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MomyMo 3eneHol oKpacku, 06yClIOBNEHHON XNOPOUIIOM, Y AUMEHSA
3epPHO 1 BereTaTMBHbIE OPraHbl MOTyT ObiTb OKpaLleHbl COeAUHEHNAMMN
dbeHonbHOM NPMPOoAbI, TAKMMK Kak MenaHuHbl 1 GrnaBoHOUAHbIE M-
MeHTbI aHTOLMaHbl 1 NpoaHToLMaHAVHbI. B ¢BA3M ¢ Wwmnpoko 6ro-
NOrNYECKOWN aKTUBHOCTbIO AAHHbIX COEAVHEHWNI U MX HEOKPALLIEHHbIX
npeflecTBEHHNKOB B OTHOLLEHWN PacTeHNI 1 YeNloBeKa B Nocses-
Hee BpeMsA HabnloAaeTCA NOBbILLEHHbIV MHTEPEC K U3YUYeHWIo reHOoB,
onpeaenaAloLMX OKpacKy y pacteHuii. Hanbonee nsyueHHou asnaertca
cucTema reHoOB, Y4YacTBYIOLMX B CMHTe3€e GpriaBOHOUAHbIX MUTMEHTOB.
C cemnpecATbIX rofJOB MPOLLIOro BeKa B reHOMe AUMeHs naeHTUdU-
LIMPOBaHbl 1 JIOKaSIM30BaHbl Kak CTPYKTYPHbIE reHbl, KogupytoLime
depmeHTbI MeTabonn3ma $GraBOHOVAOB, TaK U PErynATOPHbIE FeHbl,
onpefenaioLmne TKaHecneympryeckoe HakornieHve JaHHbIX MMrMeH-
TOB B TKaHAX 3ePHa, a TaKXe B BereTaTuBHbIX opraHax. K HacToawemy
BpPEMeHW BblfieNeHbl HyK1eoTAHbIe MOC/IeA0BaTEeNIbHOCTY peryna-
TOpPHbIX reHoB Ant1 1 Ant2, onpegenaowmx HakonneHne aHToLnaHoB
B NepuKapne 3epHa, reHa Ant28, KOHTPONNPYIOLLETO BUOCKHTES NPO-
aHTOLMaHNANHOB (KOHAEHCMPOBAHHbIX TAHHUHOB) B CEMEHHOW 060-
NnouykKe, a Takxe reHos HvMpc2, HvMyc2, HvWD40, onpepensioLymx
HaKonMJieHNe aHTOLMaHOB B afleiPOHOBOM C/10€ 3€PHOBKMN AUYMEHS.
MeHee n3yyeHa menaHMHOBasA OKpacka. BBray CIOXHOM CTPYKTypbl

1 YCTONYMBOCTU K Pa3fiyHbiM PacTBOPUTENAM XMUYeCKasa npupoaa
[aHHbIX MUIMEHTOB A0 CKX NOP He ycTaHoBeHa. OfHako 6narofaps
CpaBHUTENbHOMY aHaN3y TPAHCKPUNTOMOB B OKpaLleHHbIX 1 HeOKpa-
LUEHHbIX YellyAX KON1oCa U 3epHa MNOYTN N30TreHHbIX JINHNI AYMEHA
yAanocb naeHTndnLMpoBaTb MeTabonuyeckre nyTu, nexallye B OCHO-
Be GOpMMpPOBaHMA MeTAHMHOBOW NUrMeHTaumn. B npeanoxeHHom
cTaTbe NPOBOANTCA 0630p pe3ynbTaToB PaboT, MOCBALLEHHbIX CCe-
[0BaHVAM reHeTUYeCKOro KOHTPONA GOPMNPOBAHNA OKPACKM Y
AUMEHS.
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TaHHWHbI; MeJTaHWHbI; d)J'IaBOHOVI,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 COeMHEHUH (PeHOIBbHOM pupoabl: 1) GraBoHOH b,
K KOTOPBIM OTHOCSITCSI aHTOIIMAHBl U MPOAHTOIMAHUINHBI,
00yCIIaBINBAIOT KPACHO-(DHOIETOBYIO OKPACKY BETETATUBHBIX
OpraHoOB, a TaKKe royy0yro, (PUOJIETOBYIO U KPAaCHO-KOPHY-
HEBYIO MUTMEHTAIIMIO 3epHA sTYMEHS (TTOCIETHION MPUAAI0T
MPOAHTOIMAHUNHBI) U 2) MEJTAHHHOBBIE ITUTMEHTHI, 00pasye-
MBIE B PE3yJIbTaTe OKUCICHUS U TOJTMMEPU3aINU (PEHOIBHBIX
COEIMHEHUH, ONIPENETSIOT YEPHYI0 OKPACcKy Yellyid Kojloca u
3epHa (Harlan, 1914).

HepeqncneHHble MUTMEHTUPOBAHHBLIC COCAMHCHUSA U UX
HEOKpaIIeHHbIE MPEANIECTBEHHUKH BBIMOIHIIOT BaXKHbBIE
(usnonornueckue QYHKIMU B KU3HU pacteHni. Tak, (aBo-
HOUJIHBIC COCANHEHUS BJIMAIOT Ha POCT U Pa3BUTHUEC paCTEHHﬁ,
UTPAIOT 3AIUTHYIO POJIb MPH PA3TUYHBIX TUITAX OMOTHYECKOTO
1 aOMOTHYECKOTO CTPECCa, YUACTBYIOT B IO/UIEPKAHUU COCTO-
stust mokost cemsiH (Debeaujon et al., 2000; Grotewold, 2006;
Gould et al., 2009; Di Ferdinando et al., 2012; Khlestkina,
2013a), a MeaHWHOBAsI OKpAcka BHOCHT BKJIAJ B YCTOWUH-
BOCTb 3JIaKOBBIX pacTeHuil k (y3apuosy kosoca (Zhou et al.,
1991; Choo et al., 2005; Loskutov et al., 2016).

K HacrositiieMy BpeMeHH MTOMHMO BaXKHBIX (DYHKIIUH, BbI-
IIOJIHACEMBIX (beHOJ'I])HbIMI/l COCAUMHCHUSIMU B )KU3HU paCTeHHﬁ,
nokaszaHa (DyHKIIMOHAJIbHAS aKTHUBHOCTh TPYIIIbI (JIABOHO-
UJHBIX COCTUHEHUH s 370poBbs uyenoBeka (Rice-Evans
et al., 1996; Szajdek, Borowska, 2008; TapaxoBckuii u jap.,
2013). B wactHOCTH, C TOTPEOICHIEM aHTOIIAHOB 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 YacTei
pacTeHuii, B TOM YHCJIEC 3€PHOBOK SUMEHS, aHTHOKCHJIAHT-
HBIMHU COCTUHEHUSIMUA AHTOIIMAHAMH SIBIISICTCS aKTyaJlbHON
3aJja4ei.

Taxkum 00pa3zoM, B CBSI3U C IIUPOKOI OMOIOTHYECKON aK-
TUBHOCTBIO MUTMEHTUPOBAHHBIX (DEHOJIBHBIX COCTUHEHHN U
HX HECOKPALICHHBIX MPCAIICCTBCHHUKOB B ITOCJICIHEC BpEMsL
HaOJII0IaeTCsl MOBBIIMICHHBIH WHTEPEC K M3YYCHHUIO T'CHOB,
KOHTPOJIUPYIOIIUX CHHTE3 ITUTMEHTOB y PACTECHHIA.

B HacrosieM 0030pe CyMMHPYIOTCS pe3yJbTaThl Kiac-
CHUUYECKHX U COBPEMEHHBIX MOJICKYISIPHO-TCHETHYECKHUX HC-
CJIETOBAHUI MEXaHU3MOB (POPMHUPOBAHHS IIPHU3HAKOB OKPACKH
SYMCHH, OGyCﬂOBﬂeHHbIX q)ﬂaBOHOl/IHH])lMI/I 1 MCJIAaHUHOBBIMHU
MUTMEHTaMH.

q)HaBOHOI/IHHaFl nMNrMmeHTaumnAa y AYMeHAa

VY sraMeHs JINCTOBBIE IIACTUHKH, JIUCTOBOE BIIAraJIUIIe, YIIKH
JIMCTOBOTO BJIATAJINING, cTeOENb, OCTH, KMIKH KOJIOCKOBOH
Yellyd ¥ OCHOBaHME PACTEHUs] MOTYT MMETh KpacHO-(HO-
JIETOBYIO aHTOLIMAHOBYIO Okpacky (puc. 1, @) (Lundqvist,
Franckowiak, 2003). AHTOIIMaHBI MOTYT CHHTE3UPOBATHCS B
HepUKapIie U aJIeHPOHOBOM CJIO€ 3€pHa, IpUIaBast 3epHy ¢uo-
JIETOBYIO M ToTy0Oyto oKpacku cootBeTcTBeHHO (Harlan, 1914;
Adzhievaetal., 2016) (puc. 1, 6). XuMuueckmii cocTaB aHTO-
LIMaHOB, CAHTE3UPYEMBIX B IIEPUKAPIIC U aJICHPOHOBOM CJIOE,
pasHbIi. B mepukapne npeobiagaeT MMaHUARH-3-TIIOKO3H]I,
TOT/Ia KaK B aJICHPOHOBOM CJIO€ — AETb()UHHUIMH-3-TTFOKO3H /]
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(Kimetal., 2007). ITonumepHbIe (riaBOHOUTHBIE COSANHEHUSI
MIPOAHTOIMAHUNHBI (KOHICHCHPOBAHHBIE TAHHUHBI) MOTYT
CHHTE3MPOBAThCS B 000JIOUKE 3epHA STIMEHS, ITPU1aBast 3epHy
KpacHO-KOPUYHEBYIO OKpacky (Aastrup et al., 1984).

HccnenoBaHne MOJEKYISIPHO-TEHETHIECKUX OCHOB OMO-
CHHTe3a (DIABOHOWIHBIX COCAWHEHUH y sSUMEHs ObUTO 00Y-
CJIOBJICHO ITOTPEOHOCTSIMU TMBOBAPEHHOM POMBIIUIEHHOCTH.
W3BeCTHO, YTO MPOAHTOLMAHUIUHBI 3€PHA STYMEHSI BEI3BIBAIOT
HEe)KeJaTeIbHOe KOJUIOMIHOE ITOMYTHEHHE ITHBA, CHIDKAS,
TakuM 00pa3om, ero kauectro (von Wettstein, 2007). B cBsi3u
C TUM CTOs1JIA 33]1a4a U3YIUTh TeHETHUECKHI KOHTPOJIb OHO-
CHHTE3a MPOAHTOLUAHNUINHOB M TOJYYUTH ITHBOBAPECHHBIC
COpTa sIYMEHsI, HE CITIOCOOHBIC K MX cHHTe3y. [1Jis1 3TOM 11eu B
70-x rofax MpoILIOTO BEKa C ITOMOIIbI0O XUMHUYECKOTO MyTa-
reHesa ObUTO MorydeHo Oosee 700 TMHUH STUMEHS, HECYIITHX
mytaiwu B 30 Ant (anthocyanin-less) moKkycax, KOHTPOJIHPYO-
mMKUX OMOCHHTE3 aHTOIMAHOB W/WIIM MPOAHTOIMAHUANHOB
(Jende-Strid, 1993). [l HEKOTOPBIX U3 3THX JIOKYCOB ObliIa
ycTaHoBlleHa (PyHKIIMOHAIbHAS POJIb, 3aKITIOUAFOLIAsICs JTNO0
B KOHTpOJI€ (JepMEHTATHBHON aKTUBHOCTH, THOO B PETYISIIINI
TPaHCKPHUITIIMOHHOM aKTHBHOCTH THOB, 3a/ICHCTBOBAaHHBIX B
ouocunrese (Jende-Strid, 1993).

Bnaromapst ceksennpoBanmnio renoma stamens (The Interna-
tional Barley Genome Sequencing Consortium, 2012), a Taxoke
Pa3BUTHIO METOJIOB CPABHHUTEIBHON FTeHOMHUKH, OTHOCHTEIBHO
HEJIaBHO CTAJI0 BO3MOXKHBIM MJCHTH()UIIMPOBATH MHOTHE HE-
JIOCTAIOIINE KOMITOHEHTBI CHCTEMBI TCHOB, KOHTPOJIMPYIOIIHX
OKpacky (hJIaBOHOMIHOM MPHUPOABI Y SUMEHS, B TOM YHCIE
NACHTU(DHUIUPOBATD PETYISATOPHBIE T'€HbI, ONPEACISIOIINE
TKaHeCHenn(pHUIeCcKOe HAKOTUICHHE ITMTMEHTOB.

CTpyKTypHble reHbl 6MocnmHTe3a
¢$naBoOHONAHBIX 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 COCTUHEHUII,
BKJIIOYasi aHTOLIMAHBI ¥ MPOAHTOLMAHUINHBI, SIBISIETCS (e-
HUJIAJIAHWH, KOTOPBIH B PE3ylbTaTe akTUBHOCTH (DEPMEHTOB
(heHUIIPONAaHOUIHOTO MyTH OMOCHHTE3a — (DeHUJIATAHH-
nammuaknuassl (PAL), muaramar-4-ruapokcunassl (C4H) n
4-xymapar:KoA nurassr (4CL) — npeobpazyercs B KoA-a¢pup
KOPUYHOM KHCJIOTBL. DTO COEIMHEHHE Jaliee MOABEepraeTcs
MTOCIIEIOBATEIEHOMY ITpeodpa3oBaHuio pepMeHTaMu (raBo-
HOWIHOTO IyTH OMOCHHTE3a — XanKkoHcuHTazoi (CHS), xan-
rxoH(paBanonuzomepasoii (CHI), daaBanon-3-rumpokcua-
3oif (F3H), muroxpom P450-3aBHCHMBIMH MOHOOKCHTEHA-
3amu (raBoHona-3'-ruapokcuinaszoit (F3'H) n/umm ¢maBono-
un-3', S'-runpoxkcunasoii (F3'S'H) u muruapodiaBoHon 4-pe-
nykrasoit (DFR) — o neiikoaHTONIMaHNINHOB, KOTOPBIE C TTO-
MOIIIBIO JIEHKOaH TOIMAHH/IMHANOKCUT €HA3bl/aH TOLIAH U TTH-
cunrasbl (LDOX/ANS) npeoOpa3yroTcsi B aHTOI[MAHUMHBL.
Janee hepMeHTHI, OTHOCSIIHECS K KJIaccaM METHITpaHCchepas
(MT), mmkosunrpancdepas (GT) u anunrpancdepas (AT),
peoOpa3yoT aHTOLUAHUINHBI B OKPAILIEHHbIE aHTOLAHBI.
JleltkoaHTOIMaHUIUHBI 1 aHTOLIMAHNUANHBI SBIISIOTCS TaKXe
cyOcTparamMu [UId JekoaHTormanuanHpenykra3sl (LAR) u
a"ToIMaHUTUHPEayKTa3bl (ANR), KOTOpbIE OKUCTISIIOT TaHHBIE
COGIMHEHUS 10 COOTBETCTBYIONNX (h1aBaH-3-0JI0B (KaTeXH-
HOB), KOTOpBIE B CBOIO OYepe/Ib C TOMOIIBIO HEM3BECTHBIX 10
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Aleurone layer Seed coat Pericarp

Fig. 1. Schematic image of barley tissues able to accumulate flavonoid pigments: (a) plant organs, (b) grain tissues.

Anthocyanins synthesized in the pericarp and aleurone layer color the grain purple and blue, respectively. Proanthocyanidins of the seed

coat color the grain reddish-brown.

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

VY AuMeHsI OCHOBHBIC CTPYKTYpPHBIC T€HBI, KOAUPYIOIIHE
(hepMeHTHI (heHMIITTPOTTAHONTHOTO U (PITABOHOMIHOTO My TEH
OnocuHTe3a, OBUTH UIACHTU(GUIIMPOBAHBI U JIOKAIU30BAHEI B
reHome (tabm. 1).

Metomom Cay3epH-O10T THOPHUIM3AINN B TEHOME SIMCHS
UIACHTU(HUIIMPOBAHO TATH KOMUii reHa Pal, a ¢ TIOMOIIBIO
HozepH-0;10T rubpuan3anuy moka3zaHo, 9YTO BCE OHU JKC-
TIpeCcCUpPYIOTCA B KOpHIX mpopocTkoB stamers (Kervinen et
al., 1997). JIBe TecHO cClCIUICHHBIC KoUMW TeHa Pal Obutn
kaptupoBaHbl Ha xpomocome 2HL. BLAST-nionckom B reHOME
STIMEHS UAICHTH(DUITNPOBAHBI JOTIOTHUTEIHHBIC KOTTHH TeHOB-
kanaunaros Pal va xpomocomax 2HS, 6HL, 3HS (Peukert et
al., 2013).

UYeTsIpe KOMY TeHOB-KaHAUAATOB 115t C4/ OBLTH HalICHBI
B reHoMe siuMeHst ¢ moMolnbio BLAST-noucka ¢ n3BecTHbIMU
HYKJICOTUIHBIMH NTocienoBarenbHocTsiMu C4h puca (Peukert
et al., 2013). OxHa xomms OblIa KApTHPOBAaHA HA XPOMOCOME
3HL, Tpu apyrue JIOKaau30BaHBI B COOpaHHBIX KOHTUTAX
xpomocom 7HL, 3HL, 1H (Peukert et al., 2013).

I'ennb1 Chs ipeicTaBICHBI B TCHOME STYMEHS B BUJIC MYJIBTH-
TeHHOT'0 ceMelicTBa, conepakariero ceMp konuii (Christensen
et al., 1998). Ogna monHopasmepHas konusi reHa Chs Oblia
BEIZIeNIeHa ¢ ToMoIbio Cay3epH-0JI0T THOpHIU3AINA C UC-
MOJIb30BAHUEM B KAY4ECTBE MEUCHOIO 30H/Ia TOCIIC0BATCIIb-
Hoctu k/IHK rena Chs Antirrhinum majus (Rohde et al., 1987,
1991). Apyras xorms Chs BoineneHa u3 k/IHK oubmmoTexw,
MOJYYCHHOW U3 JIMCTHEB STUMCHS TOCJIC WHOKYJISIMH ATO-
reHHbIM rpuboM Blumeria graminis (Christensen et al., 1998).
Kormmu rera Chs ObUIM KapTHPOBaHEI Ha XpoMocomax 1HS,
ITHL u 6HS (Pecchioni et al., 1999; Peukert et al., 2013); Hyk-

leHeTuKa N cenekuma pacteHun

JICOTUIHBIC TTOCIENOBATEIFHOCTH, CXOHHbIE ¢ Chs, Takxke
ObLIM NIEHTU(GUIIMPOBAHBI B COOPaHHBIX KOHTHUIaX XPOMOCOM
2HS, 2HL, 4HS u 6HL (Peukert et al., 2013). B renome s14-
MeEHS MPUCYTCTBYET OfHA Korus reHa Chi, JOKaIr30BaHHAS
Ha xpomocome SHL (Druka et al., 2003).

I'en F3h sumens Obln BoimesieH u3 kJIHK Oubnanorekw,
MTOJYYCHHOW U3 TepHUKapra U 000JI09YeK 3epHA, C TIOMOIIBIO
Ho3epH-6noT rubpuu3aiuu ¢ ucrons3oBanueM 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 TEHOME STUMCHSI
IO TOMOJIOTHH C HyKJICOTHAHOH MOCIIeI0BATEIFHOCTRIO TeHA
F3'h xyxypy3bl. JlaHHAs TOCIIEI0BATEIPHOCTD JIOKAIA3YETCS
B koHTHrax xpomocombl 1H (Shoeva et al., 2016). Bropas
xorus F3'h oOHapy»XeHa B KOPOTKOM Iutede Xpomocomsl 6H
(Buxopes u np., 2018).

Yetpipe xonuu reHa F3'5'h ObUIM BBISBICHBI B T€HOME
STYMEHS Ha OCHOBE M3BECTHBIX MOCIIeoBaTebHOCTENR 3'5'h
JIBYIOJILHBIX BHJIOB pacTeHui (Strygina et al., 2017; Buxopes
u 1p., 2018). OaHa xorwst OblIa KAPTUPOBAHA B XPOMOCOME
4HL (F3'5'h-1), nBe — B xpomocome 6H (F3'5'h-2 u F3'5'h-3)
u omHA B xpomocome 7H (F3'5'h-4). Ins xortun F3'5'h-1 mio-
KazaHa TKaHecrnenuduyeckas dKCIpeccust B aleHpOHOBOM
CJI0€ 3ePHOBKH OKPAIICHHBIX N HEOKPAIIICHHBIX JTMHUHA TIMEHS
(Strygina et al., 2017). Jlns F3'5'h-4 Obuta npoieMOHCTpPHU-
pOBaHa aKTHBHOCTh BO BCEX NPOAHAIN3MPOBAHHBIX CIIOSIX
3epHOBKH STIMEHSI, a TAK)KE B CTEONAX, KOHTPACTHBIX IO CO-
Jep>KaHHUFO aHTOIIMAaHOBBIX MUTMEHTOB (Buxopes u ap., 2018).

[TonHOpa3MepHas KoAUpyoliast HyKI€OTUIHAs TOCIEN0-
BaTEeNBHOCTH TeHa Df ObuTa BBIACTICHA W3 OMOIMOTEKN JKC-
npeccupyromuxcs nociaegosarenbHoctei EST 3epHa stumens
¢ ucnonezoBanneM kJIHK Dfr kykypy3bl B kadecTBe 30H1a

BaBuNOBCKMI XKypHan reHeTUKN n cenekuyum - 2018 - 22« 3

335



Genes determining the synthesis
of flavonoid and melanin pigments in barley

henylalanine

>

COOH  NH,

PROANTHOCYANIDINS
(CONDENSED TANNINS)

OH Cyanidin-
3-glucoside

Fig. 2. Scheme of flavonoid pigment biosynthesis determining barley color.
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Designations: 4CL, 4-coumarate-CoA ligase; ANR, anthocyanidin reductase; ANS (LDOX), anthocyanidin synthase (leucoanthocyanidine dioxygenase);
AT, acetyltransferase; CHI, chalcone-flavanone isomerase; C4H, cinnamate 4-hydroxylase; CHS, chalcone synthase; DFR, dihydroflavonol 4-reductase;
F3H, flavanone 3-hydroxylase; F3'H, flavonoid 3'-hydroxylase, F3'5'H, flavonoid 3;5"-hydroxylase; GT, glycosyltransferase; LAR, leucoanthocyanidin reductase;
MT, methyltransferase; PAL, phenylalanine ammonia lyase. The scheme is based on the data reported by Winkel-Shirley (2001) and Khlestkina (2013b).

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

Opna xonus reHa Ans Oblna oOHapyKeHa B KOHTHIE
xpomocomsr SHL samens (Shoeva et al., 2016). BepositHas
HYKJICOTH/IHAsI TTOCIIe/IOBATEILHOCTh reHa Lar Obuta HalieHa
B OMONHMOTEKE SKCIPECCUPYIOLIMXCS TOCIIEI0BATEIbHOCTEH
EST anroputrmom tBLASTn ¢ ucmonp30BaHHEM B KadecTBE
pedepeHCHOI aMIHOKUCIIOTHOW mocienoBarerbHOCTH LAR
necmonunyma (Bogs et al., 2005). T'en Lar 1o cux nop He Jio-
KaJIM30BaH B TCHOME SUMEHSL.

[NonHOpa3MepHas HyKJIeOTHAHAS OCIIE0BATEILHOCTh T'eHa
Ufgt Obl1a BblICNICHA M3 TEHOMA STUMEHSI ¢ ToMoIIbio Cay3epH-
0J10T rHOPHAM3AIMHI C UCIIOJIB30BAaHUEM HYKICOTHIHOU MO-
ciieioBaTeIbHOCTH TeHa Ufgt KyKypy3bl B KadecTBe MpPOOHI.
I'en ObuT KapTUpoBaH Ha xpomocome 7HS (Wise et al., 1990).
Hyxmeornnasie mocnenoBarensHOCTH TeHOB 4Cl 11 Anr 10 cux
MOp HE WAECHTH(HUIINPOBAHBI.

Perynauua 6nocnHTesa ¢pnaBoHOMAHbIX MUTMEHTOB

Perymsmus skcrnpeccun CTPYKTYPHBIX T€HOB OMOCHHTE3a
(h1aBOHOMIOB OCYIIIECTBIIICTCS KoMITiekcoM MBW, koTophiii
00pa3yroT TpaHCKpHUMIHOHHBIE (pakTopsl (TD), mpuHaaIeKa-
e kK cemericteaM ¢ fomeHamMu MY B, bHLH/MYC u WD40
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(Mol et al., 1998; Adzhieva et al., 2016). Pasnoo6paszue TD
00yCIIaBIMBaET BHICOKYIO CTETIEHb M3MEHUYNBOCTH OKPACKHU y
pactenuii. B HacTositee Bpemst BelyTCs MHTEHCHBHbIE Pa0OTHI
TI0 BBISIBJICHUIO BCEX KOMIIOHEHTOB KoMIuiekca MBW, koHT-
ponmpylomux (opMUpPOBAaHHE MUTMEHTAMH B Pa3IMIHBIX
OpraHax, a TaK)ke B TKaHsX 3€pHa SYMEHSL.

Oxpacka aJjelipoHOBOIo cj10s1 3epHOBKH. MHorue uc-
cienoBareny Hadana 20-ro Beka Iojlarajid, 4To roiyodas
MUTMEHTAIMS aJePOHOBOIO CJIOS STYMEHSI OIpPEEIIseTCs
OIHNAM JIOKycoM, obo3HadeHHsM G.F.H. Buckley xax B/ (Blue
vs. white aleurone, B/ bl) (Buckley, 1930; Faris, 1955). beuio
[I0Ka3aHo, YTO JIAHHBIN JIOKYC CLEIJIEH C TeHOM, OIpeaess-
omuM (popMHUPOBAHUE BMECTO OCTEH TPEXJIOMACTHBIX MPH-
nartkoB ((ypok) (Hoods vs. awns, K k), n HaxoquTcst B TpyTine
cruemenus [V (xpomocoma 4H) (Buckley, 1930; Robertson,
1933; Myler, Stanford 1942; Immer, Henderson 1943). beio
npoaeMoHcTpupoBano cueruienne Bl ¢ GI (Normal vs. glossy
seedlings, GI gl) (Immer, Henderson, 1943) u ¢ reHom, omnpe-
JENAIONNM yCTOMYMBOCTh K MydHUCTOH poce (Resistance
vs. susceptibility to race of mildew, Mig mlg) (Briggs, 1945).
W.D. Hanson u H.H. Kramer (1949) BbIsiBUIN COBMECTHYIO
HacJeIyeMOCTh Toy0oi OKpacKH aledpoHa W OTHOTO U3
T€HOB YaCTUYHOW CTEPMIILHOCTH.
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Table 1. Structural and regulatory genes for barley flavonoid biosynthesis cloned and/or mapped hitherto

Accession number of the sequenced
fragment in NCBI and/or reference

Chromosomal/intrachromosomal
locatio*

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)

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

Gene Number of identified copies*

Pal 5 (Kervinen et al., 1997)

C4h 4 (Peukert et al., 2013)

Chs 7 (Christensen et al., 1998)

Chi 1 (Druka et al., 2003)

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

F3'h 2 (Shoeva et al., 2016; Vikhorev

etal., 2018)

1H (Shoeva et al., 2016)
6H (Vikhorev et al., 2018)

4 (Strygina et al., 2017; Vikhorev
etal., 2018)

2017)

4HL (Strygina et al., 2017)
6H, 7H (Vikhorev et al., 2018)

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)

Dfr 1 (Kristiansen, Rohde, 1991)
Ans 1 (Shoeva et al., 2016)
Lar 1 (Bogs et al., 2005)
Ufgt 1 (Wise et al., 1990)
bHLH/MYC 2, Ant2/HvMyc1 (Cockram et al., 2010;
Shoeva et al., 2016)
HvMyc2 (Strygina et al., 2017)
MYB 3, Ant1 (Himi, Taketa, 2015; Shoeva et
al.,, 2015)
Ant28 (Himi et al., 2011)
HvMpc2 (Strygina et al., 2017) 2017)
WD40 1, HYWDA40 (Strygina et al., 2017)

* References are shown in parentheses.

[lepBbIMHU YCT@HOBHIIH, YTO CYILIECTBYET OOJIiee OAHOTO (hak-
TOPA, OTIPEAEIISIONIETO TOITyOy 0 OKPACKY aJIeHPOHOBOTO CIIOS,
J.L. Myler u E.H. Stanford (1942). Onn nokazanm, 4To npu
CKpEIIMBaHUH JI000T0 13 roiry0o3epHbix copros (Kwan, Alge-
rian, Awnless) ¢ HeokpamenHsMu copTamu (Goldfoil, Hanna,
Nepal) nacnenoBanue npu3HaKa roixy0oil 3epHOBKH OyaeT
MoHO(akTopHbIM. [IpucyTcTBHE BTOPOro KOMIUIEMEHTAPHOTO
thaxtopa (Bl1 bll) oOHapYKUIOCH TIPH CKPEIINBAHUH JBYX
HeokpameHHbIX copToB Goldfoil x Nepal. B F, nabmonanocs
pacuieryieHue o ¢peHoTuity 3epHa — 9 ronyosie : 7 oernbie. Ox-
HaKo Ipu cKpentuBanuy coproB Hanna u Goldfoil, nmerommmx
HEOKpAIIEHHbIN alePOHOBBIN CIIOH, BCE PACTEHHS OKOJICHHUS
F, umenu neokpamenHoe 3epHo. Tak, ObLIO MOKa3aHo, YTO
HEOOXOIMM IO MEHBINEH Mepe OWH JIOMHHAHTHBIN aJlIelb
B Ka)K/IOM JIOKyCE JJIsl TPOSIBJICHUSI OKpacku aneiipona. I'e-
HOTHUIIBI PACTEHHH, Y4acTBYIOLIMX B 3TOM HCCJIEIOBAHUH,
MIPeACTaBICHHI B Ta0MI. 2.

J.L. Myler u E.H. Stanford (1942) nokazamnwu, aro B/ cuen-
JICH C TCHOM, KOHTPOJIMPYIOLIMM IuteHYarocTh stamenst (Hulled
vs. naked character, N n); nanasie (HakTOpsl OBLTH JTOKAIH-
30Banbl B rpymme cueruieHus 111 (xpomocoma 7H). Io3xke

leHeTuKa N cenekuma pacteHun

F.N. Briggs Taxe roBopuT 0 MHOTO()aKTOPHOCTH OIIpezee-
HUS TAKOTO MTPU3HAKA, KaK TOTy0O0i aneifpoH, OTHAKO TaeT UM
IIPOTHBOIIONIOXKHOE Ha3BaHue: (pakrop renotuna Goldfoil 06o-
3HavaroT Kak B/, a Nepal — BlI (Briggs, 1945). Bniociiencreun
¢axTop m3 xpomocomsl 4H (Goldfoil) 6511 mepenmeHoBaH B
Bl1, a dpaxrop n3 xpomocomsl 7H (Nepal) —B BI2 (Faris, 1955).
B 1970 r. nosiBisit0TCS AaHHBIE O TOM, YTO BI2 pacronaraeTcs
B IIpUIIEHTpOMepHOM paiiore xpomocomsl 7H (Eslick, 1971).
K 1978 . craHOBHTCS MOHATHO, YTO TOIyOOH IIBET aelpona
3aBUCHUT OT ITSITH KOMIUIEMEHTAPHO JISHCTBYIOIINX JOMUHAHT-
HBIX TeHOB: Bl] (xpomocoma 4H), B/2 (xpomocoma 7H) n Tpex
HOBBIX paHee HEOoNMcaHHBIX TeHoB BI3, Bl4 u Bl5 (Finch,
Simpson, 1978). YTBepxnaeTcsi, YTO HE U3BECTHBI TUYMEHU
C PELECCHBHBIMH aJJIeNsIMU OoJiee YeM IO OHOMY JIOKYCY.
[Ipu 3ToM oT™Mewaetcs, uto BI3 u Bl4 TecHo cuerieHsl ¢ Bl1.
Jiist hopMupOBaHUsI OKPACKU 3EPHOBKH STUMEHsI HEOOXOTU-
MO NIPUCYTCTBUE BCEX TCHOB B/ B JIOMHHAHTHOM COCTOSTHUH
(Finch, Simpson, 1978), 3a uckmroueHreM rera b/4, KOTOpsIid
B FOMO3UTOTHOM HE(YHKIMOHAILHOM COCTOSIHMU MPUBOAUT
K CMEeHe ToTy00il OKpacKu aJeipOHOBOTO CIIOS HA PO30BYIO.
CBoiicTBaMu, MPOIEMOHCTPUPOBAHHBIMU B/4, B myTH Ono-
BaBuNOBCKMI XKypHan reHeTUKN n cenekuyum - 2018 - 22« 3
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Table 2. The allelic states of factors determining aleurone layer color in barley varieties according to (Myler, Stanford, 1942)

Color aleurone layer Variety

cuHTEe3a (PIIAaBOHOHMIOB MOXKET 00J7a1aTh TOJBKO OWH TeH —
F3'5'H (cm. puc. 2), KoTopblit Ob11 BBIesIeH No3xke (Strygina
etal., 2017). B nonosHeHue K BBISIBICHHBIM HOBBIM JIOKyCaM
R.A. Finch u E. Simpson (1978) mokazanm, 9To CymecTByeT
perieccuBHasi SHXaHCEPHAs ITOCIIEI0BATENBHOCTD en-Bl (en-
hancer of blue and pink aleurone color, ib/) ¢ Heu3BeCTHBIM
MECTOTIOJIOKEHHEM, IPU HAJIUYUU KOTOPOH MPOUCXOTUT
yCHJIEHHE HHTEHCUBHOCTH TOTyOOH MITH PO30BOH OKPACKH.

K HacTosimiemy BpeMeHH reHbl Bl nieperMeHOBaHbI B Blx
(Non-blue aleurone xenia), cTamo M3BECTHO UX TOYHOE TIO-
JOKeHHeE: Kiactep reHoB Blx/, Bix3 n Blx4 nokammuzyercs
B IPUIIEHTPOMEPHOM pailOHE UIMHHOTO IIJIe4a XPOMOCOMBI
4H, a Blx2 — B IpHUILIEHTPOMEPHOM paiione xpomocomsl 7HL
(Matthews et al., 2003).

MYB- u MY C-¢axropsl, peryJaupyroiie CHHTE3 aHTOLH-
AHOB B aJICPOHOBOM CJIO€, M MIX CBSI3b C TeHaMHU Blx monroe
BpeMsi ObIIIM He N3BECTHBI. B nccnenosanuu (Strygina et al.,
2017) annotupoBaHsl reHsl, koaupytomue T® MYC, MYB u
WDA40, perynupytomye 6HOCHHTE3 aHTOIIHAHOB B aIeHpoHe.
Otn rensl O6buH 00o3HaueHsl: HvMyc2 (4HL), HvMpc2
(4HL) u HvWD40 (6HL). HvMyc2 s3xcnpeccupyercst TOIbKO
B KJIETKax ajeipoHa, BHE 3aBUCUMOCTH OT OKPACKH TKaHU.
J1iist naHHOTO reHa Oblya BBISIBIICHA TOUCYHAS My TaIlHs CABUTA
pPaMKH CUMTBIBAHUS, PACIPOCTPAHEHHAs CPEeI HEOKpaIlleH-
HBIX 00pa310B CHOMPCKUX M HEMEUKUX KOIJICKIUI sSTUMEHSI.
B otimume ot Tkanecnenmpuueckoro HvMyc2, skcnpeccus
reHa HvMpc2 nabnronanack B pa3HbIX TKaHsX, OIHAKO €ro aK-
THUBHOCTb HE JIETEKTUPOBAJIACH B HEOKPAILICHHOM aJIeHPOHE IO
CpaBHEHHIO ¢ OKpameHHbIM. KoHcepBaTuBHeIi ren HyWD40,
HEOOXOIMMBII KOMIIOHEHT PeTyIsITOpHOro Komriekca MBW,
OTIIMYAJICS TIOCTOSIHHBIM YPOBHEM 3KCIPECCHU B I[BETHBIX U
HEOKpAIICHHBIX TKaHAX 0e3 Kakoi-nmmbo TkaHecmenugpud-
HoctH. HvMyc2 Bmecte ¢ HvF3'5'h (cM. Bbiiie) ObLIM TOYHO
KapTUPOBAHbI B MO3UIUH KJacTepa Blx B JUIMHHOM IuIeue
xpomocomsl 4H (Matthews et al., 2003; Strygina et al., 2017),
TEM CaMbIM OHH CTaJIM KaH/UAaTaMU JUIs IBYX U3 TPEX TECHO
CIIEIUIEHHBIX TEHOB Blx.

Oxpacka nepukapna 3epHoBkH. [IposiBieHue ¢uoie-
TOBOM OKpAacKH 3epHa sSUMEHs BIepBble omucaHo B 1907 r.
(Biffen, 1907). Ha ocnoBanuu pacmierienns 3:1 B momyss-
uuu F, nokasano, 4to (HoaeToBbIH 1BET IIBETOUHBIX YelTyi
SIBJISIETCS] JIOMUHAHTHBIM MPU3HAKOM, aCCOLMMPOBAHHBIM C
(hnoneroBoii oxpackoit 3epHoBKH. J.L. Myler u E.H. Stanford
(1942) npu paboTte ¢ rojao3epHbIME SUMeHsIMH (TeHotun PP
BIlIBI1 BI2BI2, tne P p —Purple vs. colorless grain) mokasaim,
YTO IBET MEePHUKAPIIa — 3TO ONHO(AKTOPHBIN Mpu3HaK. B mc-
cienoBannn R.W. Woodward n J.W. Thieret (1953) BnepBsie
338
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Factor 1 Factor 2
B/B/ .................................................... B /73/1 .........................................
3/3/ .................................................... B /73/1 .........................................
3/3/ .................................................... B /73/1 .........................................
b/b/ .................................................... B /73/1 .........................................
b/b/ .................................................... B /73/1 .........................................
B/B/ .................................................... b ”b” .........................................

TIPOAIEMOHCTPHUPOBAHO, UTO /1Ba (JaKTOPA OTPEAEIISIOT OKPACKY
TIeprKapIia; aBTopbl HaOmoaaM paciieruienne 3: 1 motoMcTaa
F, npu ckperusanuy suMenel ¢ pHoIeToBbIM U HEOKPaLIEH-
HBIM 3€pHOM M paclueruieHne 9:7 MpHu CKpelIuBaHUU JBYX
HEOKpaIIeHHBIX poinTeneil. PakTopbl ObLIN 0003HaYEHBI KaK
P pu C c. Te e aBTOpBI 00OHAPYKUJIH, YTO JOKYC P p TeCHO
CIICTIJICH C TEHOM Vv, KOHTPOIUPYIONTIM IBYpSIHOCTH (Two-
row vs. six-row spike, mosnuee Vrsl). I'ensr P p u C ¢ 6pumn
JIoKanmu30BaHsbl B rpynnax cueruieHus [ u Il (xpomocomsr 2H
u 1H) coorBercTBenHo. [To3xke OpITI0 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), KOHTPOJIHPYIOUTIMHA TIHT-
MeHTanuio yenryi u nepukapmna (Faris, 1955; Jia et al., 2016).
K nacrosmemy Bpemenu C ¢ u P p iepeMeHOBaHbl B Prel u
Pre2 (Red lemma and pericarp, cuaonum Re2 — Red lemma
and pericarp 2, Purple lemma and pericarp) cooTBeTCTBEHHO.
JlanHble (akTopbl KOHTPOJIMPYIOT pa3BUTHE NMpU3HaKa (uo-
JIETOBOM OKpACKM LIBETKOBOM YEIlyd W NEpUKapra sUMEHs
(Franckowiak et al., 1997; Matthews et al., 2003).

CBsi3b JIOKYyCcOB Pre2 u Ant2 (Anthocyanin-less 2, cuHoO-
HuM Pr — Purple straw) O6pu1a yctanoBieHa B padore Q. Jia ¢
koieramu (2016). Mmu mporemMoHcTprpoBaHo, uTo Pre2 Ha
xpomocome 2HL TecHo clienieH ¢ MUKpOCaTeUIMTHBIM Map-
kepom HvOs04g47170, KoTOpHIii B CBOIO OYEPE/Ih CIICTUICH C
Ant2 (0.1 cM mexny HvOs04g47170 u Ant2), Komupyrommm
TpaHCKpUNUUOHHBIN (akTop ¢ nomenoMm bHLH (Cockram
et al., 2010). ABTOpBI IPOBENN aHAIM3 HIECTH TEHOB OKOJIO
Mapkepa HvOs04g47170, oqHako HU OIUH U3 ITHX I'€HOB,
Kpome Ant2, He ToKa3aJl aCCOLMALUH C OKPACKOH yIleK, OCcTeH
1 KHJIOK ety konoca. Kpome 3Toro, BEISBIIEHO, UTO B 00I1a-
ctu 0.57 cM HeT Ipyrux reHoB-KaHIuAaToB, ONPEAEISIOIINX
AHTOIMAHOBYI0 OKPAacKy IpOaHaJIM3UPOBAHHBIX OPraHOB.
Pe3yibTaThl MO3BOISIIOT MPEATIONOXKUTE, uTo Pre2 u Ant2 —
9TO OJMH W TOT )K€ T'eH, KOAUPYIOUIMHA TPAHCKPUILIMOHHBIN
¢daxrop ¢ bHLH nomenom. Bpuin onpeneneHsl MyTanuu B
TeHe Ant2, onpenessIonue OTCyTCTBIUE OKPACKH TIEpUKapIa.
J. Cockram ¢ xormeramu (2010) MIeHTHDUITUPOBATN ACITCIHIO
JUINHOM 16 1. H. B IIIECTOM 3K30HE r'eHa Ant2, IpUBOISILYIO K
MIPEXXIEBPEMEHHOM TEPMUHALINY TPAHCIIALUH Yy HEOKpAIICH-
HBIX TeHoTHIoB, a O.Y. Shoeva ¢ komteramu (2016) merek-
TUPOBAJIM MYTAIMIO B PETrYJISTOPHON 00JIACTH reHa, KoTopas,
MIPEAINOJIOKUTEIbHO, TIPUBENA K CHUKCHHUIO YKCIPECCUHU
reHa Ant2 noutu B 17 pa3 B HEOKpAIIEHHOM ME€pPHUKAPIIE COP-
Ta Bowman 1o cpaBHEHHIO C €ro MouTH U30T€HHOMN JINHUEN
PLP (NGB22213, the Nordic Genetic Resource Center) c
(DHOJICTOBBIM MTEPUKAPIIOM.
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Bropoii kommnonenT (Prel), KOHTponupylomui hopmu-
poBaHHE (HOIETOBOW OKPACKH 3epHA, JTOKATU30BAHHBIN
Ha xpomocoMe 1H, He m3BecreH. OaHako MoKa3aH BKIAJ B
(dhopmupoBaHue MpU3HAKa (PHOJICTOBOW OKPACKH 3epHA I'eHa
Antl, KapTEPOBAHHOTO B KOPOTKOM IIIeue XpoMocoMbl 7H
(Briggs, 1945; Fedak et al., 1972; Barley, BinMap, 2005).
Antl xonupyetr T® ¢ R2R3 MYB-nomeHom u peryaupyet
OMOCHHTE3 aHTOLIMAHOB B JINCTOBOM BIaraiuile, credie u
ocHoBanuu pactenus (Himi, Taketa, 2015; Shoeva et al.,
2015). Ha ocnoBe noutu n3orenHoi nuuuu PLP ¢ duone-
TOBBIM MEPUKAPIIOM, HECYIIIEH JJOMUHAHTHBIE aJUICIIH TCHOB
Antl (THS) u Ant2 (2HL), 6bu11 OITyYCHBI IBE JTUHHUH C pa3-
JIUYHBIMA KOMOMHAIUSIME aJUICTICH TaHHbBIX TeHOB: AntlAntl]
ant2ant2 n antlantl Ant2Ant2 (Kukoeva et al., 2016), koTopbie
B OTJIMYME OT poanTenbekoit tuaun PLP (AntlAnt]l Ant2Ant2)
HE UMEeJH OKPAcKH NepHrKapra. AHaIN3 TPAHCKPUIIIIMOHHON
AKTHBHOCTH Te€HA Ant2 B IEpUKapIie MOIyYCHHBIX IMHNH BbI-
SIBUJI, YTO MAKCHMAJIbHBIN YPOBEHB SKCIIPECCHU HAOIIONACTCS
y ponutensckoit nuHuu PLP (AntlAntl Ant2Ant2), Torna Kak
y nuann antlantl Ant2Ant2 — MOHWKEHHAS TPAHCKPUTIIIHS
TeHa, a B epukapre muHun AntlAntl ant2ant2 ren Ant2 He
aKcrpeccupoBaiicsi. Takum oOpa3omM, ObUIO IMOKa3aHo, YTO B
MPUCYTCTBUH JOMUHAHTHOTO QJIIENs TeHa Antl MPOUCXOAUT
yYCHJICHUE TPAHCKPHIILIUU TeHa Ant2, 9TO TOApa3yMeBaeT
BIMSIHUE (TIPSIMOE MJTH OTIOCPEI0BAHHOE ) OEJIKOBOTO IPOIYKTa
TeHa Antl Ha TPAaHCKPUTIIHIO TeHa Ant2.

Oxpacka BereTaTUBHBIX opraHoB. CyIecTBYIOT CBe-
JICHUSI, YTO MYTallUU B JIOKyce Antl HapymalT OMOCHHTE3
AQHTOLIMAHOB HE TOJBKO B MEPHKAPIIC 36PHOBKH, HO TAKKE B
ctebi1e, INCTOBOM BIIaraliiile, yIIKax JMCTOBOTO BIarajnia,
OCTSX U KOJOCKOBBIX uenrysx (Jende-Strid, Lundqvist, 1978;
Franckowiak, Lundqvist, 2012). Myrauuu B noxyce Ant2
MPUBO/ISIT K OTCYTCTBUIO IIMTMEHTAIIMN BO BCEX BETETaTUBHBIX
opraHax, BKJIIO4Yasi BBIIIETICPEUUCICHHBIE YaCTH PACTECHUS
(Jende-Strid, Lundqvist, 1978). OTi nanHpIe yKa3bIBalOT HA
TO, uT0 Antl v Ant2 COBMECTHO y4acTBYIOT B ()OPMHPOBaHUHT
HE TOJIbKO OKPACKH IIEPUKapIia, HO ¥ BEreTaTUBHBIX OPTaHOB.
C moMoIIpI0 TIOTHOTEHOMHOTO aHainu3a accomuaruii (Ge-
nome-Wide Association Studies, GWAS) 0bl1a mokazana
CBsI3b TeHa Ant2 ¢ OKpacKo# yIIeK JMCTOBBIX BIIATAJIMIIL,
yernryii komoca u octeid. [Tpu 3ToM HabIrOMaIaCch SKCIIPECCHS
reHa Ant2 Kak B OKpaIICHHBIX, TAK 1 HEOKPAIICHHBIX OpraHax
(Cockram et al., 2010).

[Nomydaennsie B uccnenoanny (Kukoeva et al., 2016) maaum
STIMEHSI ¢ Pa3TMYHBIMU KOMOMHAIMSAMHY ajieield TeHoB Ant]
U Ant2 NO3BOJISIIOT OLEHNUTH BKJIAJ] KAXK/I0TO U3 ATUX T'€HOB B
(hopMupoBaHNe OKPACKH HE TOJIBKO IIEPUKapIIa, HO U JIMCTO-
BOTO Biarajiuina. B ommmane oT okpacku nepukapra, 1uist pop-
MHUPOBaHHsI KOTOPOW HEOOXOANMO MTPUCYTCTBUE OOOMX TEHOB
B JIOMUHAHTHOM COCTOSIHUH, OKPacKa JINCTOBOTO BIIarasuiia
OOHApYKUBAJIACh Y JIMHNH, HECYIINX r'eH An¢/ B JOMUHAHTHOM
COCTOSIHUH, TOT/Ia KaK A7nt2 MOT ObITh KaK B IOMUHAHTHOM, TaK
1 B PELIECCUBHOM COCTOSIHUH. DTH HAOIOAEHNS YKa3bIBAIOT HA
KJTFOYEBYIO POJIb TeHa Ant/ B pOpMHUPOBAHNN aHTOIIMAHOBOM
MUIMEHTALMK JINCTOBOIO BIarajiMila, Torga Kak mis Ant2
MPEIOoNaraeTcs MOLYINPYIOIas POilb.

Hamu nmpoBezieH aHaiIM3 9KCIPECCUH CTPYKTYPHBIX T€HOB
(Chs, Chi, F3h, F3'h, Dfr, Ans) B niepukapIiic u B JHUCTOBOM
BJIATaJIUIIE MTOYTH M30TEHHBIX JTMHUH ssuMeHs (Shoeva et al.,
2015, 2016). Ecin B nepukaprie Bce TeHbl KOPETYJINPOBAINCH
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COBMECTHO B IPUCYTCTBUHU Antl u Ant2, TO B TUCTOBOM BIIa-
TauIne HaOomaIcs APYTroi maTTepH dKcpeccuu reHoB: Chs
9KCIIPECCUPOBAJICS KaK B OKPAIIEHHOM, TaK X HEOKPAILICHHOM
AQHTOLIMAHAMM JIMCTOBOM BJIarajmiie, TOorja Kak OCTaJIbHbIE
CTPYKTYpPHBIE T€HBI KOPETYJIHPOBAINCH COBMECTHO JIMIIb B
OKpaIIeHHOM JINCTOBOM Braranwuimie (Shoeva et al., 2015).

Takum 00pa3oM, BO3MOXKHO, YTO OJIHHU U T€ K€ yYaCTHHKH
MBW xomIuiekca mo-pasHoMy B3aUMOZEHCTBYIOT APYr ¢
JIPYTOM B Pa3HBIX TKaHSX, ONPEACIISs TKaHECTIeUpUIecKre
0COOCHHOCTH PETYIISIIUH CTPYKTYPHBIX T€HOB OMOCHHTE3a
AHTOLIMAHOB.

IIpoanTonuannauHbl 0001049k 3epHa stuMenst. C ogHOM
CTOPOHBI, POAHTOLMAHHUIMHBI — HEXKeJIaTeIIbHbIC COSTMHEHUSI
JUISI TIMBOBAPEHHBIX COPTOB STUMEHS, TIOCKOJIbKY OHH CBSI3bIBA-
10TCsI ¢ OeTIKaMu 1 00pa3yroT KOJJIONTHOE TOMYTHEHHE ITHBA,
cHIDKas ero kadectBo (von Wettstein, 2007). C apyroii cro-
POHBI, 3TH COEIMHEHHS, HAKAIUTNBAEMbIE B 000JI0OUKE 3€pHa,
MIPEISITCTBYIOT IPEKAEBPEMEHHOMY IPOPACTaHUIO 3epHa Ha
KOPHIO Y YYaCTBYIOT B IOJIZICP’KAaHUHU COCTOSIHUSI TOKOSI 3€pHa
(Debeaujon et al., 2000; Himi et al., 2011). B cBs3u ¢ a1aM
CYIIECTBOBAJIA MOTPEOHOCTH B HCCIIEIOBAHUN TeHETHIECKOTO
KOHTPOJIS OMOCHHTE3a TPOAHTOLIMaHHIHOB B 3EPHE STUMEHS,
JUISl TOTO YTOOBI B AATbHEHIIIEM UCIIONIB30BATh ITU JaHHBIE JUIs
TIOJTYYCHHSI COPTOB STIMEHS JUIsl KOHKPETHBIX IeIIeH.

W3 konneKuuu MyTaHTHBIX JIMHUH SYMEHS, HECYIIUX MY-
Taluu B JOKycax Ant, ObuTa BBINENEHA JHHUA ant28ant2§,
XapaKTepH3yIoIasicss OTCYTCTBUEM NPOAHTOLNAHUIMHOB B
000JI04Ke 3epHa, TOrJa KaKk OMOCHHTE3 aHTOIIMAHOB B BEre-
TaTUBHBIX TKaHSX HE ObII HAPYIIEH. AKTUBHOCTB (DEPMEHTOB
DFR u LAR (cM. puc. 2), HeoOXOOUMBIX 17151 OMOCHHTE3a MPO-
AHTOIMAHUIMHOB, Y IMHUH ant28ant28 Obuta cHkeHa (Jende-
Strid, 1993). IIpenmonoxeHo, 9to Ant28 MOXKET KOTUPOBATH
PETyIATOpHBIN (haKTOp, TKAHECTIEHU(PUUIECKH KOHTPOIUPY-
oM onocuHTes npoantouuanuauHoB (Himi et al., 2011).
Ha ocHOBe cxozncTBa ¢ HYKJICOTHIHBIMU ITOCIIEIOBATEIIb-
HOCTSIMU TeHOB R-1/Tamybl(), onpeneisiommux KpacHyio
OKpAacKy 3epHa y IIICHUIIbI, BbIACICHA HYKJICOTHIHAS MO-
cienoBarenbHOCTs Hvmybl( sameHs. DTOT TeH KOTUPYET
TpaHCKPHUITIMOHHBIH (pakTop ¢ R2ZR3-MY B nomenom u nmeer
BBICOKHI YPOBEHb CXOJICTBA HE TOJBKO ¢ reHamu Tamybl(
MIIIICHUIIBI, HO TaKke ¢ TeHOM 172, KOTOPBI COBMECTHO C
reramu 778 (bHLH) u TTG (WD40) koHTponupyet 6HOCHH-
Te3 MPOAHTOIMAHUIUHOB B 3epHE apadbuorncuca (Nesi et al.,
2001). Y mecti MyTaHTHBIX JINHUH SYMEHS ¢ HApyIICHHBIM
OMOCHHTE30M MPOAHTOLMAHUANHOB OOHAapy)KeHa MyTaIusl,
MpUBOJSIIAsl K 00pa30BaHUIO MPEXKIEBPEMEHHOTO CTOII-
kozoHa. Pa3paboTaHHbIe Ha OCHOBE JAHHOTO ITOIUMOP(HI3Ma
TIpaiiMepsl OBLIN HCTIONB30BAHBI TSl KapTUpOBanust Hvmyb 10,
KOTOPBIN KOJOKAIU3yeTcs ¢ JIOKycoM Ant28 B MUCTaIbHOM
paiione xpomocomsl 3HL (Himi et al., 2011). Takum o6pa3zom,
KOHTPOJIb OMOCHHTE3a IPOAHTOIMAHUANHOB OCYIIECTBIISICTCS
crnenupUIecKUM PerysiTOpHbIM (pakTOpOM, HEe CBSI3aHHBIM C
O6nocuHTe30M aHTOnMaHOB. OcTanbHbIE KOMIOHEHTH! MBW
KOMIIIEKCA, KOHTPOJIMPYIOIIETO CHHTE3 MPOAHTOLMAHH/JHHOB,
€llle HE OTKPBITHI.

MenaHnHoOBasA NUrMmeHTauma y AYMeHsA

3epHO U YelIyH Koloca SYMEHsI MOTYT UMETh YEPHYI0 OKPACKY,
koTopast odyciosieHa 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 momorisio cpas-
HUTEJIBHOTO aHaJIN3a SKCIIPECCHH CTPYKTYPHBIX TE€HOB OMO-
CUHTe3a (MIABOHOW/IOB y TIOYTH M30TCHHBIX JIMHUH SUMEHS,
OTJIMYAIOIIUXCS OKPACKOI MepHuKapria 3epHa, IoKa3aHo, YTo
yepHas OKpacka He CBsi3aHa C OMOCHHTE30M (PJIaBOHOHIOB
(Shoeva et al., 2016).

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

BBuay nerkoit naeHTH(GUKAIMN MEITaHHHOBOM ITUTMEHTA-
MM 3epHa TYMEHsI, 00HaPyKMBAEMOI BU3YyaJIbHO, JIOKYC Blp ]
HaHECEH Ha MHOTHE pa3padoTaHHbIE MOJIEKYIIIPHO-TCHETHYE-
CKHE KapThl Kak Mopdonornueckuii mapkep. Tak, J.M. Costa
¢ xomeramu (2001) xapTupoBanu jJokyc Ha xpomocome 1H
B mo3ummu 129.5 ¢cM B MOMyISAINN YABOCHHBIX TaIIOWOB
stamenst Oregon Wolfe mexxny AFLR mMapkepamu, orpannan-
BalOMIMMU paiioH 126.3—132.0 cM.

[To3nuee mokyc Blpl ObuT KapTHPOBAaH Ha MOJEKYIISPHO-
TeHEeTH4YeCKol kapre xpomocoMbl 1H, paspaboranHoii Ha
OCHOBE TONYJISIIUH PEKOMOMHAHTHBIX WHOPEIHBIX JMHUH,
MOJYYCHHBIX B Pe3ylbTaTe CKpenBanus copra Haruna Nijo
(bemoe 3epHO) ¢ IMKKUM sTUMeHeM H. vulgare ssp. spontaneum
H602 (uepHroe 3epHO). Mapkep Blpl ObLT JTIOKaIU30BaH B M0-
sunun 201.6 cM mexxay EST mapkepamu, orpaHHIHBAIOIIAMHA
paiion 188.2-201.6 cM (Hori et al., 2005).

C nomomisio xaptupytomeit F, nomynsiuu Cheri (xenroe
3epHO) X ICB181160 (uepHoe 3epHO) TOKYyC Blpl ObIN T0Ka-
m3oBaH Mexny CAPS mapkepamu CAPS026 u CAPS030,
OorpaHn4MBarOIMMH paiioH B 10 cM, rae npeacka3aHo OKoJo
100 renos (Bungartz et al., 2016).

[IpeanprHATE TONBITKY Cy3UTh PaiOH JIOKAIH3ALUH TeHA
Blpl. Vicnone3yst MeTO]] CEKBEHUPOBAHUS JIOKYC-CIICLIH-
¢uunapx amrumkoHoB (SLAF-seq, Specific-locus amplified
fragment sequencing), Q. Jia ¢ xomeramu (2017) mocnemo-
BaTeNbHO pa3padoTanu BrokeHHbIe SNP Mapkeps! v mpoBenu
aHaIN3 CICTICHNUS JaHHBIX MapKepOB ¢ Blp B KapTUPYIOIEH
nomysiiun F, Hatiexi No. 1 (weproe 3epHO) X Zhe5819 (6emoe
3epHO). B pe3ynbrare paiion nokanu3amnuu Blpl ObUT CyKEH C
5.68 mo 1.66 muH 11. H. Ha ¢pu3ndeckoii kapTe B JaHHOM paiioHe
naeHTnunnposano 40 reHOB-KaHIUIATOB.

[Tpu ncronbp30BaHUK MaCCOBOTO CEIPETalIOHHOTO aHAIN3a
(bulked segregant analysis, BSA) i moiHOTeHOMHOTO Cek-
BEHUPOBAHMS TPAHCKPHUIITOMA MOJICKYJSPHO-TEHETHYECKAs
Kapra, pa3paboTaHHasi Ha OCHOBE IMOIYISIUK YIBOCHHBIX
rartonioB sumeHss Haruna Nijox H602, Opita HacwImeHa
Mapkepamu EST. ITposenennsiit QTL-ananu3 no3sonun
Cy3uTh paiioH yokanusauu Blpl mo 500 Teic. m. H. (Hisano
etal., 2017).

Jo cux nop ren Blpl, xouTposmpyromuii (opMHpOBaHHE
YEepPHOW OKpacKM 3epHa SYMEHsI, HE BBIJCIICH, HE M3BECTHBI
TaKKe €ro OpTOJIOTH y APYTHX BUIOB pacTeHuil. OgHako ¢
MIOMOIIBIO CPAaBHUTEIBHOTO aHaln3a OMOIMOTEK dKCIpec-
CHUPYIOLIUXCS MOCIIEN0BAaTEIbHOCTEH U3 Yeuyid kojioca u
MepHUKapIIa 3epHa IOYTH U30TCHHBIX JIMHUH sTuMeHst Bowman
340
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(6emoe 3epuo) u BLP (NGB20470, uepHoe 3epHO) ITOKa3aHo,
YTO MPU3HAK MEITaHMHOBOM OKPACKH 3€pHa M 4ellyil kojoca
KOHTPOJIUPYETCs TCHHOM CeThI0, BKIIIoUaromiel 957 renos. U3
HUX UMEIOT NOBBIILIEHHBIN YPOBEHB dKcIpeccuu: y tuHun BLP
C 4epHOI1 OKpackoif 3epHa — 623, a y HEOKpAIIEHHOTO COpTa
Bowman — 325 renos (Glagoleva et al., 2017). Aranm3 reHoB
¢ i hepeHnaILHON SKCIIPECCHEH O3B0 TTIPEITTOIOKHUTD
METa00JIMYECKUE MyTH, OTIPEeIsIone OMOCUHTE3 MEJIaHH-
HOBBIX IUTMEHTOB, CPEIM KOTOPHIX HAOO0JIEE BEPOSITHHIMU SIB-
JISFOTCS My TH OMOCHHTE3a CyOeprHa, KyTHHA, 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 TeHETHYECKOM YPOBHE M3Yy4eH MeTa-
6omu3M (prraBOHOMAHBIX coequHEHHH. OTKPBITHI OCHOBHBIE
KOMITOHEHTHI TEeHETHUECKOH ceTH OMOCHHTE3a (pIIaBOHOHIOB,
a TaKk)Ke 0COOCHHOCTH €€ PEryJSIINHU B PAa3IMYHBIX TKAHSIX.
JanbHeiiee ucciieioBaHie 00HAPYKEHHOTO B3aUMOACH-
CTBHSI MEXy PEryJIsSTOPHBIMU I'€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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