAHHBIMH IIPU3HAKAMHU OKPACKH
pekoMOWHAaIMs He HaOmomanack. B xpoMocome
7B TBepOM MIIIEHUIIBI BMECTE C KJIACTEPOM I'€HOB
Pls-B1, PIb-B1, Pc-BI n Rc-B1 xomokain30Baics
OJIUH M3 JIByX KOMILIEMEHTAPHBIX JIOMUHAHTHBIX
TEHOB, OMPECISIONINX aHTOIIMAHOBYIO OKpac-
Ky nepukapmna 3epHa, o003HaueHHBIH Pp-Bl
(Khlestkina et al., 2010a).

B xpomocome 7D MSrkoii NIIEHUIBI BMECTE C
kiactepoM reHoB Pls-D1, PIb-D1, Pc-D1 v Re-D1
TaKXKe KOJIOKAJIM30BAJICS OJIMH M3 JIByX KOMILIE-
MEHTaPHBIX JIOMUHAHTHBIX TEHOB, OTIPEIEIISOIINX
aHTOIMAHOBYIO OKpPAacKy TNepuKapra 3epHa, 000-
3HA4YEHHBIA Pp-D1, v TeH, ONPEeIsIOIUI OKpacKy
neUTbHUKOB, Panl (Pan-D1) (Khlestkina et al.,
2009b; Tereshchenko et al., 2012b). OTmeTum,
4TO JJOHOpPaMHU (PYHKIIMOHAIBHBIX aJJICIICH OJTHOTO
U3 JByX KOMIUICMEHTapHBIX TeHOB Pp3 wimu Pp-1
MOTYT SIBIISITBCS BUJIBI 3JIAKOB, JISi KOTOPBIX ITyp-

MypHasi OKpacka IeprKapra 3epHa HexapakTepHa
(T timopheevii u Ae. speltoides cOOTBETCTBEHHO)
(Tereshchenko et al., 2012a). HeobxoguMocTh
OIHOBPEMEHHOT'O TIPHCYTCTBHUS (DYHKIIMOHATBHBIX
ayutenei IByX KOMIUIEMEHTAPHBIX TeHOB U3 Pa3HBIX
reHoMoB (A u B nmu A 1 D) 00bsicHsieT ToT (haxT, 4to
(OpMBI ¢ TypIypHOH OKpacKol MepuKapra 3epHa
BBISBJISIOTCS JIMLIb CPEAN AJJIOTIOIUIIION THBIX BU-
noB 1. durumn T. aestivum (Zeven, 1991; Arbuzova
et al., 1998; Tereshchenko et al., 2012a, b).
Knacrepbl TeHOB, ONpeensonnX aHTOLUAHO-
BYIO OKpAacKy KOJICONTHIIE, CTeOsI, MBUIbHUKOB,
JIMCTOBBIX IJIACTHHOK M JINCTOBBIX BIIaraJunIil, Pac-
noJsiararorcs B xpomocomax 7A, 7B u 7D B romeo-
JIOTUYHBIX MO3ULMSIX OTHOCHUTENIBHO OPYT Apyra
(Khlestkina et al., 2009b, 2010a, b; Tereshchenko
et al., 2012b). [laHHbIe TEHBI KOJIOKAIM3YIOTCS C
romosioramu renoB C1/PI, xonupyoiux Myb-
MOJO0HBIE PEryIsTOPHBIE (aKTOpbl OMOCHHTE3a
AQHTOLIMAHOB y KYKYpPY3bl, BBIABICHHBIMH PaHEe
y HIIEHULbI ¢ TOMOLIbIO OJI0T-rHOpUAN3ALUY
(Li et al., 1999; Khlestkina et al., 2008a). I'ensr
Pc-1, Pan-1, Plb-1, Pls-1, Rc-1 u Ppl-1 mornu
MIPOM30UTH B pe3yabTare TyIINKalui TeHa-TOMO-
aora C1/Pl, pacriogokeHHOTO B KOPOTKOM ILJIeUe
XPOMOCOMBI 7 TUMJIONJHOTO IPEKa IPYIIIILI BUIOB
Triticum-Aegilops, BCIeACTBHE HEPABHOTO KPOC-
CHUHIOBEpa M MOCIEAYIONEH TKAHEBOH crienuain-
3aluu 00pazoBaBIIUXCs Konuid. CpaBHHUTENBHOE
W3y4YCHHUE BIUSIHUS JOMUHAHTHBIX U PELIECCUBHBIX
ajutenei B nokycax Rc-Al, Rc-Bl n Rc-DI nHa
TPAHCKPUIILUOHHYIO aKTHBHOCTb CTPYKTYPHBIX
IreHOB OMOCHHTE3a AHTOLMAHOB B KOJICOITHUIIE
mmernts (Khlestkina ef al., 2008b, 2009¢, 2010b)
MOJITBEPAHIIO PETYISTOPHYIO POIb IeHOB RC B
OnocuHTese anTonranoB. C MOMOIIBIO aHAJTU3a CO-
neprxanust antorranoB B koneontmie (Khlestkina
et al., 2011) u >ddexra pa3HpIx amieneit Rc Ha
TPAHCKPHUIILHIO CTPYKTYPHBIX T€HOB OMOCHHTE3a
antonnanoB (Khlestkina et al., 2010b) BeIsBICH
MHOYKECTBEHHBII aJlIeTM3M B JIOKycax Rc.
Knacrepbl reHOB, KOHTPOJIUPYIONIMX aHTOLIA-
HOBYIO OKPacKy, OTHOCSITCA K TeH-0oratomy paiio-
Hy 750.4 renoma nenunp! (Erayman et al., 2004),
I7I€ TAKKE JIOKAJIN3YIOTCS T'€HbI, KOHTPOJIUPYIOLIHE
pa3BUTHE PacTEHUH, KAYECTBO 3epHA, ypoxKai-
HOCTh U YCTOWYHMBOCTbH IMIICHHUIIBI K Pa3IMYHBIM
3aboneBanusiM. Tak, B palione 750.4 XpoMOCOMBI
7AS pacnonaratorcsi J0KyChl, KOHTPOJIUPYIOIINE
mnHy Konoca (Wang et al., 2002), maccy 3epHa
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(Pshenichnikova et al., 2009), conepxanue Oenka
B 3epHe (Blanco et al., 2002) 1 9yBCTBUTENLHOCTD
k Qoronepuony (Kuchel et al., 2006). B anaio-
TUIHOM palioHe XxpoMocoMbl 7BS pacmonmararorcs
TCHBI, KOHTPOJMPYIOIINE COep)KaHue Oelika B
3epre (Blanco et al., 2002; Khlestkina et al., 2009a)
Y 4yBCTBUTEIBHOCTH K horonepuony (Khlestkina
et al.,2009a), a B 7DS — rensl, KOHTPOIUPYIOLIHNE
Mmaccy 3epHa (Roder et al., 2008), ycTOHIHBOCTB K

CEeNTOPHO3Y, Oypoil prkaBUnHE, LEPKOCIIOPEIIIe3y
u Tire (Worland et al., 1988; Ellerbrook, Worland,
2001; Arraiano et al., 2001; Liu et al., 2001, 2002;
Adbhikari et al., 2004; Simon et al., 2010).

Takum 00pa3om, MHOTHE TeHBI, ICTEPMUHUPY-
IOLIHE OKPACKY, SIBIISIOTCS TECHO-CUETIICHHBIMU C
XO3SICTBEHHO IEHHBIMHU TEHAMH U MOT'YT CITY>KUTb
MOP(OITOTHIECKUMI MapKepaMH Ipu 0To0pe hopM
IIICHUIBI, HECYIUX MOJIE3HBIC TPU3HAKH.

Tabauna 3
I'ensr, onpenernsromue GEHOTUI MIISHUIIB TI0 TTPHU3HAKAM OKPAaCKH,
MX TEHOMHAasi 1 XpOMOCOMHas JIOKaJIN3alusl y Pa3HbIX BUI0B
[Ipuznak Tenom A I'enombl B min S T'enom D

Kpacnas okpacka
3epHa

Oxpacka Kojoca
(kpacHas, depHas
HITH Cepo-
JIBIMYATAsT)

Oxkpacka ocreit
(kpacHast
WJTU YepHast)

Kpacnas oxpacka
KOJICOTITHIIE

Ilypmypuas
OKpacka cTeOst

Ilypnypnas
OKpackKa IbIJIbHUKOB
Ilyprypnas
OKpacKa JIMCTOBBIX
IUIACTUHOK
Ilypnypnas
OKpacKa JIMCTOBBIX
BJIaraJIni

Ilypnypnas
OKpacka
nepuKapIia 3epHa

Ilypnypnas
OKpackKa KoJioca
Kpacnas okpacka
YUICK JINCTOBOT'O
BJIarajyina
Tony6Gast okpacka
aJIelipoOHOBOTO
CJI0s 3epHa

R-A1 (3A)T2 Td (Flintham,
Gale, 1995; Kuraparthy et al.,
2008)*

Rg—AI (lA)Ta’ Td, Tt, Tm (van
Deynze et al., 1995; Blanco et
al., 1998; Salina et al., 2006;
Khlestkina et al., 2006)*
ORaw.ipk-14 (1A)™ (Borner
et al., 2002)* u Blal (1A)Td
(ITanun, Heueraes, 1986)**

Re-A1 (7A)"™Td To K hlestkina et
al., 2002a; Singh et al., 2007)*

Pc-Al (7A)™ (Khlestkina et al.,
2010b)*

Pan-A1 (7A)' (Blanco et al.,
1998)*

PIb-A1 (7A)™ (Khlestkina et
al., 2010b)*

Pls-A1 (7A)™ (Khlestkina et
al.,2010b)*

Pp3 (2A)"™Td.Tt(Dobrovolskaya
et al., 2006; Khlestkina et al.,
2010a; Tereshchenko et al.,
2012a)*
Pg (2A)T (Khlestkina et al.,
2010a)*

Her
Ba (blue aleurone, 4A)™ (Dub-

covsky et al., 1996; Singh et
al., 2007)*

R-B1 (3B)™ Td (Flintham, Gale,
1995; Nalam et al., 2006)*

Rg-BI (1B)™ Td (Khlestkina et

al., 2006)*

ORaw.ipk-1B (1B)Td (Bérner et

al., 2002)*

Re-B1 (7B)™Td (Khlestkina et al.,
2002a; Xsnectkuna, 2011)* u Re-S1
(7S)AS (Friebe et al., 2000)**

Pc-B1 (7B)™2 Td (Khlestkina ef al.,
2009b, 2010a)* u Pc-SI (7S)As
(Tereshchenko et al., 2012a)**

Pan-S1 (78)As (Tereshchenko et
al., 2012a)**

PIb-B1 (7B)™Td (Khlestkina et al.,
2009b, 2010a)* u Plb-S1 (7S)As
(Tereshchenko et al., 2012a)**
Pls-B1 (7B)"Td (Khlestkina et al.,
2009b, 2010a)* u Pls-S1 (7S)As
(Tereshchenko ef al., 2012a)**

Pp-B1 (7B)Td (Khlestkina et
al., 2010a)* u Pp-SI1 (7S)As
(Tereshchenko et al., 2012a)**

Her

Ra2 (4B)™ u Ra3 (6B)™ (Melz,
Thicle, 1990)**

Her

R-DI (3D)™ At (Flintham,
Gale, 1995; Li et al.,
2010)*

Rg-D1 (1D)™ At (Khlest-
kina et al., 2006,
2009¢)*

ORaw.ipk-1D (1D)At
(Borner et al., 2002)*

Re-DI (7D)T At Khlest-
kina et al., 2002a)*

Pc-DI (7D)™ (Khlestkina
etal.,2009b)*

Pan-DI1 (7D)™ (Khlest-
kina et al., 2009b)*

PIb-DI (7D)™ (Khlest-
kina et al., 2009b)*

Pls-D1 (7D)™ (Xnectku-
Ha, 2011)*

Pp-D1 (7D)T2 (Tere-
shchenko et al., 2012b)*

Her

Ral (1D)™ (I'ynsesa,
1984)**

Her

Ta—T. aestivum, Tb— T. boeoticum, Td — T. durum, Tm — T. monococcum, Tt— T. timopheevii, Tu— T. urartu, As — Ae. speltoides,
t — Ae. tauschii. TlpuBeieHbI CCBUIKMA Ha PabOTHI 10 KAPTUPOBAHUIO* (€CiIM TeHbl He KapTUPOBAHbI, TO 110 JIOKAIH3AIUN**)
COOTBETCTBYIOIIUX T€HOB.
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3akjoueHue

B Tabn. 3 cymmupoBaHbI JaHHBIE IO YUCITY H
JIOKaJIM3alM T€HOB, ONPEACISIIOMNX (DEHOTHI
HIIEHUIB! 110 IPU3HAKaM OKpacku. Bumno, uTto
OOJBITMHCTBO M3BECTHBIX HA JAHHBI MOMEHT Te-
HOB IIPEJICTABIICHO B BUIE TOMEOIOTHYHBIX KOTIHH
B reHomax A, B u D. HcknroueHrue cocTaBiIsgOT
TEeHBI, BCTpeYarolecs TOJILKO B reHome A (Ba, Pg
u Pp3), u Mano u3y4eHHbIe TeHbl Ra, BRISIBICHHBIC
B Pa3HBIX XpoMocoMax reHoMoB B (2 mokyca) u D
(1 moxyc).

CpaBHHUTENTBHOE KapTHPOBAHUE Y Pa3HBIX BUIOB
3J1aKOB TI0Ka3aJ10, YTO OPTOJIOTUYHBIE T€HBI, KOHT-
POIHMPYIOIINE OKPACKY, MOTYT KaK BCTPEUAThCS y
OTZAEJBbHBIX NPEACTaBUTENIEH 371aKOBBIX PacTCHUN
(TrOMEOIOrn4HBIN PsiJi FeHOB Rg BBISBICH TOJIBKO Y
TIIISHUI] ¥ STHJIOTICOB, R — Yy MIIEHHUII, STUIONCOB
Y PXKH), TaK U OBITH IIMPOKO NPE/ICTABICHHBIMHU BO
BCEM CEMENCTBE 371aK0B (T€HBI, JIETEPMHHUPYIOLIIE
AQHTOLIMAHOBYIO OKPACKy Pa3IMYHBIX OPTraHOB).

HaxomnneHHbIe K HACTOSIIIEMY MOMEHTY 3HaHHUS
MO3BOJISIFOT CUMTATh, YTO I'€HBI, OIPEACIISIOIINE
pa3zHooOpaszue GopM IMIICHUIIBI TI0 OKpacke, siB-
JSIFOTCSL PETYISTOPHBIMU M KOAUPYIOT Myb- wuim
Myc-nogo0HbIE aKTHBATOPHI TPAHCKPHUIIIUN
CTPYKTYPHBIX T€HOB OMOCHHTE3a PAa3IMYHBIX KJIAC-
coB ()JIaBOHOMJHBIX ITMTMEHTOB.
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GENES DETERMINING COLORATION OF DIFFERENT ORGANS IN WHEAT
E. K. Khlestkina
Institute of Cytology and Genetics, SB RAS, Novosibirsk, Russia, e-mail: khlest@bionet.nsc.ru

Summary

Coloration of some wheat organs may be of adaptive significance. Coloration traits are widely used in wheat
taxonomy and variety identification. They also provide a suitable model for genetic and molecular studies.
Here, data on chromosome location, genetic mapping, and structural and functional organization of all known
genes determining coloration in wheat are reviewed. To date, thirty genes determining coloration in wheat
have been mapped. These genes are represented mainly by homoeologous loci in the A, B and D genomes, and
most of them are located in the 1S0.8 and 7S0.4 gene-rich regions of wheat genome. Comparative mapping
in cereals shows that some orthologous genes determining coloration occur in a few species (homoeologous
series Rg has been found in wheat and Aegilops only, and R, in wheat, Aegilops and rye), whereas others
(genes determining anthocyanin pigmentation) widely occur in Poaceae. The data on comparative mapping
together with the results of recent studies dedicated to cloning and functions of genes determining coloration
in wheat suggest that these genes belong to the Myb- and Myc-like families of genes, encoding transcriptional
activators for structural genes involved in plant flavonoid pigments biosynthesis.

Key words: wheat, morphological traits, coloration, chromosome localization of genes, molecular mapping.



