BaBWNoBCKMI )XypHan reHeTUKN 1 cenekumm. 2018;22(3):333-342
DOI 10.18699/VJ18.369

I'eHbl, KOHTPOJIMPVIOIIVIE CUHTE3

leHeTuKa n cenekuyma pacteHumn 3
OB30P/REVIEW

(l)JIaBOHOI/I,I[HbIX M MEJIAHVMHOBBIX IINITMEHTOB AUMEHS

O.I0. Illoesa! @, K.B. Crppirunal, E.K. Xaectxkunal> %3

1 DepepanbHblii UCCNEROBATENbCKUI LeHTP UHCTUTYT ymtonorum u reHetnkn Cnbrpckoro otaeneHnsa Poccuitckol akagemmnm Hayk, HoBocnbupck, Poccus
2 HoBOCUBMPCKMII HALIMOHaNbHbIN UCCIE[OBATENbCKUI FOCYAAPCTBEHHDIN yHIBEpcUTeT, HoBOCHBUPCK, Poccns
3 DepepanbHblii NCCNeROBaTENbCKUI LeHTP BCepoCcCninckmin MHCTUTYT reHeTUYEeCKKX pecypcoB pacteHuii um. H.M. Basunosa (BUP), CaHkT-MeTepbypr, Poccus

MomyMo 3eneHol oKpacku, 06yClIOBNEHHON XNOPOUIIOM, Y AUMEHSA
3epPHO 1 BereTaTMBHbIE OPraHbl MOTyT ObiTb OKpaLleHbl COeAUHEHNAMMN
dbeHonbHOM NPMPOoAbI, TAKNMMK Kak MenaHuHbl 1 GrnaBoHOUAHbIE NKUT-
MeHTbI aHTOLMaHbl 1 NpoaHToLMaHAVHbI. B ¢BA3M ¢ Wwmnpokoi 6ro-
NOrNYECKOWN aKTUBHOCTbIO AAHHbIX CO@AVHEHWNI U NX HEOKPALLIEHHbIX
npeflecTBEHHNKOB B OTHOLLEHMN PacTeHNI 1 YeNloBeKa B Nocnes-
Hee BpeMsA HabnoAaeTCA NOBbILLEHHbIV MHTEPEC K U3YUYeHWI0 reHOoB,
onpeaenaAloLMX OKpacKy y pacteHuii. Hanbonee nsyueHHoi asnaetca
cucTema reHoOB, YHacTBYIOLWMX B CMHTe3e GpraBOHOUAHbIX MUTMEHTOB.
C cemnpecATbIX rofJOB MPOLLIOro BeKa B reHoMe AUMeHs naeHTUdU-
LIMPOBaHbl 1 JIOKaSIM30BaHbl Kak CTPYKTYPHbIe reHbl, KogupytoLme
depmeHTbI MeTabonn3ma $G1aBOHOVAOB, TaK U PErynATOPHbIE FeHbl,
onpefenaioLmne TKaHecneumpryeckoe HakornieHve JaHHbIX MMrMeH-
TOB B TKaHAX 3ePHa, a TaKXe B BereTaTuBHbIX opraHax. K HacToAwemy
BpPEMeHW BblfieNeHbl HyKeoTAHbIe NOC/IeA0BaTENIbHOCTY perynsa-
TOpPHbIX reHoB Ant1 1 Ant2, onpegenaowmx HakonneHne aHToLnaHoB
B NepuKapne 3epHa, reHa Ant28, KOHTPONNPYIOLLErO BUOCKHTES NPO-
aHTOLMaHNANHOB (KOHAEHCMPOBAHHbIX TAHHUHOB) B CEMEHHOW 060-
NnouKe, a Takxe reHos HvMpc2, HvMyc2, HvWD40, onpepensaioLymx
HaKonMJieHne aHTOLMaHOB B afleiPOHOBOM C/10€ 3€PHOBKMN AUYMEHS.
MeHee n3yyeHa menaHMHOBasA OKpacka. BBray CIOXHOM CTPYKTypbl

1 YCTONYMBOCTU K Pa3fiyHbiM PacTBOPUTENAM XMUYeCKas npupoaa
[aHHbIX MUIMEHTOB A0 CKX NOP He ycTaHoBeHa. OfHako 6narofaps
CpaBHUTENbHOMY aHaN3y TPAHCKPUNTOMOB B OKpaLleHHbIX 1 HeOKpa-
LUEHHbIX YellyAX KONoCa U 3epHa MNOYTN N30TeHHbIX JINHNI AYMEHA
yAanocb naeHTndnLMpoBaTb MeTabonuyeckrie nyTu, nexallye B OCHO-
Be GOpMMpPOBaHMA MeTAHMHOBOW NUrMeHTaumn. B npeanoxeHHom
cTaTbe NPOBOAUTCA 0630p pe3ynbTaToB PaboT, MOCBALLEHHbIX CCe-
[0BaHVAM reHeTUYeCKOro KOHTPONA GOPMNPOBAHNA OKPACKM Y
AUMEHS.

Kntouesble cnosa: Hordeum vulgare L., aHTOUMaHbl; NpoaHTOUMaHNAWHDI;
TaHHWHbI; MeJTaHWHDbI; d)ﬂaBOHOVI,U,bI.
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In addition to the green color caused by chlorophyll,
grain and vegetative organs of barley can be colored
by compounds of phenolic nature, such as melanins
and flavonoids, which include anthocyanins, proan-
thocyanidins. Due to the wide biological activity of
these pigmented compounds and their uncolored
precursors in respect to plants and humans, there

has recently been an increased interest in studying
genes that determine pigmentation in plants. The
gene network determining the synthesis of flavonoid
pigments is the most studied one. Since the 1970s,
structural genes that encode the enzymes of flavo-
noid metabolism, as well as regulatory genes that
determine the tissue-specific accumulation of these
pigments in grain tissues, as well as in vegetative
organs have been identified and localized in the barley
genome. The Ant1 and Ant2 genes, determining the
accumulation of anthocyanins in grain pericarp, the
Ant28 gene controlling the biosynthesis of proantho-
cyanidins (condensed tannins) in seed coat, as well as
the HvMpc2, HvMyc2 and HvWD40 genes responsible
for the accumulation of anthocyanins in the aleurone
layer of barley grain have been determined. Mela-
nins are less studied pigments of plants. Due to the
complex structure and resistance to various solvents,
the chemical nature of these pigments has not been
established. However, due to the comparative analysis
of transcriptomes in the colored and uncolored lemma
and grain pericarp of barley near-isogenic lines, it was
possible to identify the metabolic pathways underly-
ing the formation of the melanin pigmentation. The
proposed article reviews the results of the studies on
the genetic control of barley coloration.

Key words: Hordeum vulgare L.; anthocyanins;
proanthocyanidins; tannins; melanins; flavonoids.



OIIPENEIIEHUN OKPACKHU Pa3iIMYHbIX OPraHOB y SUMEHS

(Hordeum vulgare L., 2n = 2x = 14, HH) xpome ocHOB-

HOTO MUTMEHTA PACTeHUH, XJIOpO(UILIA, yUACTBYIOT JIBE
IPYIIIbI COeMHEHNH (PeHOoNBbHOM pupoabl: 1) GraBoHOH b,
K KOTOPBIM OTHOCSITCSI aHTOIIMAHBbl U MPOAHTOIHMAHUINHBI,
00yCIIaBIMBAIOT KPACHO-(DHOIETOBYIO OKPACKY BETETATUBHBIX
OpraHOB, a TaKKe royy0yro, (PUOJETOBYIO U KPACHO-KOPHY-
HEBYIO MUTMEHTAIIMIO 3epHA sTYMEHS (TTOCIIETHION MPUAAI0T
MPOAHTOIMAHUIUHBI) U 2) METAHHHOBBIE TTUTMEHTHI, 00pasye-
MBbIE B PE3yJIbTaTe OKUCICHUS U TOJMMEPU3aINU (PEHOIBHBIX
COEIMHEHUH, ONIPENETSIOT YEPHYI0 OKPACKy Yellyid Kojloca u
3epHa (Harlan, 1914).

Hepe‘lI/ICHeHHble IMUTMEHTUPOBAHHBIC COCAMHCHUSA U UX
HEOKpaIIeHHbIE MPEANIECTBEHHUKH BBIMOIHIIOT BaKHbBIE
(usnonornueckue QYHKIMU B KU3HU pacteHnid. Tak, (aBo-
HOUJIHBIC COCANMHEHUS BJIMAIOT Ha POCT U pa3BUTHUEC paCTEHHﬁ,
UTPAIOT 3aIUTHYIO POJIb MPH PA3TIUYHBIX TUITAX OMOTHYECKOTO
1 aOMOTHYECKOTO CTPECCa, YUACTBYIOT B TIO/UIEPKAHUU COCTO-
stust mokost cemsiH (Debeaujon et al., 2000; Grotewold, 2006;
Gould et al., 2009; Di Ferdinando et al., 2012; Khlestkina,
2013a), a MenaHWHOBAsI OKPAcka BHOCHT BKJIAJ B YCTOWUH-
BOCTb 3JIaKOBBIX pacTeHuil k (y3apuosy kosoca (Zhou et al.,
1991; Choo et al., 2005; Loskutov et al., 2016).

K HacrosiiiieMy BpeMeHH TOMHMO BaXKHBIX (DYHKIIUH, BbI-
IIOJIHAEMBIX (beHOJ'I])HbIMI/l COCAUMHCHUSMU B )KU3HU paCTeHHﬁ,
nokaszaHa (PyHKIIMOHAJIbHAS aKTUBHOCTH TPYIIIbI (DJIABOHO-
WJHBIX COCIUHEHUN s 370poBbs uyenoBeka (Rice-Evans
et al., 1996; Szajdek, Borowska, 2008; TapaxoBckuii u jap.,
2013). B wactHOCTH, C TOTpEOICHIEM aHTOITAHOB CBSI3BIBAIOT
YMEHbBIIICHUE PUCKA BO3HUKHOBEHHS CEPICUHO-COCYAUCTHIX
3a00JIcBaHU#, paka, a TaKXKe BO3PACTHBIX HeWpojercHepa-
THBHBIX 3a0osieBanuii (Youdim et al., 2004; Reddivari et
al., 2007; Hui et al., 2010; Mauray et al., 2012; Bunea et al.,
2013; Strathearn et al., 2014). HacbIieHue cbe100HBIX YacTeit
pacTeHuii, B TOM YHCJIE€ 3€PHOBOK SUMEHS, aHTHOKCHJIAHT-
HBIMHU COCTUHEHUSIMU AHTOIIMAHAMH SIBIISICTCS aKTyaJlbHON
3a7a4ei.

Takum 00pa3zoM, B CBSI3U C IIUPOKOI OMOIOTHYECKON aK-
TUBHOCTBIO MUTMEHTHPOBAHHBIX (DEHOIBHBIX COCTUHEHHM U
HX HECOKPALICHHBIX MPCAIIECCTBCHHUKOB B IMOCJICIHEC BpEMsL
HaOJII0IaeTCsl MOBBIMICHHBIH WHTEPEC K M3YYCHHIO T'CHOB,
KOHTPOJIUPYIOIIUX CHHTE3 TUTMEHTOB y PACTCHHIA.

B Hactosimem 0030pe CyMMHPYIOTCS pe3yJbTaThl Kiiac-
CHUYECKHX U COBPEMEHHBIX MOJIEKYISIPHO-TCHETHYECKHUX HC-
CJICIOBAaHUI MEXaHU3MOB (DOPMHUPOBAHUS IIPH3HAKOB OKPACKH
SUMCHH, OGyCﬂOBﬂeHHbIX q)ﬂaBOHOl/IHH])lMI/I 1 MCJIAaHUHOBBIMHU
MUTMEHTaMH.

q)HaBOHOI/IHHaFl nMNrMmeHTaumnAa y AYMeHAa

VY sraMeHs JINCTOBBIE IIACTUHKH, JIUCTOBOE BIIAraJIUIIe, YIIKH
JIMCTOBOTO BJIAraJINING, cTeOeNb, OCTH, KMIKH KOJIOCKOBOM
YelIyd ¥ OCHOBaHME PACTEHHUs] MOTYT MMEThb KpacHO-(HO-
JIETOBYIO aHTOIIMAaHOBYIO Okpacky (puc. 1, a) (Lundqvist,
Franckowiak, 2003). AHTOIIMAaHBI MOTYT CHHTE3UPOBATHCS B
HepUKapIie U aJIeHPOHOBOM CJIO€ 3€pHa, IpUIaBast 3epHy ¢uo-
JIETOBYIO M TOTy0OyT0 OKpacku coorBeTcTBeHHO (Harlan, 1914;
Adzhievaetal., 2016) (puc. 1, 6). XumMuueckuii coctaB aHTO-
LIMaHOB, CHHTE3UPYEMBIX B IIEPUKAPIIE U aJICHPOHOBOM CJIOE,
pasubIii. B mepukapne npeobiagaeT MMaHUARH-3-TIIOKO3H/,
TOT/Ia KaK B aJICHPOHOBOM CJIO€ — AETb()UHHUIMH-3-TTFOKO3H /]
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(Kimetal., 2007). ITonmrmepHble (riaBOHOUTHBIE COSANHEHUSI
MIPOAHTOIMAHUNHEI (KOHICHCHPOBAaHHBIE TAHHUHBI) MOTYT
CHHTE3MPOBAThCS B 000JIOUKE 3epHA STIMEHS, ITPUIaBast 3epHy
KpacHO-KOPUYHEBYIO OKpacky (Aastrup et al., 1984).

HccnenoBaHne MOJEKYISIPHO-TEHETHIECKUX OCHOB OMO-
CHHTe3a (DIABOHOWIHBIX COCAWHEHUH y SUMEHs ObUTO 00y-
CJIOBJICHO ITOTPEOHOCTSIMU ITMBOBAPEHHOM POMBIIIIEHHOCTH.
W3BeCTHO, YTO MPOAHTOLMAHUIUHBI 3€PHA STIMEHSI BEI3BIBAIOT
HEXeJaTeIbHOe KOJUIOMIHOE IMOMYTHEHHE ITHBA, CHIDKAS,
TakuM 00pa3om, ero kauectro (von Wettstein, 2007). B cBsizu
C TUM CTOsJIA 33]1a9a U3YIUTh TEHETHUECKHI KOHTPOJIb OHO-
CHHTE3a MPOAHTOLUAHUINHOB M TOJYyYUTH TUBOBAPECHHBIC
COpTa sIYMEHsI, HE CITIOCOOHBIC K MX CHHTe3y. [1J1s 3TOM 11eu B
70-x Trofax MpoILIOTo BEKa C MOMOIIbIO XUMHUYECKOTO MyTa-
reHes3a ObUTO MosrydeHo Oosee 700 TMHUH STUMEHSI, HECYIITHX
mytaiwu B 30 Ant (anthocyanin-less) nokycax, KOHTPOJIHPYIO-
mKUX OMOCHHTE3 aHTOIIMAHOB W/WIIM MPOAHTOIMAHUANHOB
(Jende-Strid, 1993). [ns HEKOTOPBIX U3 3THX JIOKYCOB ObliIa
ycTaHoBlieHa (PyHKIIMOHAIbHAS POJIb, 3aKITIOUAFOIIAsICs JTNO0
B KOHTpOJIe (pepMEHTATHBHON aKTUBHOCTH, THOO B PETYISIIINI
TPAaHCKPHUITIIMOHHOM aKTHBHOCTH T€HOB, 3a/ICHCTBOBAaHHBIX B
ouocunrese (Jende-Strid, 1993).

Bnaromapst ceksennpoBanmnio renoma stamens (The Interna-
tional Barley Genome Sequencing Consortium, 2012), a Taxoxe
Pa3BUTHIO METOJIOB CPABHHUTEIBHON TeHOMHUKH, OTHOCHTEIIBHO
HEJIaBHO CTaJI0 BO3MOXKHBIM HCHTH()UIIMPOBATE MHOTHE HE-
JIOCTAIOIINE KOMITOHEHTBI CHCTEMBI TCHOB, KOHTPOJIMPYIOIIHX
OKpacKy (JIaBOHOMIHOM MPHUPOABI Y SUMEHS, B TOM YHCIE
NACHTU(DHUIUPOBATD PETYISATOPHBIE T'€HbI, ONPEACIIIOIINE
TKaHecHennpUIeCcKoe HAKOTUICHHE TTNTMEHTOB.

CTpyKTypHble reHbl 6MocnmHTe3a
¢$naBOHONAHDIX COEANHEHUNI Y AUMEHSA
BrocuHTe3 (r1aBOHOMIOB — OJIMH M3 CaMbIX ITOJHO OXapak-
TEepPU30BAaHHBIX META0OIMUECKUX IMyTeH y pacTeHui (puc. 2)
(Winkel-Shirley, 2001; Khlestkina, 2013b).
[TpeamecTBeHHUKOM BceX (DIIaBOHOMIIHBIX COEIUHEHUII,
BKJIIOYasi aHTOLIMAHBI U MPOAHTOLMAHUINHBI, SIBISIETCS (e-
HUJIAJIAHWH, KOTOPBIM B PE3yNbTaTe aKTUBHOCTH (DEPMEHTOB
(heHUINPONAaHOUIHOTO MyTH OMOCHHTE3a — (DeHUJIATAHH-
nammuakauassl (PAL), muaramar-4-ruapokcunassl (C4H) n
4-xymapat:KoA nurassr (4CL) — npeoGpazyercs B KoA-a¢pup
KOPUYHOM KHCJIOTBL. DTO COEIMHEHHE Jaliee MOABEepraeTcs
MTOCIIEIOBATEIEHOMY ITpeodpa3oBaHuio pepMeHTamMu (raBo-
HOWHOTO IyTH OMOCHHTE3a — XankoHcuHTazoi (CHS), xan-
koH(paBanonuzomepasoii (CHI), daBanon-3-rumpokcuia-
3o0if (F3H), muroxpom P450-3aBHCHMBIMH MOHOOKCHTEHA-
3amu (hraBoHouA-3'-ruapokcuinaszoit (F3'H) n/umm ¢naBono-
un-3', 5'-runpoxkcunasoii (F3'S'H) u muruapodiaBoHon 4-pe-
nykrasoit (DFR) — o neiikoanTonMmaHNINHOB, KOTOPBIE C TTO-
MOIIIBIO JIEHKOaH TOIMAHH/JMHANOKCUT €HA3bl/aH TOLIAH U TNH-
cunrtasbl (LDOX/ANS) npeoOpa3yroTcsi B aHTOI[MAHUIMHBL.
Janee hepMeHTHI, OTHOCSIIHECS K KJIaccaM METHITpaHCchepas
(MT), mmkosuntpancdepas (GT) u anunrpancdepasz (AT),
peoOpa3yoT aHTOLMAHUINHBI B OKPAILIEHHbIE aHTOLAHBI.
JlelikoaHTOIMaHUIUHBI 1 aHTOLIMAHUANHBI SBIISIOTCS TaKXe
cyOcTparamMu Ui JelkoaHTormanuanHpenykrassl (LAR) u
aHTorMaHuInHpenykTassl (ANR), KOTOpbIE OKUCIISIOT TaHHBIE
COGIMHEHUS 10 COOTBETCTBYIONNX (h1aBaH-3-0JI0B (KaTeXH-
HOB), KOTOpBIE B CBOIO OYePE/Ih C TOMOIIBIO HEM3BECTHBIX 10
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Puc. 1. CxemaTuyeckoe 13obpaxkeHne opraHoB pacTeHus (a) n TKaHel 3epHa (6) AUMEHA, B KOTOPbIX MOTYT HaKanIMBaTbCA

4)J'IaBOHOI/Ip,HbIe MUrMeHTbI.

AHTOLMaHOBbIE COe[JUHEHUA, CUHTE3VPYeMble B NepuKapre 1 anelipoHOBOM CJ10€, MPUAAI0T 3epHY GUONETOBYIO 1 ronybyto oKpacKy cooT-
BETCTBEHHO. [POaHTOLMaHNANHbBI CEMEHHOI 060/I0UKIN OKPALLMBAIOT 3€PHO B KPaCHO-KOPUYHEBDIN LIBET.

CHUX TIOP (EPMEHTOB MOJTUMEPU3YIOTCS B IPOAHTOITHAHNIHHEI
(KOH/IEHCHPOBAHHBIC TAHHUHBI).

VY AuMeHsI OCHOBHBIC CTPYKTYpPHBIC T€HBI, KOAUPYIOIIHE
(hepMeHTHI (heHMIITTPOITAHONTHOTO U (PITABOHOMIHOTO My TEH
OnocuHTe3a, OBUTH UIACHTU(MUIIMPOBAHBI U JIOKAIA30BAHEI B
reHome (tabm. 1).

Metomom Cay3epH-O10T THOPHIM3AINN B TEHOME SUMCHS
UIACHTU(DHUIIMPOBAHO TATH KOMMiA reHa Pal, a ¢ TIOMOIIBIO
HozepH-0;10T rubpuan3anuy moka3aHo, 9YTO BCE OHU JKC-
TIpeCcCUpPYIOTCS B KOpHIX TpopocTkoB stamers (Kervinen et
al., 1997). JIBe TecHO clCIUICHHBIC KoUMW TeHa Pal Obutn
kaptupoBaHbl Ha xpomocome 2HL. BLAST-nionckom B reHoMe
STIMEHS UICHTH(DUIIMPOBAHBI JOTIOTHUTEIHHEIC KOTTMH TeHOB-
kanaunaaros Pal va xpomocomax 2HS, 6HL, 3HS (Peukert et
al., 2013).

UYeTsIpe KOMY TeHOB-KaHAUAATOB 115t C4/ OBLTH HalICHET
B reHoMe stuMeHst ¢ moMoIbio BLAST-noucka ¢ n3BecTHbIMU
HYKJICOTUIHBIMH NTocienoBarenbHocTsimu C4h puca (Peukert
et al., 2013). OgHa xomms OblIa KApTHPOBaHA Ha XPOMOCOME
3HL, Tpu apyrue JIOKaau30BaHBI B COOpaHHBIX KOHTUTAX
xpomocom 7HL, 3HL, 1H (Peukert et al., 2013).

I'enb1 Chs ipeicTaBIeHBI B TCHOME STIMEHS B BHIIE MYJIBTH-
TeHHOT'0 ceMelicTBa, conepakariero ceMp konuii (Christensen
et al., 1998). Ogna nmonHopasmepHas konusi reHa Chs Obla
BEIZIeNIeHa ¢ ToMoIbio Cay3epH-0JI0T THOpHIN3AINA C UC-
MOJIb30BAHUEM B KQ4ECTBE MCUCHOIO 30H/Ia TOCIICI0BATCIIb-
Hoctu k/IHK rena Chs Antirrhinum majus (Rohde et al., 1987,
1991). Apyras xorms Chs Beinenena u3 k/IHK oubmmoTexw,
MOJYYCHHOW U3 JIMCTHEB STUMCHS TOCJIC WHOKYIISIMH IaTO-
reHHbIM rpuboM Blumeria graminis (Christensen et al., 1998).
Kommmu rena Chs OpUIM KapTHPOBaHEI Ha XpoMocomax 1HS,
ITHL u 6HS (Pecchioni et al., 1999; Peukert et al., 2013); Hyk-
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JICOTUIHBIC TOCIENOBATEIFHOCTH, CXOHHbIe ¢ Chs, Takke
ObLIH NICHTU(GUIIMPOBAHBI B COOPaHHBIX KOHTHUIAX XPOMOCOM
2HS, 2HL, 4HS u 6HL (Peukert et al., 2013). B renome s14-
MeHS MPUCYTCTBYET OfHA Komus reHa Chi, JOKaIn30BaHHAS
Ha xpomocome SHL (Druka et al., 2003).

I'en F3h sumens Obln BoimesieH u3 kJIHK Oubianorekw,
MTOJYYCHHOW U3 MepHuKapra U 000JI09YeK 3epHa, C TIOMOIIBIO
Ho3epH-6noT rubpuu3anuu ¢ ucrois3oBanrueM kK IHK-poOsr
F3h A. majus (Meldgaard, 1992). I'en 6pu1 KapTHpOBaH Ha
xpomocome 2HL (Khlestkina et al., 2011; Peukert et al., 2013).

OpnHa xomust reHa F'3'h ObUta HaiiieHa B TCHOME STYUMCHSI
IO TOMOJIOTHH C HyKJICOTHAHOH MOCTIeI0BATEIFHOCTHIO TeHA
F3'h xyxypy3bl. JlaHHAs MTOCIEI0BATEIPHOCTD JIOKAIA3YETCS
B KoHTHrax xpomocombl 1H (Shoeva et al., 2016). Bropas
xorus F3'h oOHapyXeHa B KOPOTKOM IuIede XpoMocomsl 6H
(Buxopes u np., 2018).

Yerpipe xonuu reHa F3'5'h ObUIM BBISIBICHBI B T€HOME
STYMEHS Ha OCHOBE M3BECTHBIX MOCIIeOBaTeIbHOCTENR 3'5'h
JIByIOJILHBIX BHJIOB pacTeHui (Strygina et al., 2017; Buxopes
u 1p., 2018). OxqHa xomwst OblIa KAPTUPOBAHA B XPOMOCOME
4HL (F3'5'h-1), nBe — B xpomocome 6H (F3'5'h-2 u F3'5'h-3)
u oxHA B xpomocome 7H (F3'5'h-4). Ins xortun F3'5'h-1 mio-
KazaHa TKaHecnenuduyeckas dKCHpeccust B aleHpOHOBOM
CJI0€ 3ePHOBKH OKPAIIICHHBIX N HEOKPAIIICHHBIX JTMHUHA TIMEHS
(Strygina et al., 2017). Jlns F3'5'h-4 Obuta npoeMOHCTpPHU-
pOBaHa aKTHBHOCTh BO BCEX IPOAHAIN3MPOBAHHBIX CIIOSIX
3epHOBKH STIMEHSI, a TAK)Ke B CTEONIAX, KOHTPACTHBIX IO CO-
Jep KaHHFO aHTOIIMAHOBBIX MUTMEHTOB (Buxopes u p., 2018).

[TonHOpa3MepHas KoAUpyIolIast HyKI€OTUIHAS TOCIEN0-
BaTEeNBHOCTH TeHa Df ObuTa BBIACTICHA U3 OMOIMOTEKN JKC-
npeccupyromuxcs nociaegosarenbHocteid EST 3epHa stumens
¢ ucnonezoBanueM kJIHK Df kykypy3bl B kadecTBe 30H1a
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Puc. 2. Cxema 61ocrHTe3a GpraBoOHOMAHbIX NMTMEHTOB, ONpeAeNnsLNX OKPacKy Y AUMEHA.

4CL - 4-kymapat:KoA nurasa; ANR - aHToumaHngnHpenykTasa; ANS (LDOX) - aHTouMaHnANHCKMHTa3a (nefikoaHTounaHanHANoKcureHasa); AS (AUS) — aypeysn-
OVHcKHTa3a; AT - auetuntpaHcdepasa; CHI - xankoHdnasaHoHn3omepasa; C4H — unHHamat-4-rugpokcnnasa; CHS — xankoHcmHTasa; DFR — gurugpodnasoHon-
4-pepykTasa; F3H - ¢naBaHoH-3-rnapokcunasa; F3'H - ¢pnaBoHowna-3'-ruppokcnnasa; F3'5'H - naBoHoung-3',5-ruppokcmnasa; GT - rukosuntpaHcdepasa; LAR
(LCR) - neiikoaHToumnaHnanHpenyktasa; MT — metuntpaHcdepasa; PAL — peHmnanaHnHammuaknmasa. Cxema nocTpoeHa Ha ocHoBe faHHbix B. Winkel-Shirley

(2001) n E.K. Khlestkina (2013b).

(Kristiansen, Rohde, 1991). I'er 6511 KapTHpOBaH HA JUTHHHOM
trede xpomocomsl 3H (Peukert et al., 2013).

Opna xonus reHa Ans Oblna oOHapyKeHa B KOHTHIE
xpomocomsl SHL samens (Shoeva et al., 2016). BepositHas
HYKJICOTH/IHAsI TTOCIIE/IOBATEILHOCTh reHa Lar Obuta HalieHa
B OMOJIMOTEKE SKCIPECCUPYIOLIUXCS NOCIIEI0BATEIbHOCTEH
EST anroputrmom tBLASTn ¢ ucmonp30BaHHEM B KadecTBE
pedepeHCHOI aMIHHOKUCIIOTHOW mocienaoBareTbHOCTH LAR
necmonunyma (Bogs et al., 2005). T'en Lar 1o cux nop He Jio-
KaJIM30BaH B TCHOME SUMEHSL.

[NonHOpasmepHas HyKJIeOTHIHAS OCIIE0BATEILHOCTh T'eHa
Ufgt Obla BbljIeNIeHA M3 TEHOMA STUMEHSI ¢ oMolibio Cay3epH-
0J10T rHOpPUAM3AIMHU C UCIIOIB30BAaHUEM HYKJICOTHIHOU MO-
cireioBaTebHOCTH TeHa Ufgt KyKypy3bl B KadecTBE MpPOOHI.
I'en ObuT KapTUpoBaH Ha xpomocome 7HS (Wise et al., 1990).
Hyxneotuaasle mocnenoBaTeIbHOCTH TeHOB 4Cl 1 Anr 10 cuX
MOp HE WACHTH(UIINPOBAHBI.

Perynauua 6nocnHTesa ¢pnaBoHOMAHbIX MUTMEHTOB

Perymsmus skcrnpeccun CTPYKTYPHBIX T€HOB OMOCHHTE3a
(h1aBOHOMIOB OCYIIIECTBIIICTCS KoMITiekcoM MBW, koTophiii
00pa3yroT TpaHCKpHUMIHOHHBIE (pakTopsl (TD), mpuHaaIeKa-
e kK cemerictBaM ¢ JomeHamMu MY B, bHLH/MYC u WD40
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(Mol et al., 1998; Adzhieva et al., 2016). Pasnoo6paszue TD
00yCIIaBIMBaeT BHICOKYIO CTETIEHb M3MEHUYMBOCTH OKPACKHU Y
pacteHuii. B HacTosiiee Bpemst BelyTCs MHTEHCHBHbIE Pa0OTHI
TI0 BBISIBJICHUIO BCEX KOMIIOHEHTOB KoMIutekca MBW, koHT-
ponmpylomux (opMUpPOBAaHHE MTUTMEHTAIMH B Pa3IMIHBIX
OpraHax, a TaK)ke B TKaHsX 3€pHa SYMEHSL.

Oxpacka ajelipoHOBOro cj10s1 3epHOBKH. MHorue uc-
cienoBareny Hayana 20-ro Beka ImoJjarajiv, 4To roiyodas
MUTMEHTAIMS aJIePOHOBOIO CJIOS STYMEHS OIpPEIEIIseTCs
OIHNAM JIOKycoM, obo3HadeHHsIM G.F.H. Buckley xax B/ (Blue
vs. white aleurone, B/ b/) (Buckley, 1930; Faris, 1955). bsuio
[I0Ka3aHo, YTO JIAHHBIN JIOKYC CLEIJICH C TeHOM, OIpeaeis-
oMM (HopMHPOBAHUE BMECTO OCTEH TPEXJIOMACTHBIX MPH-
nartkoB ((ypok) (Hoods vs. awns, K k), n Haxoqurcst B TpyTine
cruemienus [V (xpomocoma 4H) (Buckley, 1930; Robertson,
1933; Myler, Stanford 1942; Immer, Henderson 1943). beio
poeMoHcTpupoBano cueruienne Bl ¢ GI (Normal vs. glossy
seedlings, GI gl) (Immer, Henderson, 1943) u ¢ reHom, omnpe-
JENAIONNM yCTOMYUBOCTh K MydHHUCTOH poce (Resistance
vs. susceptibility to race of mildew, Mig mlg) (Briggs, 1945).
W.D. Hanson u H.H. Kramer (1949) BbIsiBUIN COBMECTHYIO
HacJeIyeMOoCTh Tody0oi OKpacKH aledpoHa W OTHOTO U3
T€HOB YaCTUYHOW CTEPHIILHOCTH.
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[eHbl, KOHTpONMpYtOLWKME CUHTE3 GIAaBOHOUAHBIX
1 MeNaHNHOBBIX MTMEHTOB AYMEHS

O.10. lWoeBa, K.B. CTpbirnHa
E.K. XnectknHa

Ta6bnuua 1. KnoHvpoBaHHble U/ KapTUPOBaHHbIe K HACTOALLEMY BPEMEHU CTPYKTYPHbIE 1 PerynAaTopHble reHbl GBMoCnMHTe3a
¢$naBoOHONAOB AUMEHS

len Yrcno ngeHTndnLmMpoBaHHbIX
KOnui reHa*

Homep oTcekBeHNpOBaHHOM
rocnefoBaTeNlbHOCTY B 6a3e faHHbIX
NCBI n/vinvn nuTepaTypHbI NCTOYHNK

XpoMOCOoMHasn/BHY TPUXPOMOCOMHas
nokanusaymsa*

Pal 5 (Kervinen et al., 1997) Z49145-749147 (Kervinen et al., 1997)  2HL, 2HS, 6HL, 3HS, 1H (Peukert et al.,
2013)
C4h 4 (Peukert et al., 2013) (Peukert et al., 2013) 3HL, 3HS, 7HL, 1H (Peukert et al., 2013)

X58339 (Rohde et al., 1991)
Y09233 (Christensen et al., 1998)

1HS (Pecchioni et al., 1999)
THL, THS, 6HS, 2HS, 2HL, 4HS, 6HL
(Peukert et al., 2013)

F3h 1 (Meldgaard, 1992; Khlestkina
etal, 2011)

F3'h 2 (Shoeva et al., 2016; Buxopes
nap., 2018)

F3'5h 4 (Strygina et al.,, 2017; Buxopes

n ap., 2018) 2017)

2HL (Khlestkina et al., 2011;
Peukert et al., 2013)

1H (Shoeva et al., 2016)
6H (Buxopes u gp., 2018)

4HL (Strygina et al., 2017)
6H, 7H (Buxopes 1 gp., 2018)

2, Ant2/HvMycT (Cockram et al., 2010;
Shoeva et al., 2016)
HvMyc2 (Strygina et al., 2017)

3, Ant1 (Himi, Taketa, 2015; Shoeva et
al.,, 2015)
Ant28 (Himi et al.,, 2011)

HvMpc2 (Strygina et al., 2017) 2017)

* B ckobKax yKasaH mTepaTypHblii ICTOYHUK.

[lepBbIMHU YCTaHOBHMIIH, YTO CYLICCTBYET OOJiee OMHOTO (hak-
TOPA, OTIPEAEIISIONIETO TOITyOy 0 OKPACKY aJIeHPOHOBOTO CIIOS,
J.L. Myler u E.H. Stanford (1942). Onn nokazanm, 4To npu
CKpEIIMBaHUH JIFOOO0T0 13 roiry0o3epHbix copros (Kwan, Alge-
rian, Awnless) ¢ HeokpamenHsiMu coptamu (Goldfoil, Hanna,
Nepal) nacnenoBanue npu3Haka roixy0oil 3epHOBKH OyaeT
MoHO(akTopHbIM. [IpucyTcTBHE BTOPOro KOMIUIEMEHTAPHOTO
thaxtopa (Bl1 bll) oOHApYKUIIOCH TIPH CKPEIINBAHUH JBYX
HeokpameHHbIX copToB Goldfoil x Nepal. B F, nabmonanocs
paciieryieHue o ¢peHoTuity 3epHa — 9 ronyosie : 7 0ernbie. O
HaKo Ipu cKpentuBanuu coproB Hanna m Goldfoil, nmerommmx
HEOKpAIIEHHbIN allePOHOBBIH CIIOH, BCE PACTEHHS OKOJIECHHUS
F, umenu HeokpamenHoe 3epHo. Tak, ObLIO MOKa3aHo, YTO
HEOOXOMM IO MEHBINEH Mepe OWH JIOMHHAHTHBIN aJlielhb
B KaK/IOM JIOKyCE JUISl ITPOSIBJICHUS OKpacku aneiipona. I'e-
HOTHUIIBI PACTEHHH, Y4acCTBYIOLIMX B 3TOM HCCJIEIOBAHUH,
MIPEACTaBICHHI B Ta0M. 2.

J.L. Myler u E.H. Stanford (1942) noka3anu, aro B// cuen-
JICH C TSHOM, KOHTPOJIMPYIOLIMM IuteHYatocTh stamenst (Hulled
vs. naked character, N n); nanasie (HakTOpsI OBLTH JTOKAIH-
3o0Banbl B rpymme cuerutenus 111 (xpomocoma 7H). TTozxe

leHeTuKa N cenekuma pacteHun

HM370298-387 (Cockram et al., 2010)
KX035100 (Shoeva et al., 2016)
MF679157-58 (Strygina et al., 2017)

2HL (Cockram et al., 2010)
4HL (Strygina et al., 2017)

(Himi, Taketa, 2015),
KP265976-79 (Shoeva et al., 2015)
MF679153-56 (Strygina et al.,

7HS (Himi, Taketa, 2015)
3HL (Himi et al., 2011)
4HL (Strygina et al., 2017)

F.N. Briggs Takxe roBopuT 0 MHOTO()aKTOPHOCTH OIIpeee-
HUS TAKOTO MTPU3HAKA, KaK TOTy0O0i alneifpoH, OHAKO TaeT UM
IIPOTHBOIIONIOXKHOE Ha3BaHue: (pakrop renotuna Goldfoil 06o-
3HavaroT Kak B/, a Nepal — BlI (Briggs, 1945). Briociencreun
¢axrop m3 xpomocomsl 4H (Goldfoil) 6511 mepenmeHoBaH B
Bl1, a paxrop n3 xpomocoms! 7H (Nepal) —B BI2 (Faris, 1955).
B 1970 r. mosiBisit0TCS AAHHBIE O TOM, YTO BI2 pacmonaraeTcst
B IIpUIIEHTpOMepHOM paifore xpomocomsl 7H (Eslick, 1971).
K 1978 . craHOBHTCS MOHSATHO, UTO TOIyOOH IIBET alelpoHa
3aBUCHUT OT ITSITH KOMIUIEMEHTAPHO JISHCTBYIOIINX JOMUHAHT-
HBIX TeHOB: BlI (xpomocoma 4H), BI2 (xpomocoma 7H) u Tpex
HOBBIX paHee HEONWCaHHbIX reHoB B3, Bl4 n Bl5 (Finch,
Simpson, 1978). YTBepxmaeTcsi, YTO HE W3BECTHBI TUYMEHU
C PELECCHBHBIMH aJIeNsIMU 00JIee YeM IO OTHOMY JIOKYCY.
[Ipu 3ToM oT™mewaercs, uro B3 u Bl4 TecHo cuerieHsl ¢ Bl1.
Jliist hopMupOBaHUsI OKPACKU 3EPHOBKH STUMEHsI HEOOXO 11~
MO NIPUCYTCTBUE BCEX TCHOB B/ B JIOMHHAHTHOM COCTOSIHUH
(Finch, Simpson, 1978), 3a uckitoueHneM rera b/4, KOTopsIid
B FOMO3UTOTHOM HE(yHKIMOHAILHOM COCTOSIHHU MPUBOJAUT
K CMEHe ToTy00ii OKpacKu aJeipOHOBOTO CIIOS HA PO30BYIO.
CaoiicTBaMH, MPOJEMOHCTPUPOBAHHBIME B[4, B myTH OHO-
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Ta6nuua 2. AnnenbHoe cocTosAHMe GaKTOPOB, ONPEAENAOLLMX OKPACKy aneipoHOBOrO C/10A Y ONpeAesieHHbIX COPTOB

(no: Myler, Stanford, 1942)

LiBeT anenpoHoBoro cnos

cuHTEe3a (PIIAaBOHOHMIOB MOXKET 00J7a1aTh TOJBKO OWH TeH —
F3'5'H (cm. puc. 2), KoTopblit ObLT BBIEsICH To3xke (Strygina
etal., 2017). B nonosHeHue K BBISIBICHHBIM HOBBIM JIOKyCaM
R.A. Finch u E. Simpson (1978) mokazanm, 9To CymecTByeT
perieccuBHasi HXaHCEPHAs ITOCIIEI0BATENBHOCTD en-Bl (en-
hancer of blue and pink aleurone color, ib/) ¢ Heu3BeCTHBIM
MECTOTOJIOKEHHEM, PU HAJIUYUU KOTOPOH MPOUCXOTUT
yCHIIeHHE HHTEHCUBHOCTH TOTyOO0H MITH PO30BOH OKPACKH.

K HacTosiiemy BpeMeHH reHbl Bl nieperMMeHOBaHbl B Blx
(Non-blue aleurone xenia), cTamo M3BECTHO WX TOYHOE TIO-
JOXeHHe: Kiactep reHoB Blx/, Bix3 n Blx4 nokammuzyercs
B IPUIIEHTPOMEPHOM pailOHE UIMHHOTO IIJIe4a XPOMOCOMBI
4H, a Blx2 — B IpHLIEHTPOMEPHOM paiioHe xpomocomsl 7HL
(Matthews et al., 2003).

MYB- u MY C-akTopsl, peryaupyroiie CHHTE3 aHTOLH-
AHOB B aJICPOHOBOM CJIO€, M MIX CBSI3b C TeHaMHU Blx monroe
BpeMsi ObIIM He N3BECTHBI. B nccnenosanuy (Strygina et al.,
2017) annotupoBausl reubl, kopupyompe TGO MYC, MYB u
WDA40, perynmupytomire OHOCHHTE3 aHTOI[AHOB B aJleHpoHe.
Otu rensl O6buM 00o3HaueHsl: HvMyc2 (4HL), HvMpc2
(4HL) u HvWD40 (6HL). HvMyc2 sxcripeccupyeTcst TOJIbKO
B KJIETKax ajelpoHa, BHE 3aBUCUMOCTH OT OKPAcKH TKaHU.
Jlnist naHHOTO reHa Oblia BBISIBIICHA TOUSYHAS My TaIHs C/IBUTA
pPaMKH{ CUMTBIBAHUSI, PACHPOCTPAHEHHAs CPEI HEOKpAIlIeH-
HBIX 00pa3l0B CHOUPCKNX U HEMEIKUX KOJIJICKIUI sSTIMEHS.
B omimume ot tkanecnenuguueckoro HvMyc2, sxcnpeccus
reHa HvMpc2 nabnrofanack B pa3HbIX TKaHSX, OHAKO €ro aK-
THUBHOCTb HE JIETCKTUPOBAIIACH B HEOKPAILICHHOM aJIEHPOHE TT0
CpaBHEHHIO C OKpameHHbIM. KoHcepBaTuBHeIi ren HvWD40,
HEOOXOMMBIII KOMIOHEHT PeryisTopHoro komiuiekca MBW,
OTJIMYAJICS TIOCTOSIHHBIM YPOBHEM 3KCIPECCHU B IIBETHBIX U
HEOKpAIICHHBIX TKaHSIX 0e3 KakoW-1mbo TkaHecmenugpud-
HoctH. HvMyc2 Bmecte ¢ HvF3'5'h (cM. Bbilie) ObUIH TOYHO
KapTUPOBAHbI B TMO3UIUH KJacTepa Blx B [UIMHHOM IuIeue
xpomocoMmsl 4H (Matthews et al., 2003; Strygina et al., 2017),
TEM CaMbIM OHU CTaJIM KaH/UAATaMH JUIs IBYX U3 TPEX TECHO
CIEIUIEHHBIX TE€HOB Blx.

Oxpacka nepukapna 3epHoBKH. [IposiBieHne ¢uoie-
TOBOM OKpAacKH 3epHa SUMEHs BIepBble omucaHo B 1907 r.
(Biffen, 1907). Ha ocHoBannm pacmierierns 3:1 B mormyss-
nuu F, nokasano, 4to (HoaeToBbIN [BET IIBETOUHBIX YelTyH
SIBJISIETCS] JIOMUHAHTHBIM MPU3HAKOM, aCCOLMHMPOBAHHBIM C
(hnoneroBoii okpackoit 3epHoBKH. J.L. Myler u E.H. Stanford
(1942) npu padoTte ¢ rojao3epHbIME SUMeHsIMH (TeHotun PP
BIlIBI1 BI2BI2, tne P p —Purple vs. colorless grain) mokazanu,
YTO IBET MEPHUKAPIIa — 3TO ONHO(AKTOPHBIN Tpu3HaK. B mc-
cienoBannu R.W. Woodward u J.W. Thieret (1953) Bnepssie
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QakTop 1 MakTop 2
B/B/ .................................................... B /73/1 .........................................
B/B/ .................................................... B /73/1 .........................................
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b/b/ .................................................... B /73/1 .........................................
b/b/ .................................................... B /73/1 .........................................
B/B/ .................................................... b ”b” .........................................

TIPOAEMOHCTPHUPOBAHO, UTO /1Ba (JaKTOPA OTPEAEIISIOT OKPACKY
TIeprKapIia; aBTopbl HaOoaaIM paciieruienne 3 : 1 motoMcTaa
F, npu ckperusanuy suMeHel ¢ pHoIeToBbIM U HEOKPaLIEH-
HBIM 3€pHOM M paclueruieHne 9:7 MpHu CKpPelIMBaHUU ABYX
HEOKpaIICHHBIX poiuTeneil. PakTopbl ObLIN 0003HAYEHBI KaK
P pu C c. Te e aBTOpBI 00OHAPYKUJIH, YTO JOKYC P p TeCHO
CIICTIJICH C TEHOM Vv, KOHTPOIUPYIONTIM IBY P THOCTH (Two-
row vs. six-row spike, mosnuee Vrsl). I'ensr P p u C ¢ 6p1mn
JoKanu30BaHbl B rpynnax cueruienus [ u Il (xpomocomsr 2H
u 1H) coorBercTBenHo. [To3xke Op1T0 TIOKa3aHO, 9TO P p TECHO
cueruieH ¢ ¢paxropamu Pc pe (Purple vs. white veined lemma),
Pl pl (Purple vs. white chaff color), R » (Red vs. white pericarp),
Re2 re2 (Red vs. white pericarp), KOHTPOJIHPYIONTIMHA TIHT-
MeHTanuio yenryi u nepukapmna (Faris, 1955; Jia et al., 2016).
K nacrosmemy Bpemenu C ¢ u P p iepeMeHOBaHbI B Prel u
Pre2 (Red lemma and pericarp, cuaorum Re2 — Red lemma
and pericarp 2, Purple lemma and pericarp) cooTBeTCTBEHHO.
JlanHble (akToOpbl KOHTPOJIMPYIOT Pa3BUTHE NMpU3HaKa (uo-
JIETOBOM OKpACKM LIBETKOBOM YEIIyd W IEepUKapra sSUMEHs
(Franckowiak et al., 1997; Matthews et al., 2003).

Cssi3b JIOKYycOB Pre2 u Ant2 (Anthocyanin-less 2, cuHO-
HuUM Pr — Purple straw) O6pu1a yctanoBieHa B padote Q. Jia ¢
kosueramu (2016). Mmu mporemMoHcTprpoBaHo, uTo Pre2 Ha
xpomocome 2HL TecHo clienieH ¢ MUKpOCaTeUIMTHBIM Map-
kepom HvOs04g47170, KoTOpHIii B CBOIO OYEpeIhb CIICIUICH C
Ant2 (0.1 cM mexny HvOs04g47170 u Ant2), Komupyrommm
TpaHCKPUITIMOHHBII (akrop ¢ gomeHom bHLH (Cockram
et al., 2010). ABTOpBI TPOBENN aHAIH3 IIECTH TEHOB OKOJIO
Mapkepa HvOs04g47170, oqHako HU OIUH U3 ITHX I'€HOB,
Kpome Ant2, He oKa3aj aCCOLHALUH C OKPACKOH yIleK, OcTei
1 KUJIOK ety konoca. Kpome 3Toro, BEISBIIEHO, UTO B 00I1a-
cti 0.57 cM HeT Ipyrux reHoB-KaHUAaTOB, ONPEIEISIFOIINX
AQHTOI[MAHOBYIO OKPacKy HMpOaHAJIM3HPOBAHHBIX OPraHOB.
Pe3ynsTaThl MO3BOISIOT MPEATIONOXKHUTD, uTo Pre2 u Ant2 —
9TO OJMH M TOT )K€ T'eH, KOAUPYIOUIMH TPaHCKPUIIIMOHHBIN
¢daxrop ¢ bHLH nomenom. Bpuin onpeneneHb MyTanuu B
TeHe Ant2, onpeaessIonne OTCYyTCTBHE OKPACKH TIepUKapIIa.
J. Cockram ¢ xomeramu (2010) HaeHTHDHINPOBATN ACITCIHIO
JUIMHOM 16 1. H. B IIIECTOM 3K30HE reHa Ant2, IpUBOISILYIO K
MIPEXKIEBPEMEHHOM TEPMUHALINY TPAHCIISALUH y HEOKpAIICH-
HBIX reHoturoB, a O.Y. Shoeva ¢ komteramu (2016) metex-
TUPOBAJIM MYTAIMIO B PETYJIATOPHON 00JIaCTH I'eHa, KoTopas,
MIPEANONIOKUTEIBHO, TIPUBENA K CHUKCHHUIO YKCIPECCUHU
reHa Ant2 noutu B 17 pa3 B HEOKpAIIEHHOM MEepHUKApIIE COp-
Ta Bowman 1o cpaBHEHHIO C €ro MOYTH U30T€HHOM JINHUEN
PLP (NGB22213, the Nordic Genetic Resource Center) ¢
(DMOJICTOBBIM MTEPUKAPIIOM.
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Bropoii xomnoneHT (Prel), koHTponupyromuid Gopmu-
poBaHHE (HOIETOBOW OKPACKH 3epHA, JTOKATU30BAHHBIN
Ha xpomocoMe 1H, He m3BecreH. OfHako MoKa3aH BKIAJ B
(dhopmupoBaHue MpU3HAKa (PHOJICTOBOW OKpPAaCcKH 3epHA I'eHa
Antl, KapTEPOBAHHOTO B KOPOTKOM TIIeue XpoMocoMsl 7H
(Briggs, 1945; Fedak et al., 1972; Barley, BinMap, 2005).
Antl xonupyetr T® ¢ R2R3 MYB-noMmeHoM u peryaupyet
OMOCHHTE3 aHTOLMAHOB B JINCTOBOM BIaraiuiile, credie u
ocHoBanuu pactenus (Himi, Taketa, 2015; Shoeva et al.,
2015). Ha ocHoBe noutu n3orenHoit nuunu PLP ¢ duone-
TOBBIM MEPUKAPIIOM, HECYIIIEH JJOMUHAHTHBIE aJUICIIH TCHOB
Antl (THS) u Ant2 (2HL), 6bu11 1OITyYeHBI IBE JTMHUH C pa3-
JIUYHBIMA KOMOMHAIUSIMY aJUIeTICH TaHHbBIX TeHOB: AntlAntl
ant2ant2 n antlantl Ant2Ant2 (Kukoeva et al., 2016), koTopsie
B OTJIYME OT poanTenbekoit iuaun PLP (AntlAnt] Ant2Ant2)
HE UMEeJH OKPAcKH NepHuKapra. AHaIN3 TPAHCKPUIIIIMOHHON
AKTHBHOCTH Te€Ha Ant2 B IEpUKapIie MOIyYCHHBIX JIMHNH BbI-
SIBUJI, YTO MAKCHMAJIbHBIN YPOBEHB SKCIIPECCHN HAOIIONACTCS
y ponutensckoit nuHuu PLP (AntlAntl Ant2Ant2), Torna Kak
y muann antlantl Ant2Ant2 — MOHWKEHHAS TPAHCKPUTIIIHS
TeHa, a B epukapre muHun AntlAntl ant2ant2 ren Ant2 He
aKcripeccupoBaiics. Takum 0Opa3omM, ObUIO MMOKa3aHo, YTO B
MPUCYTCTBUH JOMUHAHTHOTO QJUIENs TeHa Antl MPOUCXOAUT
yCHJICHHE TPAHCKPHIIINU TeHa Ant2, 9TO TOApa3yMeBaeT
BIMSIHUE (TIPSIMOE MJTH OTIOCPEI0BAHHOE ) OEJIKOBOTO IPOIYKTa
TeHa Antl Ha TPAaHCKPUTIIHIO TeHa Ant2.

Oxpacka BereTaTUBHBIX opraHoB. CyIecTBYIOT CBe-
JICHUSI, YTO MYTallMU B JIOKyce Antl HapymaT OMOCHHTE3
AQHTOLIMAHOB HE TOJBKO B MEPHKAPIIE 36PHOBKH, HO TAKKE B
ctebi1e, JINCTOBOM BIIaraJiiile, yIKax JMCTOBOTO BIarajniia,
OCTSX U KOJOCKOBBIX uerrysx (Jende-Strid, Lundqvist, 1978;
Franckowiak, Lundqvist, 2012). Myramuu B noxyce Ant2
MIPUBO/ISIT K OTCYTCTBUIO IIMTMEHTAIIMHN BO BCEX BETETaTUBHBIX
oprasax, BKJIIOYasi BBIIIETICPEUNCICHHBIE YaCTH PACTECHUS
(Jende-Strid, Lundqvist, 1978). OTi naHHBIe yKa3bIBAIOT HA
TO, uT0 Antl v Ant2 COBMECTHO y4acTBYIOT B ()OPMHPOBaHUHT
HE TOJIbKO OKPACKH IIEPUKapIia, HO ¥ BEr€TaTUBHBIX OPTaHOB.
C moMoIIpI0 TIOTHOTEHOMHOTO aHaiu3a accomuaruii (Ge-
nome-Wide Association Studies, GWAS) 0bl1a mokazana
CBsI3b TeHa Ant2 ¢ OKpacKo# yIIeK JIMCTOBBIX BIIATAJIMIIL,
yernryi kooca u octeid. [Tpu 3ToM HabIrOMaIach SKCIIPECCHs
reHa Ant2 KaK B OKpAIICHHBIX, TAK 1 HEOKPAIICHHBIX OpraHax
(Cockram et al., 2010).

[Nomydaennsie B nccnenoanny (Kukoeva et al., 2016) muaum
STAMEHSI ¢ Pa3TMYHBIMU KOMOMHAIMSAMHY ajieei TeHoB Ant]
U Ant2 NO3BOJISIIOT OLEHNUTH BKJIAJ] KAXK/I0TO U3 ATUX I'€HOB B
(hopMupoBaHNe OKPACKH HE TOJIBKO IIEPUKapIIa, HO U JINCTO-
BOTO Biarajiuina. B ommmame oT okpacku nepukapra, 1uist pop-
MHUPOBaHHsI KOTOPOH HEOOXOANMO MTPUCYTCTBUE OOOMX TEHOB
B JIOMUHAHTHOM COCTOSIHMH, OKPacKa JINCTOBOTO BIIaraJuiia
OOHapY>KUBAJIACh Y JIMHNI, HECYIINX r'eH An¢/ B JOMUHAHTHOM
COCTOSIHUH, TOT/Ia KaK A7nt2 MOT ObITh KaK B IOMUHAHTHOM, TaK
U B PELIECCUBHOM COCTOSIHUH. DT HAOIOIEHNS YKa3bIBAIOT HA
KJTFOYEBYIO POJIb TeHa Ant/ B pOpMHUPOBAHNHN aHTOIIMAHOBOM
MUIMEHTALMKU JINCTOBOIO BIarajiMila, Torga Kak mis Ant2
MPEIOoNaraeTcs MOLYINPYIOIas POilb.

Hamu npoBeznien aHaiIM3 SKCIPECCHH CTPYKTYPHBIX T€HOB
(Chs, Chi, F3h, F3'h, Dfr, Ans) B niepukapIic ¥ B JHUCTOBOM
BJIATaJIUIIE MTOYTH M30TEHHBIX JTMHUH ssuMeHs (Shoeva et al.,
2015, 2016). Ecin B nepukapIie Bce reHbl KOpEeTyJINpOBaINCh
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COBMECTHO B IPUCYTCTBUHU Antl u Ant2, TO B TUCTOBOM BIIa-
TauIe HaOogalIcs APyTron maTTepH sKcrpeccuu reHoB: Chs
SKCITPECCHPOBAJICS KAaK B OKPAILIEHHOM, TaK 1 HEOKPAILICHHOM
AQHTOLMAHAMM JINCTOBOM BJIarajmiie, TOrJa Kak OCTaJIbHbIE
CTPYKTYPHBIE T€Hbl KOPEr'YJIHPOBAINCH COBMECTHO JIUIIbL B
OKpallleHHOM JiicToBOM Biaranumie (Shoeva et al., 2015).

Takum 00pa3oM, BO3MOXKHO, YTO OJIHHU U T€ K€ yYACTHHKH
MBW xoMmIuiekca mo-pasHoMy B3aUMOZEHCTBYIOT ApPYr ¢
JIPYTOM B Pa3HBIX TKaHSX, ONPEACIISs TKaHeCTIeu(puIecKrne
0COOCHHOCTH PETYISLUKN CTPYKTYPHBIX T€HOB OMOCHHTE3a
AHTOLMAHOB.

IIpoanTonuannauHbI 000/109KH 3epHa stuMenst. C ogHON
CTOPOHBI, TPOAHTOLIMAHH/IMHBI — HeXKEJIaTeIbHbIE COCTUHEHNUS
JUISl TIMBOBAPEHHBIX COPTOB STUMEHS, TIOCKOJIbKY OHH CBSI3bIBA-
10TCsI ¢ OeTIKaMH ¥ 00pa3yroT KOJIJIONTHOE TOMYTHEHHE TTHBa,
cHmKas ero kauectBo (von Wettstein, 2007). C apyroii cto-
POHBI, 3TH COEIMHEHHNS, HAKATUTMBAEMbIE B 000JIOUKE 3€pHa,
MIPEISITCTBYIOT IPEKAEBPEMEHHOMY IPOPACTAHUIO 3epHa Ha
KOPHIO ¥ YYaCTBYIOT B IOJIZICPIKAaHUU COCTOSIHUSI TOKOSI 3€pHa
(Debeaujon et al., 2000; Himi et al., 2011). B cBs3u ¢ atuM
CYIIIECTBOBAJIA TOTPEOHOCTH B HCCIIEI0OBAHUN T€HETHUECKOTO
KOHTPOJII OMOCHHTE3a TPOAHTOLIMaHHIHOB B 3ePHE STUMEHS,
JUJISl TOTO YTOOBI B AAJTbHEHIIIEM CIIOJIb30BATh ITH ITaHHBIE JITs
TIOJTYYEHHSI COPTOB STIMEHS JUIsl KOHKPETHBIX IIeJIeH.

W3 konneKuuu MyTaHTHBIX JIMHUH SYMEHS, HECYIINX MYy-
Taluu B JOKycax Ant, ObuTa BBIAENCHA THHUA ant28ant28,
XapaKTepu3yomasics OTCyTCTBUEM NPOAHTOLNAHUIMHOB B
000J109YKE 3epHA, TOr[a KaKk OMOCUHTE3 aHTOIIMAHOB B Bere-
TaTUBHBIX TKaHSAX HE ObII HAPYIIEH. AKTUBHOCTB (DEPMEHTOB
DFR u LAR (cwm. puc. 2), HeoOXOIUMEBIX JJ1s1 ONOCHHTE3a ITPo-
AHTOIMAHUINHOB, Y IMHUH ant28ant28 Obuta cHkeHa (Jende-
Strid, 1993). IIpenmonoxeHo, 4to Ant28 MOXKET KOTUPOBATH
PeryiTOpHBIN (haKTOp, TKAHECTIEHU(PHIECKH KOHTPOIUPY-
o onocuHTe3 npoantouuanuauHoB (Himi et al., 2011).
Ha ocHOBe cxozcTBa ¢ HYKJICOTHIHBIMU ITOCIIEIOBATEIIb-
HOCTSIMU TeHOB R-1/Tamybl(), onpeneisiomux KpacHyIo
OKpAacKy 3epHa y IIICHUIIbI, BbIICICHA HYKJICOTHIAHAS MO-
cienoBarenbHOCTE Hvmybl() sameHs. DTOT TeH KOOUPYET
TpaHCKPHITIMOHHBIH (pakTop ¢ R2R3-MY B nomenom u nmeer
BBICOKHI YPOBEHb CXOJICTBA HE TOJBKO ¢ reHamu Tamybl(
MIICHUIBI, HO TaKke ¢ TeHOM 172, KOTOPBIA COBMECTHO C
renamu 778 (bHLH) u TTG (WD40) xoHTpOsHpyeT OHOCHH-
Te3 MPOAHTOLMAHKUINHOB B 3epHE apaduorncuca (Nesi et al.,
2001). Y mecti MyTaHTHBIX JINHUH SYMEHS ¢ HApyIICHHBIM
OMOCHHTE30M MPOAHTOLMAHUANHOB OOHapyKeHa MyTaIlusl,
MPUBOJSIIAsT K 00pa30BaHUIO MPEXKIEBPEMEHHOTO CTOII-
KozoHa. Pa3paboTanHbIe Ha 0CHOBE JAHHOTO ITOTUMOP(HI3Ma
TipaiiMepsl OBLIN HCTIONIB30BAHBI TSl KapTHpOoBaHust Hvmyb 10,
KOTOPBIN KOJOKAIU3yeTcs ¢ JOKycoM Ant28 B IUCTaIbHOM
paiione xpomocomsl 3HL (Himi et al., 2011). Takum o6pa3zom,
KOHTPOJIb OMOCHHTE3a IIPOAHTOIMAHUANHOB OCYIIECTBIISIETCS
crenn(pUIECKUM PETYISTOPHBIM (haKTOPOM, HE CBSI3aHHBIM C
O6nocuHTE30M aHTONMaHOB. OcTambHbIE KOMIOHEHTH MBW
KOMIUIEKCAa, KOHTPOJINPYIOIIETO CHHTE3 MPOAHTOLMAHH/JHHOB,
ellle HE OTKPBITHI.

MenaHnHoOBasA NUrMmeHTauma y AYMeHsA

3epHO U YelIyH Koloca SYMEHsI MOTYT UMETh YEPHYI0 OKPACKY,
KoTopast ooyciosieHa MmenaanHamu (Harlan, 1914). Xummae-
CKasi PUPOJIa JAHHBIX TMTMEHTOB JI0 CHX TT0p HE YCTaHOBJIEHA
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13-3a UX CJIO)KHON CTPYKTYPBI M yCTOHYMUBOCTH K Pa3IMIHBIM
pactBopuTteinsam (Jana, Mukherjee, 2014). C momoriisio cpas-
HUTEJIBHOTO aHaJIN3a SKCIIPECCHH CTPYKTYPHBIX TE€HOB OMO-
cUHTe3a (MIABOHOWIOB y TIOYTH M30TCHHBIX JIMHUH SUMEHS,
OTJIMYAIOIIUXCS OKPACKOI MepHuKapra 3epHa, IoKa3aHo, YTo
yepHas OKpacka He CBsi3aHa C OMOCHHTE30M (JIaBOHOHIOB
(Shoeva et al., 2016).

OO0pa3oBaHue 4epHON OKPacKW Yelryi Kojoca M MepH-
KapIa 3epHa SIMEHsI KOHTPOINPYETCSI MOHOT€HHO JIOKYCOM
Bip1, pacnonoxennsm Ha xpomocome 1HL (Buckley, 1930;
Franckowiak et al., 1997). Onucanbl Tpu JOMUHAHTHBIX ajljie-
11 Blpl.b (B), Blpl.mb (B"") u Blpl.g (Bf), onpenesomux
HACBIIIEHHBIN YEPHBIN, TEMHBII U CEPBIH I[BET 3€PHA TUMEHS
cootBeTcTBeHHO (Woodward, 1941, 1942; Franckowiak et
al., 1997).

BBuay nerkoit naeHTH(GUKAINN MEITaHHHOBOM IMTUTMEHTA-
LIMH 3epHA STYMEHsI, 00HaPyKMBAEMO BU3YyaJIbHO, JIOKYC Bip ]
HaHECEH Ha MHOTHE pa3pabOTaHHBIE MOJIEKYIISIPHO-TCHETHIE-
CKHE KapThl Kak Mopdonornueckuii mapkep. Tak, J.M. Costa
¢ xomeramu (2001) xapTupoBanu Jokyc Ha xpomocome 1H
B mo3ummu 129.5 ¢cM B MOMyIAINN YABOCHHBIX TaIIOWIOB
stamenst Oregon Wolfe mexxny AFLR mMapkepamu, orpanndn-
BalOMIMMU paiion 126.3—132.0 cM.

[To3nuee mokyc Blpl ObT KapTHPOBAaH Ha MOJEKYIISPHO-
TeHEeTHYeCKol kapre xpomocoMbl 1H, paspaboranHoii Ha
OCHOBE TONYJISIIUH PEKOMOMHAHTHBIX WHOPEIHBIX JHHUH,
MOJYYCHHBIX B pe3ylbTaTe CKpenBanus copra Haruna Nijo
(bemoe 3epHO) ¢ IMKKUM sTAMeHeM H. vulgare ssp. spontaneum
H602 (uepHoe 3epHO). Mapkep Blp! ObLT JIOKaIU30BaH B I10-
sunun 201.6 cM mexxay EST mapkepami, orpaHHIHBAIOIIAMHE
paiion 188.2-201.6 cM (Hori et al., 2005).

C nomomisio xaptupytomeit F, nonynsiuu Cheri (xenroe
3epHO) X ICB181160 (uepHoe 3epHO) OKyC Blpl ObIN T0Ka-
m3oBaH Mexny CAPS mapkepamu CAPS026 u CAPS030,
OrpaHUYMBaIOIIMMU paiioH B 10 cM, rae npeacka3aHo OKoJo
100 rernoB (Bungartz et al., 2016).

[IpeanprHATE TONBITKY Cy3UTh PaiiOH JIOKAIU3ALUH TeHA
Blpl. Vicnone3yst MeTO]] CEKBEHUPOBAHUS JIOKYC-CIICLIH-
¢uunapx ammumkoHoB (SLAF-seq, Specific-locus amplified
fragment sequencing), Q. Jia ¢ xomieramu (2017) mocnemo-
BaTeNbHO pa3padoTanu BroxkeHHbIe SNP Mapkeps! v mpoBenn
aHaIN3 CICTUICHNUS TaHHBIX MapKepoB ¢ Blp B KapTUPYIOIIEH
nomysiiun F, Hatiexi No. 1 (weproe 3epHO) X Zhe5819 (6emoe
3epHO). B pesynbrare paiion nokanu3anuu Blpl ObUT CyKeH ¢
5.68 mo 1.66 muH 11. H. Ha dus3ndeckoii kapTe B JaHHOM paiioHe
naeHTnunnposano 40 reHOB-KaHIUIATOB.

[Tpu ncronbp30BaHUK MacCCOBOTO CEIPETAIOHHOTO aHAIN3a
(bulked segregant analysis, BSA) i moiHOTeHOMHOTO Cek-
BEHUPOBAHMS TPAHCKPHUIITOMA MOJIECKYJSIPHO-TEHETHYECKAs
Kapra, pa3paboTaHHasi HA OCHOBE IMOIYISILUK YIBOCHHBIX
rarutonioB sameHss Haruna Nijox H602, Opiia HacwImeHa
Mapkepamu EST. Ilposenennsiit QTL-ananu3 no3sonun
Cy3uTh paiioH yokanusaiuu Blpl mo 500 Teic. m. H. (Hisano
etal., 2017).

Jo cux nop ren Blpl, xouTposmpyromuii (popMHUpOBaHHE
YEepPHOW OKpAaCKM 3epHa SYMEHsI, HE BBIJCJICH, HE M3BECTHBI
TaKXKe ero OpTOJIOTH y APYTHX BUIOB pacTeHuil. OgHako ¢
TIOMOIIBIO CPAaBHUTEIBHOTO aHaln3a OMOIMOTEK dKCIpec-
CHUPYIOLUXCS IIOCJIE0BAaTEIbHOCTEH U3 Yelyl Kojoca U
MIepHUKapIIa 3epHa IOYTH U30TCHHBIX JIMHUH sfaMeHst Bowman
340
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(6emoe 3epro) 1 BLP (NGB20470, uepHOe 3epHO) TIOKa3aHO,
YTO MPU3HAK MEIaHMHOBOM OKPACKH 3€pHa M Yellyil kojoca
KOHTPOJIUPYETCS TECHHOM CEThI0, BKIIIoUaromen 957 reros. U3
HUX UMEIOT MOBBIILIEHHBIN YPOBEHB dKcIpeccuu: y tuHun BLP
C 4epHOIl OKkpackoii 3epHa — 623, a y HEOKpaIIeHHOTO copTa
Bowman — 325 renos (Glagoleva et al., 2017). Aranu3 reHos
¢ mudhepeHraIbHON HKCIIPECCHEH O3B0 TIPEITOIOKHUTD
MeTaboIMUECKHE Iy TH, ONIPEACIISIONINe OMOCHHTE3 MeJIaHu-
HOBBIX IUTMEHTOB, CPEIM KOTOPHIX HAHOO0JIEE BEPOSITHHIMU SIB-
JISFOTCS My TH OMOCHHTE3a CyOeprHa, Ky THHA, KY THKYJISIPHBIX
BOCKOB — J'II/IHO(bI/IJ'H)HI)IX KOMITOHEHTOB KJICTOUHOM CTCHKH.

3aknioueHue

K HacTosiieMy BpeMEHH HAKOTUICH OOJIBINON 00bEM 3HAHUI
0 FEeHETUYECKOM KOHTPOJIE ONOCHHTE3a IUTMEHTOB Y STIMEHSI.
Haunbonee momHO Ha TEeHETHYECKOM YPOBHE M3Yy4€H MeTa-
6omu3M (p1aBOHOMAHBIX coequHEHHH. OTKPBITHI OCHOBHBIE
KOMITOHEHTHI TEeHETHUECKOH ceTH OMOCHHTE3a (pIIaBOHOHIOB,
a TaKk)Ke 0COOCHHOCTH €€ PEryJSIINHU B PAa3IMYHBIX TKAHSIX.
JanbHeiiee ucciieioBaHie 00HAPYKEHHOTO B3aUMOJACH-
CTBHSI MEXy PEryJIsSTOPHBIMU T'€HaMH B COBOKYIHOCTH C
y’KE€ MMEIOIIMMUCS JTAHHBIMHU TTO3BOJIUT PEKOHCTPYHPOBATH
MOJHYIO T€HETHUYECKYIO PEryIsITOPHYIO CeTh OMOCHHTE3a
(IIaBOHOMIHBIX COEAWHEHUH Y STUMEHS, YTO OTKPOET IIHPO-
KM€ BO3MOXKHOCTH JUIsl KOHTPOIUPYEMOTO TOIy4YEHUS COPTOB
SYMEHS C 3alaHHBIMHU CBOMCTBaMHU.
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