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buocunTes (hriaBOHOMAHBIX COSIMHEHNI — OJIMH U3 HAN0O0JIee XOPOLIO H3YUEHHBIX METAa0O0INYEeCKUX MMy Tei
pacrenuii. Bunmanue uccienoBareneil K OMOXMMUUECKUM, (PU3MOIOTMUECKUM M T€HETHUECKHM acleKTaM
O6uocuHTe3a (PIIaBOHOUIOB CBSI3AHO B IIEPBYIO OUEPE/Ib C LIMPOKUM CIIEKTPOM UX OHOJIOTMYECKUX CBOMCTB.
Kpome toro, cucrema reHoB OnocruHTe3a (JIaBOHOWIOB SIBISETCS OTIMYHON I'€HETHYECKOW MOIEIIbIO.
brarogapst pa3BUTHIO METOIOB MOJIEKYJISIPHOM FE€HETHKH ¥ TCHOMHUKH B TEUSHHUE MOCIESIHHUX JIET YIaI0Ch
CYIIECTBEHHO MTPOJBUHYTHCS B IOHUMAHUU MOJICKYJISIPHO-TE€HETUUECKUX MEXaHU3MOB, KOHTPOJIMPYIOIIHX
OuocuHTe3 (HIIaBOHOMIOB Y MSTKOM TineHulsl (Triticum aestivum L.). B HacTosimel cratbe MPOBOAUTCS
KpaTKuii 0030p pe3y/ibTaToB padoT, HOCBSIIEHHBIX aHAIN3Y CTPYKTYPHOM U ()yHKLIMOHATIBHOW OpraHu3alum
TeHOB OMOCHHTE3a (HIIABOHOM/IOB IIIEHULBI U €€ COPOHYCH.

KaroueBrnie cioBa: BTOPHUYHBIC MeTa60J’II/ITLI, (beHOJ'H)HI:Ie COCANHCHUAA, (bﬂaBOHOI/II[LI, AHTOIMAaHBI, ITPO-
AHTOUAHUJAWHBI, PETYJIATOPHBIC I'€HbI, CTPYKTYPHBIC I'€HbI, KIOHUPOBAHUE I'€HOB, CCKBEHUPOBAHUEC, Kap-

TUPOBAHUEC, DKCIIPECCHUS I'CHOB.

BUOJIOTHYECKAS POJIb
®JIABOHOUIHBIX
COEJUHEHM PACTEHUI

®d1aBOHOU/IBI 3aHUMAKOT BAKHOE MECTO CpPEIn
OIPOMHOTO YHCITa COETMHEHNH PaCTUTETLHOTO ITPO-
HNCXOXICHU, O603Ha‘{aeMBIX BTOpI/I‘IHI)IMI/I MECTa-
oonmuramu. CrcteMa reHoB OMOCHHTE3a (DIIaBOHOH-
JIOB, ¥ B YACTHOCTH (DJIABOHOWIHBIX MMUTMCHTOB,
ChIrpalia HEOI[CHUMYIO POJIb MPU OTKPBITHU P
OHMOJIOTHYECKUX 3aKOHOMEPHOCTEH: C €€ IIOMOIIIBIO
6BIJII/I OIIMCaHbl OCHOBHBIC 3aKOHBI HACJICIOBAHWA,
OTKpBITI)I MO6I/IJ]I>HI)Ie DJICMCHTHI U HapaMyTaHI/H/I,
BBISIBJICHBI 0COOCHHOCTH OpraHu3aIii MeTabo-
JMYECKHUX MYTeH M PETyNSAIUK SKCIPECCUN TSHOB
pacTeHuii, 0OHAPY)KEHO SIBJICHHE T'EHHOTO Ccaii-
nencunra (McClintock, 1956; Brink, 1956, 1973;
Napoli et al., 1990; Krol et al., 1990; Hollick et al.,
1995, 1997; Stam, Scheid, 2005; Hale et al., 2007;
Quattrocchio et al., 2008; Winkel, 2008).

Bynyuu MOCTOSHHBIMU M YHHBEPCATbHBIMU
KOMITOHCHTAMH PACTUTEIbHBIX TKaHEH, (hraBo-
HOMJIBI HECYT 3HAYMTEIbHYIO (YHKIIMOHAIBHYIO
HarpysKy, a IMEHHO MTPAlOT BaXKHYIO POJIb B Pa3-

BUTHH PACTCHUH, 3aIIUTE X OT TATOTCHOB 1 HeOJ1a-
TONPUATHBIX KIIUMATHYECKUX (PAKTOPOB, a TAKKe
BBITTONTHSIOT CUTHANNBHBIE (hyHKIIMHN (HOBOTEIHHOB,
ExoB, 1954; Freed et al., 1976; Debeaujon et al.,
2000; Peer, Murphy, 2008).

3Ha‘-II/ITCJ'II)HOG IIOBBIIIICHUEC KOHHCHTpaHI/II/I
(h1aBOHOUIOB MOXKET CBHJICTEIILCTBOBATH O HAJIH-
YHW HETaTUBHOTO BO3CHCTBHS CPEIbl Ha OPTaHU3M
pactenus (Chalker-Scott, 1999; Farrant, 2000;
Nozzolillo et al., 2002; Ryan et al.,2002; Lachman
etal.,2005; Nagata et al., 2005; Plaza et al., 2009;
Gordeeva et al., 2013; Khlestkina, 2013). Briusiaue
HEOIaroNnpHUsITHBIX YCIOBHUIM OKPYKAOIICH Cpelibl
MIPUBOJIUT K PA3BUTHIO OKUCIUTEILHOTO CTPecca B
KJIETKaX pacTeHHH, a (MTaBOHOUIHBIC COCIMHCHIS
CIIOCOOHBI ITPOTHBOICHCTBOBATH OKUCITUTEITHFHOMY
CTPECCY WM NMPEIYNPEKIATH €r0 pa3BUTHE, 3aII[H-
11as1 TEM CaMBIM Pa3JIUYHbIE KJICTOYHBIC CTPYKTYPBI
ot paspyuienus. Kpome Toro, HeKOTOpHIE (IIaBO-
HOWJIBI 00JIAJIAF0T aHTUMUKPOOHBIMU CBOHCTBAMH
(cm. 0030p Khlestkina, 2013).

OrpomHoe pazHoobOpasue (PIaBOHOWTHBIX CO-
CIMHEHHNH JOCTUTACTCS C TIOMOIIBIO COTIACOBAH-
HOTO JeicTBus cBbiie 20 (pepMEHTOB, KOTOPHIE,
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JEWCTBYS TOOYEPEIHO, CHAaYalla CHHTE3UPYIOT Xall-
KOHBI, a 3aTeM JIAl0T Ha4YaJlo Pa3IMyHbIM KjaccaM
Y Pa3IUYHBIM MPEJCTABUTEISAM BHYTPH KaXIOTO
knacca (Jende-Strid, 1993; Winkel-Shirley, 2001a,
2002; Winkel, 2008).

N3 12 ocHOBHBIX Ki1accoB (hTaBOHOUIIOB &
((pnaBoHbI, GIaBOHONBI, aypOHBI, XaJIKOHBI, (a-
BaH-4-0JIbl, KATEXUHBI, JEHKOAHTOIMAHWINHBI,
MIPOAHTOIMAHUINHBI ) SIBIISFOTCS WITU ITUTMEHTAMH,
WA TIPEIIIECTBEHHUKAMHU IPYTHUX (pIIaBOHOUTHBIX
MTATMEHTOB. JKeNnToi W/Min OpaHKEeBOH OKpacKoi
00magaroT IIaBOHbI, ITTUKO3UIbI (DITABOHOIIOB, aypo-
HBbI M XaJIKOHBI. KpacHO-KOpUYHEBBIC MUTMEHTBI
npenctaBieHsl Guodadenamu (IPOU3BOIHBIMU
(hmraBaH-4-0JI0B) WITU TIPOAHTOLIMAHHUTUHAMH (TIPO-
W3BOTHBIMH KaTEXUHOB U JIEHKOAHTOIINAHHTHOB ).
[Iupokyro raMMy TUTMEHTOB OT PO30BOTO O
KpacHOTO, CHHETO U (PHOTIETOBOTO 00CCIIEUNBAIOT
AHTOIMAHUIUHBI U MX TPOU3BOJHBIC aHTOIIMAHBI
(3anpomeros, 1974, bpurton, 1986, Winkel-
Shirley, 2001a).

V nieHnIbl HakoTuieHue (GIIaBOHOUHBIX AT -
MEHTOB B OTJICJIbHBIX TKaHSIX BIHMSIET HA XO3AHCT-
BEHHO IIeHHbIC MpHU3HaKu. Hampumep, kpacHas
OKpacKa 3epHa, CBS3aHHas C BBICOKUM COJIepIKaHH-
€M IPOJYKTOB OKUCIICHHSI TAHHUHOB, CO3JAIOIINX
BOJIOHENIPOHUIIAEMBI Oapbep, MPEIsITCTBYET
npopacTanuto 3epHa Ha kopHo (Freed ez al., 1976),
a copra MUIEHUIIbI C KPaCHOM OKpackoM Kojoca
OTJIIMYAIOTCS OOJbIIEH MPHCIIOCOOIIEHHOCTHIO B
perMoHax ¢ HEeIO0CTaTOUYHOM TerIoo0ecedeHHO-
CTBIO BETeTaLlMOHHOTO MEPHO/Ia [0 CPAaBHEHUIO €
OerokoockME copTamu TineHuIb (Darwin, 1883;
Cunckas, 1925; Sxyonunep, Capurnknii, 1947;
MaprteiaoB, JloopotrBopcekas, 1997). IIpomykTsl
3EpPHOBBIX 3JIaKOB, COJEpXKAINX (DIIaBOHOUIHBIC
MUTMEHTHI, B HACTOAIIEe BpeMs BCE Yalle pac-
CMaTPUBAIOTCS KaK JOMOJHUTEIbHBIE UCTOYHUKH
AHTHOKCUIAHTHBIX COSIMHEHUH, YITOTPEOIIEeMbIX
B MHIIY W HEOOXOTUMBIX JISl 3I0POBBS YEIIOBEKA
(Knievel et al., 2009).

KJIACCUOPUKALMS
TEHOB BHOCUHTE3A
®JIABOHOUI0B PACTEHUI1

B OGuocunTe3e (h1aBOHOWIOB YYACTBYIOT JIBE
OCHOBHBIC I'pyHIIbl TCHOB: CTPYKTYPHBIC I'CHBI,
KOZIMPYIOLIHE HeOOXoAnMBIe It OnocuHTe3a (ep-
MEHTBI, M PETYJISITOPHBIC TeHbI, KOHTPOIUPYOLIHE

TKaHeCTeMPUUHYIO SKCIPECCUI0 CTPYKTYPHBIX
reHoB (Winkel-Shirley, 20016; Jaakola ez al., 2002).
Y MHOTHX BHJIOB PaCTECHHI ONMCAHBI MyTaHTHEIC
nmuHAA, HarpuMep y samens (Jende-Strid, 1993),
Kykypy3sl (Dooner et al., 1991), apabumorncuca
(Koornneef, 1990; Shirley et al., 1992, 1995; Kubo
etal., 1999), B KoTOpbIX OMOCUHTE3 (DITABOHOMTHBIX
MTUTMEHTOB OJIOKMPOBAH M3-3a TIOBPEKICHHIA TCHOB
OuocuHTe3a (priaBoHOM10B. Hanmmuue Takux MyTaHT-
HBIX JTUHUH TO3BOJIMIJIO CYIIECTBEHHO YCKOPHTH
BBIJIEIeHUE HYKJIEOTHHBIX MTOCIIeI0BATEIFHOCTEH
CTPYKTYPHBIX ¥ PETYJISITOPHBIX TCHOB OMOCHHTE3A.
Kpome cTpyKTypHBIX U peryJIsSiTOPHBIX TCHOB, yUacT-
BYIOIIIUX B OMOCUHTE3€ ()IABOHOHJIOB, BBISBIICHBI
T'€HBI, KOJAUPYIOIINE OeNKU-TPaHCIIOpTEPhI, 00ec-
MeYNBAIOIINE BHYTPUKICTOYHBIA TpaHCIIOPT ¢ia-
BOHOU/IHBIX COEAMHEHHH, B YaCTHOCTH TPAHCIIOP-
Tepbl, HEOOXOIUMBIE JIJIsI TIEPEMEICHUS] MOJICKYJT
antoruaHoB B Bakyosu (Chopra et al., 2008).

B orminume ot QUIIIONAHBIX BUAOB PACTCHUN Y
MSTKOU TiieHunb! (7riticum aestivum L.) Tak 1 He
OBUTH BBIZICTICHBl MyTaHTHBIC JIUHUH, B KOTOPHIX
OBLT OBI TIOTHOCTHIO OJIOKUPOBAH OMOCHHTE3 (ra-
BOHOW/IHBIX ITMTMEHTOB. DTO 00YCIIOBIICHO aJIJIOTIO-
JIUTUTONTHOM (TeKCarIoNIHOM) MPUPOI0i MATKOM
meHuns (2n = 6x =42, BBAADD), B cBsi31 ¢ ueM
Ka)X/IbIif T€H B TECHOME TIIIISHHIIBI IPEICTABICH KaK
MUHHUMYM TPEMSI OPTOJIOTTYHBIMH (TOMEOIOT UIHBI-
MH) KosiMu. DyHKIIMOHATIFHAS My TaIUs B OHOM
WM JIa)Ke IBYX TOMEOJIOTHYHBIX KOIHSX OJHOTO U
TOTO Ke TeHa He MOYKET UMETh MPOsIBIICHNUs Ha (e-
HOTUIIMYECKOM YPOBHE, Oaronapsi MOJHOICHHOM
paborte 1pyroii (Ipyrux) KOMUK JaHHOTO reHa. 1o
CTIpaBeUTMBO B OTHOIIEHUW MEIJICHHO JBOIIO-
LMOHUPYIOMINX CTPYKTYPHBIX T€HOB OMOCHHTE3a
¢draBoHOWIOB. B oTiIMuMe OT CTPYKTYPHBIX TEHOB
PETYIISITOPHBIC T'eHBI DBOIIOIIMOHUPYIOT C OOJIBIIEH
ckopocthio (Rausher, 2008), uto 0OBsicHsET OONEe
BBICOKYFO BCTPEUAEMOCTh MYTaHTHBIX aJljieliei pe-
TYISTOPHBIX TeHOB. PaziyHbIe coueTaHus auienei
PETYIATOPHBIX TEHOB JIEXKAaT B OCHOBE HaOmromae-
MOT0 pazHO00pasusi COPTOB MSTKOW MIIEHHUIIBI IO
MpU3HAKaM OKPAcKH. BOIBIIMHCTBO H3BECTHBIX HA
JTAHHBI MOMEHT F'€HOB, OTIPEICISIFOIIUX (DEHOTHIT
IIIICHUIBI 110 MPU3HAKAM OKPACKH, IPEACTABICHBI
B BHUJIE TOMEOJIOTUYHBIX KOTIHH B CyOTeHOMax A, B
u D (tab6m. 1).

PasBurtre METOI0B CTPYKTYpHO-(QDYHKIIMOHAIb-
HOM TEHOMHUKH TO3BOJHJIO B HACTOSIIEE BPEMs
BBIITH Ha HOBBI YPOBEHb U3yUEHUS T€HOB OHO-
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Taoauna 1

[enbr1, onpeaensromnue GEHOTHIT MIIEHHUIIB IO IPU3HAKAM OKPACKH, UX TEHOMHAsI
1 XpOMOCOMHas JJOKanu3aust (B ckoOkax) y pa3HbIX BUIOB

0O0o03HauYeHHe TTPU3HAKA
HA PYCCKOM/aHTITHHCKOM SI3bIKE

Tenom A

T'enomer B nimn S

T'enom D

Kpachast okpacka 3epHa/Red grain

R-AI (3A)™Td

R-BI (3B)TTd

R-DI (3D)™At

Kpachast, uepHast Wi cepo-apIMuaras
OKpacka Konoca/
Red, black or smokey-grey glume

Rg— Al (1 A)Ta, Td, Tt, Tm

Rg-BI (1B)TTd

Rg-DI (1D)TeAt

Kpachast niin uepHast Okpacka ocTeii/
Red or black awns

ORaw.ipk-14 (1A)™d
w Blal (1A) T

ORaw.ipk-1B (1B)Td

ORaw.ipk-1D (1D)At

KpacHas okpacka koneonruie/
Red coleoptile

Re-AT (7TA) T Td. o

Rc-BI (7B)Ta.Td
" Re-S1

Re-DI (7D) oAt

[TypmypHas okpacka cre0ss/
Purple culm

Pe-Al (TA)™

Pc-BI (7B)™ Td
u Pc-SI (7S)As

Pc-DI (7D) T

[TypmypHast okpacka IbUIbHUKOB/
Purple anther

Pan-A1I (7A)™

Pan-S1 (7S)4s

Pan-DI (7D)"

[yprypHast OKpacka JTHCTOBBIX [IACTHHOK/
Purple leaf blade

Plb-Al (TA)™

PIb-BI (7B)™Td
uPIb-S1 (7S)As

PIb-DI (7D)"

[TyprypHast okpacka JIMCTOBBIX BIarajuiy
Purple leaf sheath

Pls-AI (TA)™

Pls-BI (7B)™Td
u Pls-SI (7S)7s

Pls-DI (7D)"

[TypmypHast okpacka repukapma/

“Pp-Al (TA)™

Pp-BI (TB)Td

Pp-DI (7D)"

Purple pericarp u Pp3 (2A)Ta. Td. Tt u Pp-S1 (7S)As

[TypmypHast okpacka xonoca/Purple glume Pg (2A)Td Her Her
Kpacnas oxpacka yIiek JICTOBOTO Ra2 (4B)™ o Ta
praraiuina/Red auricle Her u Ra3 (6B)™ Ra-DI(7D)
TomyGast okpacka anelipoHOBOTO CIlosi 3epHa/ Ba (4A)T Her Her

Blue aleurone

IMpumeuanue. Momudumuposano no: Xiectkuna (2012). * Gordeeva et al. (2014); ** Khlestkina et al. (2014).
Ta_ T gestivum, ™°— T. boeoticum, T4~ T. durum, ™™ — T. monococcum, ™ — T, timopheevii, ™ — T. urartu, ®S — Ae. speltoides,

At_ de. tauschii.

cHHTe3a (pIIAaBOHOUJIOB: BHIJICTICHBI HYKJICOTHIHBIC
HOCIIEIOBATEILHOCTH HEKOTOPBIX CTPYKTYPHBIX U
PEryJIsTOPHBIX T€HOB, U3yYeHa UX CTPYKTYypHO-
(hyHKIMOHATBHAS OpPTaHW3alns, TTOKa3aHo, YTO
peryssitust OnocuHTe3a (HIIABOHOUIOB Y TIICHUIIBI
UMEET CBOM crelupuIeckrue 0COOCHHOCTHU IO
CPaBHCHUIO C paHee M3YYCHHBIMH MOACIbHBIMHU
BHIaMH PACTCHHIA.

CTPYKTYPHBIE 'EHbI BUOCHUHTE3A
OJIABOHOUAOB INIIEHUIbBI

Pal, C4h, 4Cl, Chs. [1penecTBeHHUKaMH BCEX
(hJ1aBOHOMTHBIX COCTMHEHUH SIBIISIFOTCS XAJIKOHBI,
CHHTE3 KOTOPBIX HAauMHAETCS ¢ (pCHHJIATaHUHA M
MIPOUCXOANT IPU YYACTHU YETHIPEX CTPYKTYPHBIX

reHoB, Pal, C4h, 4Clwn Chs, xoqupyromux ¢pepMeH-
ThI peHnnanannHammuakinuasy (PAL), muaramar
4-ruapoxcunazy (C4H), 4-xymapar:KoA mmrazy
(4CL) u xanxoncunTtazy (CHS) cooTBeTcTBEHHO
(puc.). Y nmeHuns uAeHTUPUIIUPOBAHO MO 6
KOIMUW Ka)JI0TO U3 JByX reHoB, Pal u Chs, Bbijie-
JICHBI YACTUYHBIE [TOCIIEI0BATEIILHOCTH OTJEIbHBIX
xonuit (tabm. 2). I'east C4h u 4CI ocrarorcs y
IIIEHUIBI HEU3YYCHHBIMU.

W3 xankoHOB 00pa3yroTcs BCE OCTaJIbHBIE Kilac-
bl (DITABOHOMAHBIX COETUHEHNH (pHC.), CpeIn HUX
OTHOCHUTEIILHO XOPOIIO M3Y4eHbI C TeHETHIECKON
TOYKU 3pEHUs] MyTH OMOCHHTE3a aHTOLHUAHOB M
MIPOaHTOLMAHUANMHOB. HauanbHble 3TaIbel cHHTE3
9TUX COCIUHEHUH TPOXOIAT P YUACTUN OJHUX U
TeX JkKe OCHOBHBIX TeHOB: Chi, F3h, Dfr.
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PAL C4H 4CL
heHnnanaHuH > > > 4-kymapnn-KoA
3 Man(;ern-KoA
3-pe3sokeu- CHS w/ CHR
aHTOLl,I/IaHVI,qI/IHbI .
1 dprioGachens! <— <&— hnaaH-4-onbl TeTparngpoKcuxankoH TPUrMAPOKCUXATKOH
AS AS
Tl CHI Tl CHI
aypoHbI
donaBaHoOH drnasaHoH cbnasaHoH
apuogukTmon ~ HapWHreHWH FIMKBUPUTUrEHUH
F3H IFS
FS1/FS2 FS1/FS2 FaH IFS
¢bnaBoHbI 130¢hnaBoHbI
F3'5'H
Vv \l, IOMT
anrnapodnaBoHOMbI NFS?
(bnasoHon! W (dbnasaHoHorbI) HeonaBoHbI ‘l' 12’1
MT | GT ¥ J IFR
AT RT DFR ‘l’ 2'-OH’-n3odgnasaHoH
HeodhnaBoHoUAbI
rnMuko3snabl hriaBoHONOB ‘l’ VR
v ‘l’ DMID
¢hnasaH-3-0Mbl (KAaTEXWHbI)< LAR(LCR) ¢pnasaH-3,4-amonsi 13ocrnasoHoUabI
\l, (nenkoaHTOUMAHNANHBI)
/ ANS
J ANR , (LDOX)

npoaHToLMaHUAVHBI /

(KOHOEHCUPOBAHHbIE TaHHUHbI)

MT GT

3-OH-aHTouMaHNaANHBI ——— > aHTOLUMaHbI

AT RT

Puc. Cxema 6uocuHTe3a (PIaBOHOUIHBIX COSTUHEHUH.

4CL — 4-xymapat:KoA nwuraza; ANR — anrounanuaunpenykraza; ANS (LDOX) — anTonmaHuIuHCHHTa3a (JEHKOAHTOLIM-
anuauHauokcurenasa); AS (AUS) — aypeysununcunrasa; AT — aneruntpancdepasa; CHI — xanxon¢rnaBaHoHH30Mepa3a;
CHR — xanxonpenykrasza; C4H — nunaamar-4-rugpokcmnasza; CHS — xankoncunTasza; DFR — nurnapodmnaBonon-4-penyk-
taza; DMID — 7,2'-aurunpokcu-4'-mMetokcunszoduaBanonaeruaparasa; F3H — ¢maBanon-3-ruapokcunasa; F3'H — ¢aso-
Houx-3'-runpoxcunasa; F3'5'H — ¢naBononn-3',5'-runpokcunasa; FLS — duaBononcunrasa; FS (FNS) — ¢naBoncunrasa;
GT — mmkoswntpancoepasza; 12'H — m3odpnaBon-2'-ruapokcunasa; IFR — uzodmaBonpenykrasa; IFS — usopnaBoHcuHTa3a;
IOMT - uzodnaBon-O-metuntpancdepasza; LAR (LCR) — nelikoantonnanuanapenykraza; MT — metuntpaHchepasa;
NFS — neodnaBoncunrasza; PAL — ¢enmnanannnammunaxinmnasa; RT — pamaosminTpancdepasza; VR — BecTuToHpemykrasa.
CxeMma MoCTpOeHa MpH UCTIONb30BaHUU AaHHBIX bputToH (1986), Jende-Strid (1993), Winkel-Shirley (2002), Winkel (2008),

Flavonoid pharmacokinetics (2013).

Chi. JIns mpeBpaiieHust XaJIKOHOB B (hTaBaHOHBI
HeoOxoauMa 3kcrpeccus reHa Chi, Koaupyrole-
ro ¢epment xankongpnaBanonuzomepasy (CHI)
(puc.). B reHOMe MSTKO MIIICHUIIBI BBISIBICHO TPH
kot TeHa Chi, TOKaIn30BaHHBIE B XPOMOCOMaX
5A,5Bu 5D (Lietal., 1999). HemaBHO U3 reHOMa
MIICHUIBI OBITH BBIZACICHBI MOJHOPa3MEPHBIC
HYKJICOTHU/THBIE TI0CJIC/IOBATEIIBHOCTH TPEX KOTIHIA
rena Chi (Shoeva et al., 2014a). BeiieneHHbIe reHbI
Chi-Al, Chi-B1, Chi-DI xapTUpOBaHbI B OPTOJIO-
TUYHBIX PaliOHAX JJIMHHBIX IJIEY XPOMOCOM SA,
5B, 5D msarkoit nmenunsl. [Toka3zano, 9To kaxmas
13 BBIJICJICHHBIX KOTIH SIBJISCTCS ()YHKIIMOHAIBLHO

AKTHBHOM, HO B HEKOTOPBIX CITyJasx HaOIIOMar0TCs
TECHOM-CITETTU()UIHBIC 0COOCHHOCTH PETYJISAINT
Chi-1 B OTBEeT Ha CTpPecC, B YaCTHOCTH B OTBET
Ha COJIEBOM CTPECC B KOPHSX IMIICHHIIBI aKTUBHO
skcnpeccupyercst Chi-D 1. Kpome Toro, Habrona-
€TCsl yMEpPEeHHAsI aKTUBHOCTh A-T€HOMHOW KOTTHH
9TOTO TeHa, TOTNa Kak TpeThs korms, Chi-Bl, He
akcripeccupyetcs (Shoeva et al., 2014a).
ITomumo renoB Chi MSATKOW IIIICHUIIBI, BbI-
JICJICHBl U KapTUPOBAaHBI OPTOJIOTUYHBIC T'CHBI
ee copoauucii: Chi-A1 NMUILTOUAHONW TIICHUIIBI
T. urartu, Chi-G1 TeTpaniaouJHOW MIICHUIIBI
T. timopheevii, Chi-S1 nonopa B-renoMa IIIreHUIIbI



788 E.K. Xaectkuna, O.IO. llloesa, E.J. Topaeesa
Tabauna 2
KiionupoBaHHbIC /WM KAPTUPOBAHHBIC K HACTOSIIIIEMY BPEMEHU
CTPYKTYPHBIC U PETYJISITOPHBIC TeHbI OMOCHHTE3a (IABOHOUIOB TIIICHUIIBI
Yucio 10Ky- [10JIHOCTBIO MIIM YACTHUYHO
0O603Ha- XpOMOCOMHAas1/BHY TPH-
COB B FeHOME OTCEKBEHUPOBAaHHbIE KOIIHU
YEeHHUE reHa XPOMOCOMHasI JIOKaJIM3aIHsI
TIIIEHUIIBI (nomep B 6aze nanubix NCBI)
CTpyKTypHBIC TeHBI
Pal 6 3A, 3B, 3D, 6A, 6B, 6D X99705
(Liet al., 1999) (Liao et al., 1996; Li, Liao, 2003)
Chs 6 1A, 1B, 1D, 2A, 2B, 2D AY286093, AY286095, AY286096, AY286097
(Lietal., 1999) (Yang et al., 2004)
Chi 3 5A, 5B, 5D (Li et al., 1999) JN 039037, JN 039038, JN 039039
SAL-7, 5BL-9, 5DL-5 (Shoeva et al., 2014a)
(Shoeva et al., 2014a)
F3h 4 2A/2AL-3, 2B/2BL-6 (2 xonun), | EF463100, DQ233636, EU402957, IN384122
2D/2DL-6 (Khlestkina et al., 2008, 2013)
(Khlestkina et al., 2008)
F3°5°h TouHoe Yucio - AY519468; (Yang et al., 2004)
HEHU3BECTHO
Dfr 3 3A/3AL-3,3B/3BL-4, 3D/3DL-1 AB162138, AB162139, AB162140;
(TaDfr) (Himi, Noda, 2004; (Himi, Noda, 2004)
Munkvold et al., 2004)
Ans He menee 5 | 6A (2 nokyca), 6B (2 nokyca), AB247917, AB247918, AB247919,
6D (Himi et al., 20006) AB247920, AB247921 (Himi et al., 2006)
Mt (Fmt) 3 1A, 1B, 1D (Li et al., 1999) -
Rt Tounoe uuncio 5B, 5D EU815627
(3Rt) HEM3BECTHO (Khlestkina et al., 2009a) (Khlestkina et al., 2009a)
Perynsaropuble reHbl
Myc He menee 4 2A (2 xonium), 2B, 2D KJ747954
(TaMyc) (Shoeva et al., 2014c) (Shoeva et al., 2014c¢)
Myb10 3 3A, 3B, 3D AB191458, AB191459, AB191460
(Tamyb10) (Himi et al., 2011) (Himi et al., 2011)
Mpcl 6 5A, 4B, 4D, 7A, 7B, 7D -
(Liet al., 1999)

Aegilops speltoides n Chi-DI nonopa D-renoma
niieHusl Ae. tauschii (Shoeva et al., 2014a, b), a
takxe reH Chi-RI pxxu noceBHoi Secale cereale
(Khlestkina, Shoeva, 2014).

OOHapy>keHbI HEKOTOPbIE OCOOCHHOCTH DBOITIO-
iy reHa Chi'y 31akoB. B oTmiame ot 60bIIHCTBA
OJTHOJIONIBHBIX W JIBYJOJBbHBIX BUJIOB PACTCHHI,
UMeIoNIMX 4 9K30Ha U 3 MHTPOHA, Y 371aKOB TPHOBI
Triticeae HaOmoOmaeTCSI OTCYTCTBHUE TPETHETO MHT-
poHa reHa Chi. BeposiTHO, SITUMHHAIUS TaHHOTO
HUHTPOHA TIPOU30IILIa HA HAYAJIBHOM JTArle 3BOJO-
1iu 371aKkoB Triticeae. Kpome atoro, y pikn yTepsH

emte 1 nepsoiid HHTPOH (Khlestkina, Shoeva, 2014;
Shoeva et al., 2014a). [IpuurHa noTepH UHTPOHOB
reHa Chi octaeTcsa HeBbLsicHeHHOH. [1o ogHOM 13
TUIIOTE3, ANUMHUHALNS HHTPOHOB MOXKET OBITh CBSI-
3aHa C ONTHMU3ALMEI BpeMEHH, 3aTPayuBaeMoro Ha
TPAHCKPHIILHIO U IIPOLIECCUHT T€HOB, YYaCTBYIOLLMX
B aJlaNTallii OPraHN3MOB K KCTPEMAJILHBIM yCJI0-
BUSIM BHewIHeH cpensl (Shoeva et al., 2014a).
F3h, F3'h, F3'5'h. I3 ¢pnaBanoHOB Iipu y4ac-
TuY reHa F3h, konqupytouiero (aBaHoH-3-THIpoO-
kcunazy (F3H), obpasyrorcst muruapodraBoHOIED
(puc.). B obpa3oBaHmiy pa3TUIHBIX IPEICTABUTEICH
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JUrHIPO(IaBOHOJIOB YYaCTBYIOT TaKkKe TeHbl F3'h
(xomupyet ¢aBonona-3'-ruapokcunasy, F3'H) n
F3'5'h (xogupyer ¢aBoHoua-3'5'-ruapokcunasy,
F3'5'H). Oti rensl B omune ot F3h ocrarorcs y
TIIIEHUIIBI PAKTUIECKH HEM3YYeHHBIMH — BBIJIENIe-
Ha JINIIH OJTHA HYKJI€OTH/IHAS MTOCIIEI0BATEbHOCTD,
cootBercTBytomas F3'5'h (Tadm. 2).

W3 reHOMa TIIIICHUIIBI BBIJICIICHBI Y€ THIPE KOTTHU
reHa F'3/: Tpr TOMEOJIOTHYHBIE KOTTUH, KapTUPOBAH-
HBIC B JUTMHHBIX TIe4ax XpoMocoM 2A (F3h-Al),
2B (F3h-Bl) u 2D (F3h-D1), nas KOTOPBIX Xa-
paKTepHbI BHICOKASI UICHTUYHOCTh CTPYKTYPHOMR
OpTaHU3aIi U CXOXKasl PETYISALHS YKCIPECCUU,
W OJIHAa TIapaJIoTMyYHas Komwusi B Xpomocome 2B
(F3h-B2), nokanuzoBanHas B 40 cM ot F3h-Bl
Y MMEIOIIas CyIIeCTBEHHBIE OTIUYHS OT T€HOB
F3h-1B cTpykTypHO-GYHKITHOHATHLHOM OpTaHN3a-
uuu (Khlestkina et al., 2008, 2011, 2013). Kpome
TOTO, BBIZICNICHBI HYKJICOTUIHBIC MTOCIEI0BATEIb-
HOCTHU U3 T€HOMOB CJCAYIOIIUX COPOAMYCH MIlie-
vunel: 1. urartu (F3h-Al), Ae. speltoides (F3h-S1
u F3h-S2), Ae. tauschii (F3h-D1), T. timopheevii
(F3h-G2)u S. cereale (F3h-R1 n F3h-R2) (Khlest-
kina et al., 2008, 2009a, 2011, 2013).

'V GONBIINHCTBA BUIOB PACTEHUHN T€H, KOJTUPY-
toumit pepment F3H, nmpucyTcTByer B BuIe eau-
HuyHOM Koruu. OnHako B renomax B u G paznuu-
HBIX MTOJIMTUIOW/IHBIX BUJIOB IIIEHUIIBI U Y TIPEIKa
reHoMOB B u G Ae. speltoides, a Taxxe B reHoMe R
PYKH TTOCEBHOMU BBISIBIICHO IO 2 KOTIMW JAHHOTO TeHa
(Khlestkina et al., 2013). KnactepHslii aHaJIu3 Ay1-
JIUIMPOBAHHBIX TEHOB F'3/1 B pa3INYHBIX TCHOMAX
3]IaKOB, a TaKXe CKpUHUHT okoino 100 oOpasios
24 BunoB TpuOkI Triticeae O3BOIIT 3aKITFOYUTD,
9TO Tapajnor F3h-2 mosSBWICS y OOIIETo mpeaka
JIAHHOM TpUOBI, a 3aTeM y OOJIbIIMHCTBA BU/IOB
MOJBEPICS TICEBAOTCHU3AINHU, COXPAHUBIIUCH
ik B reHoMax B, G, S u R (Khlestkina ef al.,
2013). YcTaHOBIICHO, YTO Yy PACTEHUM, HMEIOIIUX
OJIMH W3 JIaHHBIX T€HOMOB, JYIUIUIIUPOBAHHBIN
reH F3h-2 cuenuduyuecku TPaHCKPUOUPYETCS
B KOPHSX M HCAKTUBEH B IEpUKApIIC 3EPHOBKH,
ctebe, KOJICONTUIIE U JIUCTE, TAE DKCIPECCUpy-
eTCsS OCHOBHOW TeH F3/-1, KOTOphIii HA00OPOT
HEaKTUBEH B KOpHsX. F3h-2 Mano oTimnvaercs ot
HUCXOIHOMU ITOCIIeN0BaTeIIbHOCTH F3h-1 B o0nacTtu
9K30HOB M KOAMPYET QYHKITHOHATBHEIN (hepMEHT
F3H. T'opasmo 6omee cymecTBeHHBIEC OTIINIHUS BBI-
SIBJICHBI B CTPYKTYpe MPOMOTOPOB F3h-1 n F3h-2.
Bo3MokHO, UMEHHO TKaHEBast CIICITUATU3AIMS 103~

BOJIMJIA MTAPAIOTUYHOMN KOTIUHU F3/-2 COXpPaHUTHCS
BreHomax B, G, R u S, Torja kak y MHOTUX IpyTrux
BuI0B Triticeae AyTTUIIMPOBAaHHBIN T€H MTOIBEPTCSI
ncesnorenn3anun (Llloesa, Xmectkuna, 2013;
Khlestkina et al., 2013).

Dfr. llpu yaactun reHa Dfr, KOAUPYIOIIETO A1~
rugpodiaBonon-4-penykrasy (DFR), mpoucxomur
BOCCTaHOBJICHHE JUTHIPO(IABOHOIOB /10 00pa3o-
BaHUsI JISHKOAHTOIIMAHUTUHOB (puc. 1), KOTOpBIE, B
CBOIO Ouepe/ib, TPeoOpa3yoTCs B aHTOIIUMAHUINHBI
(TIpeamecTBEHHUKHA aHTOIIMAHOB) WM (haBaH-3-
OJIBI (TIPEAIIECTBEHHUKH MTPOAHTOIIMAHNUIUHOB).
I'en Dfr npencraBieH B TCHOME MIICHUIIBI TPEMsI
KOTIUSIMH, JIOKAJTM30BAHHBIMU B JIJTMHHBIX TUJIE-
gax xpomocoM 3A, 3B u 3D (Himi, Noda, 2004;
Munkvold ef al., 2004). beutk BeIIEICHBI ITOJTHO-
pa3MepHbIe HyKJICOTHIHbBIE TIOCTIEI0BATEIbHOCTH
naHabeX TeHoB mmeHunbl (Himi, Noda, 2004),
MOKa3aHbl TKaHECTeNU(UIHBIE 0COOCHHOCTH pe-
rymsoun Kaxaon u3 konuid (Himi, Noda, 2004) u
BBISIBJICHA B3aMMOCBSI3b HEKOTOPBIX aJljiesiei TeHOB
Dfr ¢ yCcTOWYMBOCTBIO MIIEHUIIBI K TPOPACTAHUIO
Ha kopHto (Bi et al., 2014).

Ans, Anr, Lar. [TpeoOpa3oBaHue JeHKOAHTOLIH-
AQHWUJIMHOB B aHTOIIMAaHHUIMHBI OCYIIIECTBIIETCS IIPU
y4dacTuu reHa Ans (puc.), KOTUPYIOLIEro aHTolHa-
HuuHCcHHTa3y (ANS). YcTaHOBICHO, YTO B TEHOME
MSITKOH IMIIEHHIIBI TIPUCYTCTBYIOT HE MEHEe ITATH KO-
Ui TeHa Ans, BbIIENIEHBI NX HYKJICOTHIHBIE TIOCITe-
JIOBATEIbHOCTH, JIOKAJIM30BaHHBIE B XPOMOCOMax 6A
(2 nokyca), 6B (2 nokyca) u 6D (1 nokyc) (Tadi. 2).
JleTanbHbli aHAIN3 CTPYKTYPHO-(QYHKIMOHATILHON
OpraHu3aluy KaKIOW KONMUU JAHHOTO I'eHa He
MIPOBOAMJICS, OJHAKO M3y4YeHa OO0IIas SKCIPECCHs
TeHa Ans B Pa3NWYHBIX TKaHAX MIIECHUIIHI W BBISB-
JICHO YBEJIMICHUE YPOBHS TPAHCKPHUIIIINN B TKAHSX,
okpamenHbix antormanamu (Tereshchenko et al.,
2013). YactuuHasi 1ociieioBaTeIbHOCTh TeHa Ans
BBIIETICHA TAKXKE U3 TEHOMA PKU, YCTAHOBIICHA €€
JIOKaIIM3alusl B JUTMHHOM TLIeYe XPOMOCOMBI 6R
(Khlestkina et al., 2009a).

[IpoaHTOIIMAHUINHEI SBISIIOTCS TTPOTYKTAMH
MOJIMMEPU3AMU U OKUCJICHUsl (IiaBaH-3-0JI0B
(puc.), KoTOpble, B CBOIO O4Yepeb, 00Pa3yIOTCs
b0 U3 JIEWKOAHTOUMAHUIMHOB, Ojaronaps
AKCIIPECCHUU TeHa Lar, KOOUPYIOIIEro JIeHKoaH-
tormmanuanapeaykrasy (LAR), mnbo u3 anTonma-
HUJWHOB TP Y4acTUW TeHa Anr, KOAUPYIOIIETO
anTounanuauapenykrasy (ANR). O gucne xonuit
JTAHHBIX TCHOB B TCHOME MIIICHUIIBI, UX JIOKAJIH3a-
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AU ¥ CTPYKTYPHO-(DYHKIIMOHATIBHON OpraHH3alin
MOKa HUYero He co00MIaIoch.

Mt, Gt, At, Rt. AuTOIIaHBI SABJISIOTCS IPOLYKTa-
MU MOITU(PHUKAITIHY (METHIMPOBAHHMS, TITUKO3UIINPO-
BaHWS, AlICTHIMPOBAHMS W/FUTH PAMHO3FITHPOBAHIIS)
AQHTOIMAHHUIMHOB TIPU y4acTuu reHoB Mt, Gt, At n
Rt, xoqupyromux (hepMeHTb MeTHITpaHchepasbl
(MT), rukosuntpancdepassl (GT), auetnnrpaHc-
(hepasbl (AT) u pamHozuntpancepassl (RT) coot-
BETCTBEHHO (puc.). B OTHOIIEHNN TIepeuncIIeHHBIX
TeHOB HEKOTOPBIE CBEICHHUS HAKOTIIICHBI JIUIIE O Mt
(Fmt) u Rt (3Rt) (Tabn. 2). B wactHocTH, opToIo-
THYHBIC KOIMU TeHa JRf KapTUPOBAHbI B JTTHHHBIX
TUIeYaX XPOMOCOM S Yy MIICHHIIBI U PIKH U BBISIBIICHO
ONM3KOE PACIIONIOKEHHUE JIByX CTPYKTYPHBIX T€HOB
onocuaTesa maBononnoB 3Rt u Chi (Khlestkina et
al., 2009a; Shoeva et al., 2014a, b). U3BecTHO, 9TO
T'€HBI 9YKapHOT, OTBEUAIOIIHE 32 MOCIIe/I0BATEILHEIC
CTaJMu MEeTabOJIMYECKOTO IMyTH, MOTYT HaXOANUTh-
Csl B CaMbIX Pa3HBIX Y4acTKax T€HOMa, Ha pa3HbIX
XpOMOCOMax, HO MOTYT PAacIojararbCsi U PsoM.
OnHako Jake TeHBI, JOKAIN30BaHHBIC P/IOM, Kak
MIPaBWIIO, PETyIHpyIoTCcs HezaBucumo (Campbell
et al., 2005).

Hecmorpst Ha TO 4TO emie He BCE CTPYKTYp-
HbIE TeHbl OMocHHTEe3a (DIIABOHOWAOB MIICHULBI
B MOJHOW Mepe M3Y4YCeHbI, UMCIOIINXCS JTaHHBIX
0Ka3aJIOCh JIOCTATOYHO JJISl MCCIIENOBAHUS TKa-
HEeCTEM(PIUIHON HKCTIPECCUN HEKOTOPHIX TEHOB B
Pa3IMYHBIX YACTAX PACTEHHUH, OTIMYAIOIIUXCS 110
OKpacKe, 4TO CHITPaJIo KIFOUEBYIO POJIb B YCTaHOB-
JICHUM 0COOCHHOCTEH OpraHn3aly PEryasiTOPHOH
cetn OnocuHTe3a (DIIaBOHOUIOB.

PEI'YIATOPHBIE I'EHbBI
BUOCHUHTE3A ®JTABOHOHN/10B

HawubGornee xopo1o n3y4eHHbIMH PEryIIsTOPHbI-
MU TeHamu OMOCHHTE3a (DIIABOHOWIOB SIBISIFOTCS
TeHbI, KOHTPOJHUPYIOIIHe OMOCHHTE3 MTUTMEHTOB
(aHTONMAHOB, IPOAHTONMAHUINHOB, (I1006aeHOB).
B peryssiiiun GnocrHTE3a MMTMEHTOB IIPHHUMAIOT
ydacTHe TPHU TPYIIBI PETYISITOPHBIX (HaKTOPOB:
MYB, MYC u WD40. ®yHkuuoHansHas poib
U B3aUMOJICHCTBUE ITHUX (PAKTOPOB JIy4IE BCETO
OTIMICaHbl Ha TpUMepe OMOCHHTE3a aHTOIIMAHOB
(Tabm. 3).

MYB. Ilepsie MYB-niono0usie (pakTops
TPAHCKPUIIIUH, PErYINpPYIOIIe ONOCUHTE3 aHTO-
[IUAHOB, OBLIM OTKPBITHI B 1987 T. y KyKkypy3sl. K

HUM OTHOCSTCSI PaKkTOPbI, Kopupyembie renamu C1
(Colorless 1), P1 (Purple 1) w Pll1 (Purple leaf 1)
(Paz-Ares et al., 1987; Chandler et al., 1989; Goff
et al., 1990; Petroni et al., 2000). YV pacrenwuii
B TEHOME TPHUCYTCTBYeT Okojo 200 pa3maHbIX
MY B-niono6nbix renos (Quattrocchio et al., 2008;
Dubos et al., 2010). Beinensror yetblpe Kiacca
MY B-nono6usix ¢akropoB TpaHckpunuuu — 1R
(umu MYB-poncreennsie), 2R (R2R3-MYB),
3R (R1R2R3-MYB) u 4R (cMemanusrif). [Toka-
3aHO, YTO B OMOCHHTE3€ aHTOI[MAHOB y4acTBYIOT
R2R3-MYB-¢axkrops! (Stracke et al., 2001). Ha
ocHoBaHUM ToMojioruu ¢ renamu CI u Pl1 kyky-
py3bl ObLTH BhIeneHbl R2R3-MY B-koaupyromue
reHbl OMOCHHTE3a AHTOIIMAHOB M3 TEHOMOB JIPYTUX
pactennii (tadn. 3). V3 reHOMa MIIEHUIIBI TOMO-
JIOTUYHBIE HYKJICOTHIHBIC TOCIEI0BATEIbHOCTH
€IIIc HE BBIJCIICHBI, OJJHAKO ITyTeM THOPHU N3N
JHK rena CI kykypy3sl ¢ reHomHod JTHK nyn-
JIUTETPACOMHBIX JIMHUH TMIICHUIIBI YCTAHOBJICHO
MIPUCYTCTBHE BHICOKOTOMOJIOTHYHBIX MOCIIEI0BA-
TeJIBHOCTEH, 0003HaUeHHBIX Mpcl, B XpoMOcoMax
4B, 4D, 5A,7A, 7B, 7D (Li et al., 1999). Jlanabie
MIOCJIeIOBATEIEHOCTH, OYEBUIHO, COOTBETCTBYIOT
JIBYM MapaJIOTUYHBIM IeHaM, TPEACTABICHHBIM B
BUJIE TPEX FOMEOJOTUYHBIX KONMUW Kaxkabli. [Ipu
ATOM KoIusi B XxpoMocome 7D Obla kapTupoBaHa
B KopoTkoM Ttutede (Li et al., 1999) B paiione,
COBIA/IAIOIIEM C MECTOM JIOKAJU3alllN KiIacTe-
pa TEHOB, NETEPMUHUPYIOMHUX AHTOIIHAHOBYIO
OKpacKy Pa3JIHYHBIX OPraHOB MIICHUIIB (JTUCTA,
PIb-DI n Pls-D1, crebns, Pc-DI1, xoneonTune,
Rc-D1, nepukapna, Pp-1, yuiek, Ra-DI, nbuib-
HukoB, Pan-D1) (Khlestkina ef al., 2009b, 2010a,
2014; Tereshchenko et al., 2012). Kpome Toro,
MIOKa3aHO, YTO TeHBI, ACTCPMUHHUPYIOIIHE OKPACKY,
MPEONPEICISIFOT AKTUBHOCTh CTPYKTYPHBIX TEHOB
OMOCHHTE3a aHTOIIMAHOB B COOTBETCTBYOILIUX OP-
ranax (Khlestkina et al., 2008, 2009a, 2010b, 2014;
Tereshchenko et al., 2013). B coBokynmHOCTH nMe-
FOIIMECS TaHHBIE T03BOJISIOT OTHECTH reHbl Plb-1,
Pls-1, Pc-1, Re-1, Pp-1, Ra-1, Pan-1 nimieHAIIb K
cemeiictBy R2R3-MY B-koaupyrommx peryastop-
HBIX TEHOB OMOCHHTE3a aHTOI[UAHOB.

Takxe yCTaHOBJIEHO, YTO NPyroil ¢aktop,
npuHagnexamuii cemeictsy MYB, yuacTByer
B PEryisiuu OMOCWHTE3a MPOAHTOIMAHUIANHOB
B CEMEHHON 00OJIOUKE MIICHUIBI U KOIUPYETCS
reHamu R-Al, R-Bl w R-D1, nokaqu30BaHHBIMH B
xpomocomax 3A, 3B u 3D (Himi et al., 2005; Himi,
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Taéauna 3

XapaKTepUCTUKH PETY/ISTOPHBIX (DaKTOPOB, YUACTBYIOIIMX B OMOCHUHTE3E aHTOLIUAHOB
Y KOIUPYIOILKUE UX T€Hbl B TEHOMaX OCHOBHBIX MOJIEJIbHBIX BUJOB PACTEHUH,
a TaKKe B TEHOME IILIEHUIIBI

Tun
PETYISITOPHBIX MYC (bHLH) MYB WD40
(akTopoB
Posbs dakropa | Onpenenenue Tkanecnenuduy- CBeTo3aBrCHMAas Crabunmsanus

B PETyJIsLUN

HOCTH OHMOCHHTE3a AHTOILIMAaHOB

perymsinns OnocuHTEe3a

koMIuiekca MYB-bHLH

OorocuHTE3a (Taylor, Briggs, 1990) (Taylor, Briggs, 1990) (de Vetten et al., 1997)
CtpykrypHblii | N-KoHeIl Bzaumopeiictue | N-xonery | CesseiBanue JIHK | N-konerr | CBsi3biBanme
aneMeHT ¥ ero | (a.o. 1-200) |c MYB (a.0. 1-52, | m mumepuzanmst | (mostop | JIHK u 6en-
(hYHKIIMOHAIIb- (Goffetal., 1992) |nosroper |(Romero efal., |GH) KOB MUIIICHEH
HOE 3HAYCHUE | N-gomer Bzaumoneiicteine | R2R3) 1998) (Van Nocker,
(a.0. 201-400) | ¢ WD40 w/m1u kom- Ludwig, 2003)
riekcoM RNApolll
(Ferré-d'Amaré
etal., 1994)
bHLH-nomen | CesizpiBanue JIHK | C-xoneny | Perymsimust axke- | C-konery | CBsi3bIBaHUE
U TUMEpU3aIus MIPECCUU reHa- (mosrop | /IHK u 6en-
(Heim et al., 2003) mumenu (Stracke | WD) KOB MHIIICHEH
C-koHel Jlumepusanyst etal.,2001) (Van Nocker,
(Payne et al., 2000) Ludwig, 2003)

Bun

['eHbI, KOAMPYIOLIME IEPEUNCIICHHBIE (P)AaKTOPHI Y Pa3HbIX BUIOB PACTCHUI

Arabidopsis
thaliana (L.)
Heinh.

TT8 (Nesi et al., 2000)

GL3/EGL3 (Bernhardt et al., 2003;
Heim et al., 2003; Zhang et al.,
2003)

TT2, CPC (Borevitz et al.,
2000; Gonzalez et al., 2008)
MYBL?2 (Dubos et al., 2008;
Matsui et al., 2008)

17G1

(Walker et al., 1999)

Petunia ANI1, JAF13 (Llyod et al., 1992; AN2, AN4 (Quattrocchio et | ANI1I
hybrida L. Quattrocchio et al., 1998; Spelt et | al., 1999, 2006) (de Vetten et al., 1997)
al., 2000)
Zea mays L. B, R, Lc, Sn, Inl (Burr et al., 1996; | C1, Pl1, Pl PACI
Chandler et al., 1989; Goff et al., |(Paz-Ares et al, 1987, (Selinger, Chandler,
1990; Consonni et al., 1993; Chandler et al, 1989; Goff et | 1999)
Petroni et al., 2000) al, 1990; Petroni et al, 2000)
Triticum TaMycl Mpcl -
aestivum L. (Shoeva et al., 2014c) (Lietal., 1999)

IT puMedYaHHUCE. a.0. — AMUHOKHUCIOTHBIE OCTAaTKHU.

Noda, 2005). IToka3ana B3anMOCBSA3b MEXITy TPH-
CYTCTBHEM DPEILIECCUBHOTO ajuiess B JOKyce R-B/
U HajguyueM |9-HyKJICOTHUAHOHN NeNlelnuu B IMOo-
cienosarenbHocTd MY B-tdaxropa (Tamyb10-B1),
MIPUBOJIAIICH K CIBUTY paMKH cunThiBanus (Himi,
Noda, 2005; Himi et al., 2011).

MYC. [Ipyrast 60sbI1as TpyIia peryasTOPHBIX
(hakTOPOB, KOHTPOJIUPYIOIIUX OMOCHUHTE3 AHTOIIHA-
HOB, oTHOCHUTCSl K MY C-11000HBIM PEryIsITOPHBIM
(hakTOpam, KOTOPBIE MPUHAJISHKAT K TPYIIIIE pery-

naTopHbBIX (pakropos ¢ bHLH momeHnoM (OCHOBHBIM
CHHpajb-NEeTIA-CIUpaIb JOMEHOM), paClO3HAI0-
M JIHK. [Tepsrie MY C-niogo6nble (hakTopsl
TPAHCKPUIILINY, y4acTBYIOIIME B OMOCHHTE3€ aH-
TOIMAHOB, OBITH OTKPBITH B 1989 I y KyKypy3sl
TIpeACTaBIIOT coOoi wieHsl B/R cemeticTa. [Todke
Ha OCHOBAaHUU I'OMOJIOT MY ObLIN BBIAEIICHBI JPYTHe
YJICHBI JAHHOTO CEMENCTBA M3 TeHOMOB KYKYPY3bI H
Jpyrux pactenuii (tTadm. 3). MicenenoBanne naHHBIX
(axTopoB in Vvitro MoKazano, YTO OHH CIOCOOHBI
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aKTUBUPOBATH TPAHCKPHUIIIUIO T€HOB-MHILIEHEH
CaMOCTOSATENBHO JIN00 B KomIuiekce ¢ MY B-mo-
JIOOHBIMU (paKTOpaMM, YTO 3aBUCHT OT IPOMOTOPA
rera-mumeru (Mol et al., 1998).

HenaBHo Obla BriepBbI€ BIZIENIEHA 1 OTCEKBE-
HUPOBaHA MOJIHOPa3MepHasi TeHOMHAs HyKJI€OTH/I-
Hasl MOCIIeI0BATEIbHOCTh TeHa MATKOW MIIEHUIIBI
TaMycl, xomupyromias MY C-nioo0HBIN peryis-
TOPHBINA (PAKTOP. YCTAaHOBJIEHO, YTO TPAHCKPHII-
LMOHHAsI aKTUBHOCTb T'eHa JaMycl moBblLIEHA B
TKaHSIX TIIEHUIbI, OKPAIIEHHBIX aHTOI[MaHAMH,
npuyeM Hanbosee BEICOKHUIN YPOBEHB IKCIPECCHH
HaOIr0aeTCsl B MUTMEHTUPOBAHHOM TIepUKapIie
3epHa. B reHome MArkoi MIIEHULBl JaHHBIA TeH
UMEeT HE MEHEe YeThIPEX KOIUH, KAPTUPOBAHHBIX
B JUTMHHBIX IIeYaX XPOMOCOM BTOPOH TOMEOJIOT hde-
CKOM TPyTITTBI, OTHAKO B ITEpUKapIIEe SKCIIPECCUPYET-
¢s1 TonbKo TaMyc ], KOTOPBIi KOJIOKaTU3yeTCs C OJl-
HUM U3 TeHOB, IETEPMUHHUPYIOLINX aHTOIIMAHOBYIO
okpacky repukapna, Pp3 (Shoeva et al., 2014c).
CpaBnenue skcripeccuu TaMycl B nepukaprie n3o-
TeHHBIX JITHUH, HECYIINX Pa3TMYHbIe KOMOMHAITIT
amneneit Pp, nokasano, uro MY B-konupytromuii
reH Pp-D1 wactuuHo cymnpeccupyet reH TaMycl
(Shoeva et al., 2014c). Takum oOpa3oMm, BIiepBbIC
y pacTeHHu Moka3aHo, YTO MEXy PEryIsaTOpPHbI-
MU FeHaMU OMOCHHTE3a aHTOIMAHOB CYIIECTBYET
B3auMHas perynsauus: MY B-kogupyromuid redn
MOJKET BBI3BIBATH YACTHUHYIO cympeccuto MYC-
Komupyromero rera. [Ipu aTom ans 6GmocunTesa
AHTOLIMAHOB B MEpHKapIie MIIEeHUIbI Tpedyercs
KOMIIJIEMEHTApHOE B3aMMOAEHCTBUE MPOIAYKTOB
reHoB Pp-D1 u Pp3 (Tereshchenko et al., 2012).

WD40. Tpetbs rpynma (GpakTopoB, peryaupy-
omuX OMoCHHTE3 aHTonmaHoB, WD40, comep-
JKUT OEJIKOBBIE MOBTOPHI, KOHCEPBATUBHBIE IS
JKUBOTHBIX, pacTeHUH U npoxoked (Smith et al.,
1999). IlepBblil npeacTaBUTENb AAHHOM TPYIIIBI
y pacrenuii, Anll, 6bpul onMcaH y netyHuu. Jlan-
HBII TeH KOUPYET HEOOBIION MOTUIIETITH C 5—6
KoHCcepBatuBHEIMH WD-mioBTOpamu (de Vetten et
al., 1997). MyTtanuuu B JaHHOM I'€HE CBS3aHBI C OT-
cyTcTBUEM nUrmMeHTanuu. [lozaHee Ha ocHOBaHUM
TOMOJIOTUH OBUTH OMMCAaHbI PEryAsSTOPHBIC T'CHBI
cemeiictBa WD40 y npyrux pacrenuii (tadm. 3). U3
TeHOMa TIIICHUIII TOMOJIOTHYHBIE HYKIICOTHIHEIE
MOCIIEIOBATEIFHOCTH TI0KA €I1e HE BBIZCIICHBI.

CyliecTBEeHHYIO POJIb B U3yUYEHUH PEryJs-
TOPHBIX T€HOB MIIEHHUIIBI UTPAET CPAaBHUTEIBHOE
UCCIIEIOBAaHNE TEHETHUYECKH U IIUTOJOTHYECKH

mapkupoBanubix guHHi (Khlestkina, 2014). B
YACTHOCTH, JJIsl UJSHTU(UKALMU U U3yUCHUS
CTPYKTYpHO-(PYHKIIHOHAIBHON OpTaHU3alUU
PETYISATOPHBIX TEHOB OMOCHHTE3a (DITaBOHOHIOB
TaMyb10 (Himi, Noda, 2005; Himi ef al., 2011)
u TaMycl (Shoeva et al., 2014c) BaxHYIO POIH
CBITPAJIO UCIIOIH30BAHUE MIOUTH H30TCHHBIX JIMHHI
IIICHUIIBI, PA3TMYAFOIIUXCS 10 OKPACKE CEMEHHOM
000JIOYKH ¥ ITepHKapIa COOTBETCTBEHHO.

B cBs13u co cl0XHOU OpraHuzanueil reaoma
MIIeHUIBl U3YyYeHUE €€ PEerylsTOPHBIX T'€HOB
JI0 HACTOSIIEr0 MOMEHTa MPOUCXOUIIO C HC-
MOJIb30BAHUEM METOJIOB MPSIMOYM TCHETUKH: «OT
Mpu3HaKa K TeHy». B n1aHHOe BpeMst peanusyercs
MPOEKT 0 CEKBEHUPOBAHHIO TOJIHOTO Te€HOMA
menuts (http://www.wheatgenome.org/), 6ypHo
pa3BUBACTCS MPUOOPHO-aHATUTHIECKAs 0a3za s
ABTOMaTH3MPOBAHHOTO aHaliu3a METa0OJIUTOB
W pacmupsieTcsi CIeKTp dPPEKTUBHBIX METOI0B
HaIPaBJICHHOTO M3MCHECHHS HYKJICOTHUIHBIX I10-
cienoBarenbHocTei in vivo (Christian et al., 2010;
Cermak et al.,2011; Cong et al., 2013; Mali et al.,
2013). B 0603pumoM OymyIiieM BCe 9TO 00€CTICUUT
BO3MOYKHOCTb IITMPOKOTO MCIIOJIb30BaHUSI ITOIXO0-
JIOB HE TOJIBKO TPSIMO#, HO M OOpaTHO# IeHETHKH
JUTSL BBIJICJICHUSI M JICTAJILHOTO aHajiu3a JPYrux
PETYISTOPHBIX TEHOB OMOCHHTE3a (DIaBOHOMIOB
TMIIICHALIBI U PEKOHCTPYKITUH PETYISITOPHOU CETH
JAHHOTO METa0OIMYECKOTO MyTH C YIETOM €€ BH-
nocrennpuIHbIX 0COOCHHOCTEH.

BJIAT'OJAPHOCTHU

Crarbst noArorosieHa npu noaaepxkke Poccuii-
ckoro doHaa GyHIAMEHTATBHBIX HCCIICIOBAHUI
(Nerpanra 14-04-31637), mporpammsl [ Ipesummnyma
PAH «MonekynsipHas u KJIeTo4Hast OUOIOTHUS,
rpanTa [Ipesunenra Poccuiickoin @enepanuu nmis
MOJIOJIBIX TIoKTOpoB Hayk (M/] 2615.2013.4) urocy-
JApCTBEHHOH OroKeTHOH mporpammel VI.53.1.5.

JUTEPATYPA

bputron I'. buoxumus npupoansix nurmMeHToB: [lep. ¢ anm.
M.: Mup, 1986. 422 c.

3ampomeToB M.H. OcHOBBI OMOXUMHK (PEHONTBHBIX COEANHE-
Huii. M.: Beicmr. mk., 1974. 214 c.

Maprtsinos C.I1., lo6porsopckas T.B. OcoGennoctu pacmpo-
CTpaHEeHUsI MOP(HOIOTHIECKHIX TPU3HAKOB KOJIOCA MATKOH
mueHusl Ha Teppuropun osiBiero CCCP // I'enernka.
1997.T. 33. C. 350-357.

Hosorensuos H.B., EsxoB 11.C. O6 aHTHOMOTHYECKHX U aH-



et OMOCHHTE3a PAABOHOMAOB MIIEHULIbI

793

THOKHCJIIUTCIIBHBIX CBOﬁCTBaX KCJITBIX ITIUT'MEHTOB 3€pHA
// Hokn. AH CCCP. 1954. T. 99. C. 297-300.

Cunckas E. O noneBsIx KynbTypax Anras (KpaTKuid OT4ET O
noesake Jietom 1924 1) // Tp. npukit. 60TaH. CENEKIUH.
1925. T. 14. C. 359-376.

Xnectkuna E.K. I'ensl, gerepMuHupyromume okpacky pas-
JIMYHBIX OPraHOB IMIICHHIBI // BaBHJIOB. KYypH. TCHET.
cenexkiuu. 2012. T. 16. C. 202-216.

loesa O.10., Xnecrkuna E.K. Dxcnipeccusi rena F34 B paznud-
HBIX OpraHax MmeHuIs! / Monexymsip. 6uonorus. 2013.
T. 47. C. 1028-1030.

Sxyouunep M.M., Capunukuii M.C. 3epHOBbIC KYyJIBTYphI //
PyKoBOJICTBO 110 arpodanuy c.-X. Kysisryp. M.: Cenbxos-
ru3, 1947. C. 20.

Bernhardt C., Lee M.M., Gonzalez A., Zhang F., Lloyd A.,
Schiefelbein J. The bHLH genes GLABRA3 (GL3) and
ENHANCER OF GLABRA3 (EGL3) specify epidermal
cell fate in the Arabidopsis root / Development. 2003.
V. 130. P. 6431-6439.

Bi H.H., Sun Y.W,, Xiao Y.G., Xia L.Q. Characterization of
DFR allelic variations and their associations with pre-har-
vest sprouting resistance in a set of red-grained Chinese
wheat germplasm // Euphytica. 2014. V. 195. P. 197-207.

Borevitz J.O., Xia Y., Blount J., Dixon R.A., Lamb C. Ac-
tivation tagging identified a conserved MYB regulator
of phenylpropanoid biosynthesis // Plant Cell. 2000.
V. 12. P. 2383-2393.

Brink R.A. A genetic change associated with the R locus in
maize which is directed and potentially reversible // Genet-
ics. 1956. V. 41. P. 872-889.

Brink R.A. Paramutation // Annu. Rev. Genet. 1973. V. 7.
P. 129-152.

Burr F.A., Burr B., Scheffler B.E., Blewitt M., Wienand U.,
Matz E.C. The maize repressor-like gene intensifier 1
shares homology with the r1/b7 multigene family of
transcription factors and exhibits missplicing // Plant Cell.
1996. V. 8. P. 1249-1259.

Campbell P.N., Smith A.D., Peters T.J. Biochemistry il-
lustrated: Biochemistry and Molecular Biology in the
Post-Genomic Era. Edinburgh; N.Y.: Elsevier Churchill
Livingstone, 2005. 264 p.

Cermak T., Doyle E.L., Christian M., Wang L., Zhang Y.,
Schmidt C., Baller J.A., Somia N.V., Bogdanove A.J.,
Voytas D.F. Efficient design and assembly of custom
TALEN and other TAL effector-based constructs for DNA
targeting // Nucl. Acids Res. 2011. 39. P. e82.

Chalker-Scott L. Environmental significance of anthocyanins
in plant stress responses // Photochem. Photobiol. 1999.
V. 70. P. 1-9.

Chandler V.L., Radicella J.P., Robbins T.P., Chen J., Turks D.
Two regulatory genes of the maize anthocyanin pathway
are homologous: isolation of B utilizing R genomic se-
quences // Plant Cell. 1989. V. 1. P. 1175-1183.

Chopra S., Hoshino A., Boddu J., Iida S. Flavonoid pigments
as tools in molecular genetics / The Science of Flavonoids
/ Ed. E. Grotewold. N.Y.: Springer, 2008. P. 147-173.

Christian M., Cermak T., Doyle E.L., Schmidt C., Zhang F.,
Hummel A., Bogdanove A.J., Voytas D.F. Targeting DNA
double-strand breaks with TAL effector nucleases // Gene-
tics. 2010. V. 186. P. 757-761.

Cong L., Ran A.F., Cox D., Lin S., Barretto R., Habib N.,

Hsu P.D., Wu X., Jiang W., Marraffini L.A., Zhang F.
Multiplex genome engineering using CRISPR/Cas systems
// Science. 2013. V. 339. P. 819-823.

Consonni G., Geuna F., Gavazzi G., Tonelli C. Molecular
homology among members of the R gene family in maize
// Plant J. 1993. V. 3. P. 335-346.

Darwin C. The variation of animals and plants under domes-
tication. N.Y.: D.Appelton & Co, 1883. 495 p.

Debeaujon 1., Léon-Kloosterziel K.M., Koornneef M. Influ-
ence of the testa on seed dormancy, germination, and
longevity in Arabidopsis // Plant Physiol. 2000. V. 122.
P. 403—414.

Dooner H.K., Kermicle J.L. Displaced and tandem duplications
in the long arm of chromosome 10 in mayze // Genetics.
1976. V. 82. P. 309-322.

Dooner H.K., Robbins T.P., Jorgensen R.A. Genetic and de-
velopmental control of anthocyanin biosynthesis // Annu.
Rev. Genet. 1991. V. 25. P. 173-179.

Dubos C., Le Gourrierec J., Baudry A., Lanet E., Debeau-
jon 1., Routaboul J.-M., Alboresi A., Weisshaar B.,
Lepiniec L. MYBL2 is a new regulator of flavonoid
biosynthesis in Arabidopsis thaliana // Plant J. 2008.
V. 55. P. 940-953.

Dubos C., Stracke R., Grotewold E., Weisshaar B., Martin C.,
Lepiniec L. MYB transcription factors in Arabidopsis //
Trends Plant Sci. 2010. V. 15. P. 573-581.

Farrant J.M. A comparison of mechanisms of desiccation toler-
ance among three angiosperm resurrection plant species //
Plant Ecol. 2000. V. 151. P. 29-39.

Ferré-D’Amaré A.R., Pognonec P., Riider R.G., Burley S.K.
Structure and function of the b/HLH/Z domain of USF //
EMBO J. 1994. V. 13. P. 180-189.

Flavonoid Pharmacokinetics / Eds N.M. Davies, J.A. Yanez.
Hoboken; New Jersey: John Wiley & Sons, Inc.,2013. P. 7.

Freed R.D., Everson E.H., Ringlund K., Gullord M. Seed coat
color in wheat and the relationship to seed dormancy at ma-
turity // Cereal Res. Commun. 1976. V. 4. P. 147-149.

Goff S.A., Cone K.C., Chandler V.L. Functional analysis of
the transcriptional activator encoded by the maize B gene:
evidence for a direct functional interaction between two
classes of regulatory proteins // Genes Dev. 1992. V. 6.
P. 864-875.

Gonzalez A., Zhao M., Leavitt J.M., Llyod A.M. Regulation of
the anthocyanin biosynthetic pathway by the TTG1/bHLH/
Myb transcriptional complex in Arabidopsis seedlings //
Plant J. 2008. V. 53. P. 814-827.

Gordeeva E.I., Shoeva O.Y., E.K. Khlestkina E.K. Cold stress
response of wheat genotypes having different Rc alleles //
Cereal Res. Commun. 2013. V. 41. P. 519-526.

Gordeeva E.I., Shoeva O.Y., Khlestkina E.K. Marker-assisted
development of bread wheat near-isogenic lines carrying
various combinations of Pp (purple pericarp) alleles //
Euphytica. 2014. DOI: 10.1007/s10681-014-1317-8.

Hale C.J., Stonaker J.L., Gross S.M., Hollick J.B. A novel
Snf2 protein maintains trans-generational regulatory states
established by paramutation in maize // PLoS Biol. 2007.
V. 5. P e275.

Heim M.A., Jakoby M., Werber M., Martin C., Weisshaar B.,
Bailey P.C. The basic helix—loop—helix transcription factor
family in plants: a genome-wide study of protein structure
and functional diversity // Mol. Biol. Evol. 2003. V. 20.



794

E.K. Xaectkuna, O.IO. llloesa, E.J. Topaeesa

P. 735-747.

Himi E., Mackawa M., Miura H., Noda K. Development of PCR
markers for 7amyb10 related to R-1, red grain color gene in
wheat // Theor. Appl. Genet. 2011. 11 p. ID 369460.

Himi E., Nisar A., Noda K. Colour genes (R and Rc) for grain
and coleoptile upregulate flavonoid biosynthesis genes in
wheat // Genome. 2005. V. 48. P. 747-754.

Himi E., Noda K. Isolation and location of three homoeologous
dihydroflavonol-4-reductase (DFR) genes of wheat and
their tissue-dependent expression // J. Exp. Bot. 2004.
V. 55.P. 365-375.

Himi E., Noda K. Red grain colour gene (R) of wheat is a
Myb-type transcription factor / Euphytica. 2005. V. 143.
P. 239-242.

Himi E., Osaka T., Noda K. 2006. Isolation and characteriza-
tion of wheat ANS genes. GenBank 2006, [http://www.
ncbi.nlm.nih.gov/sites/entrez?term=himi%200saka%20
noda&cmd=Search&db=nuccore&QueryKey=4]

Hollick J. B., Dorweiler J.E., Chandler V.L. Paramutation and
related allelic interactions // Trends Genet. 1997. V. 13.
P. 302-308.

Hollick J.B., Patterson G.I., Coe E.H., Cone K.C., Chandler V.L.
Allelic interactions heritably influence the activity of
a metastable maize p/ allele // Genetics. 1995. V. 141.
P. 709-719.

Jaakola L., Maatta K., Pirtilld A.M., Térronen R., Kédren-
lampi S., Hohtola A. Expression of genes involved in
anthocyanin biosynthesis in relation to anthocyanin,
proanthocyanidin, and flavonol levels during bilberry fruit
development // Plant Physiol. 2002. V. 130. P. 729-739.

Jende-Strid B. Genetic control of flavonoid biosynthesis in
barley // Hereditas. 1993. V. 119. P. 187-204.

Khlestkina E.K. The adaptive role of flavonoids: emphasis on
cereals // Cereal Res. Commun. 2013. V. 41. P. 185-198.

Khlestkina E.K. Current applications of wheat and wheat-
alien precise genetic stocks // Mol. Breed. 2014. V. 34.
P. 273-281.

Khlestkina E.K., Dobrovolskaya O.B., Leonova.N., Salina E.A.
Diversification of the duplicated /3% genes in Triticeae //
J. Mol. Evol. 2013. V. 76. P. 261-266.

Khlestkina E.K., Gordeeva E.I., Arbuzova V.S. Molecular and
functional characterization of wheat near-isogenic line
‘i:S29Ra’ having intensive anthocyanin pigmentation of
the coleoptile, culm, leaves and auricles // Plant Breed.
2014. V. 133. P. 454-458.

Khlestkina E.K., Pshenichnikova T.A., Réder M.S., Borner A.
Clustering anthocyanin pigmentation genes in wheat
group 7 chromosomes // Cereal Res. Commun. 2009b.
V. 37.P. 391-398.

Khlestkina E.K., Roder M.S., Borner A. Mapping genes con-
trolling anthocyanin pigmentation on the glume and peri-
carp in tetraploid wheat (7riticum durum L.) // Euphytica.
2010a. V. 171. P. 65-69.

Khlestkina E.K., Roder M.S., Pshenichnikova T.A., Borner A.
Functional diversity at Rc (red coleoptile) locus in wheat
(Triticum aestivum L.) // Mol. Breed. 2010b. V. 25.
P. 125-132.

Khlestkina E.K., Réder M.S., Salina E.A. Relationship be-
tween homoeologous regulatory and structural genes in
allopolyploid genome — a case study in bread wheat //
BMC Plant Biol. 2008. V. 8. P. 88.

Khlestkina E.K., Salina E.A., Matthies 1., Leonova I.N., Bor-
ner A., Réder M.S. Comparative molecular marker-based
genetic mapping of flavanone 3-hydroxylase genes in wheat,
rye and barley / Euphytica. 2011. V. 179. P. 333-341.

Khlestkina E.K., Shoeva O.Y. Intron loss in the chalcone-fla-
vanone isomerase gene of rye // Mol. Breed. 2014. V. 33.
P. 953-959.

Khlestkina E.K., Tereshchenko O.Yu., Salina E.A. Anthocyanin
biosynthesis genes location and expression in wheat-rye hy-
brids // Mol. Genet. Genom. 2009a. V. 282. P. 475-485.

Knievel D.C., Abdel-Aal E.M., Rabalski 1., Nakamura T.,
Hucl P. Grain color development and the inheritance of
high anthocyanin blue aleurone and purple pericarp in
spring wheat (Triticum aestivum L.) //J. Cereal Sci. 2009.
V.50 P. 113-120.

Koornneef M. Mutations affecting the testa colour in Arabi-
dopsis // Arabidopsis Inf. Serv. 1990. V. 27. P. 1-4.

Krolvander A.R.,Mur L.A., de Lange P., Mol J.N., Stuitje A.R.
Inhibition of flower pigmentation by antisense CHS genes:
promoter and minimal sequence requirements for the anti-
sense effect // Plant Mol. Biol. 1990. V. 14. P. 457-466.

Kubo H., Peeters A.J.M., Aarts M.G.M., Pereira A., Koorn-
neef M. ANTHOCYANINLESS?2, a homeobox gene af-
fecting anthocyanin distribution and root development in
Arabidopsis // Plant Cell. 1999. V. 11. P. 1217-1226.

Lachman J., Dudjak J., Miholova D., Kolihova D., Pivec V.
Effect of cadmium on flavonoid content in young barley
(Hordeum sativum L.) plants // Plant Soil Environ. 2005.
V. 51.P. 513-516.

Li W.L., Faris J.D., Chittoor J.M., Leach J.E., Hulbert S.H.,
LiuD.J., Chen P.D., Gill B.S. Genomic mapping of defense
response genes in wheat // Theor. Appl. Genet. 1999. V. 98.
P. 226-233.

LiH.P., Liao Y.C. Isolation and characterization of two closely
linked phenylalanine ammonia-lyase genes from wheat //
Yi. Chuan. Xue. Bao. 2003. V. 30. P. 907-912.

Liao Y.C., Li H.P, Kreuzaler F., Fischer R. Nucleotide sequence
of one of two tandem genes encoding phenylalanine am-
monia-lyase in Triticum aestivum // Plant Physiol. 1996.
V. 112. No. 3. P. 1398-1398.

Lloyd A.M., Walbot V., Davis R.-W. Arabidopsis and Nicotiana
anthocyanin production activated by maize regulators R
and CI // Science. 1992. V. 258. P. 1773-1775.

Mali P., Esvelt K.M., Churcj G.M. Cas9 as a versatile tool
for engineering biology // Nature Methods. 2013. V. 10.
P. 957-963.

Matsui K., Umemura Y., Ohme-Takagi M. AtMYBL2, a
protein with a single MYB domain, acts as a negative
regulator of anthocyanin biosynthesis in Arabidopsis //
Plant J. 2008. V. 55. P. 954-967.

McClintock B. Controlling elements and the gene // Cold Spring
Harbor Symp. Quant. Biol. 1956. V. 21. P. 197-216.

Mol J., Grotewold E., Koes R. How genes paint flowers and
seeds // Trends Plant Sci. 1998. V. 3. P. 212-217.

Munkvold J.D., Greene R.A., Bermudez-Kandianis C.E.,
LaRotaC.M.,EdwardsH.,Sorrells S.F., Dake T., BenscherD.,
Kantety R., Linkiewicz A.M., Dubcovsky J., Akhunov E.D.,
Dvorak J., Miftahudin, Gustafson J.P., Pathan M.S.,
Nguyen H.T., Matthews D.E., Chao S., Lazo G.R., Hum-
mel D.D., Anderson O.D., Anderson J.A., Gonzalez-Her-
nandez J.L., Peng J.H., Lapitan N., Qi L.L., Echalier B.,



et OMOCHHTE3a PAABOHOMAOB MIIEHULIbI 795

Gill B.S., Hossain K.G., Kalavacharla V., Kianian S.F.,
Sandhu D., Erayman M., Gill K.S., McGuire P.E., Qual-
set C.O., Sorrells M.E. Group 3 chromosome bin maps
of wheat and their relationship to rice chromosome 1 //
Genetics. 2004. V. 168. P. 639-650.

Nagata T., Yamada H., Du Z., Todoriki S., Kikuchi S. Micro-
array analysis of genes that respond to gamma-irradia-
tion in Arabidopsis // J. Agric. Food Chem. 2005. V. 53.
P. 1022-1030.

Napoli C., Lemieux C., Jorgensen R. Introduction of a chimeric
chalcone synthase gene into petunia results in reversible
co-suppression of homologous genes in trans // Plant Cell.
1990. V. 2. P. 279-289.

Nesi N., Debeaujon 1., Jond C., Pelletier G., Caboche M.,
Lepiniec L. The 778 gene encodes a basic helix-loop-
helix domain protein required for expression of DFR and
BAN genes in Arabidopsis siliques // Plant Cell. 2000.
V. 12. P. 1863-1878.

Nozzolillo C., Isabelle P., Andersen O.M., Abou-Zaid M.
Anthocyanins of jack pine (Pinus banksiana) seedlings //
Can. J. Bot. 2002. V. 80. P. 796-801.

Payne C.T., Zhang F., Lloyd A.M. GL3 encodes a bHLH pro-
tein that regulates trichome development in Arabidopsis
through interaction with GL1 and TTG1 // Genetics. 2000.
V. 156. P. 1349-1362.

Paz-Ares J., Ghosal D., Wienand U, Peterson P.A., Saedler H.
The regulatory c/ locus of Zea mays encodes a protein
with homology to myb proto-oncogene products and with
structural similarities to transcriptional activators // EMBO
J. 1987. V. 6. P. 3553-3558.

Peer W.A., Murphy A.S. Flavonoids as signal molecules //
The Science of Flavonoids / Ed. P.E. Grotewold. N.Y.:
Springer, 2008. P. 239-268.

Petroni K., Cominelli E., Consonni G., Gusmaroli G., Gavaz-
zi G.,Tonelli C. The developmental expression of the maize
regulatory gene Hopi determines germination-depend-
ent anthocyanin accumulation // Genetics. 2000. V. 155.
P. 323-336.

Plaza B.M., Jimenez S., Segura M.L., Contreras J.I., Lao M.T.
Physiological stress caused by salinity in cordyline fruti-
cosa and its indicators / Commun. Soil Sci. Plant Anal.
2009. V. 40. P. 473-484.

Quattrocchio F., Wing J.F., van der Woude K., Mol J.N.M.,
Koes R. Analysis of bHLH and MYB domain proteins:
species specific regulatory differences are caused by di-
vergent evolution of target anthocyanin genes // Plant J.
1998. V. 13. 475-488.

Quattrocchio F., Wing J., van der Woude K., Souer E., de Vet-
ten N., Mol J., Koes R. Molecular analysis of the anthocy-
anin2 gene of petunia and its role in the evolution of flower
color // Plant Cell. 1999. V. 11. P. 1433—1444.

Quattrocchio F., Verweij W., Kroon A., Spelt C., Mol J., Koes R.
PH4 of petunia is an R2R3 MYB protein that activates
vacuolar acidification through interactions with basic-
helix—loop-helix transcription factors of the anthocyanin
pathway // Plant Cell. 2006. V. 18. P. 1274-1291.

Quattrocchio F., Baudry A., Lepiniec L., Grotewold E. The regu-
lation of flavonoid biosynthesis // The Science of Flavonoids
/ Ed. P.E. Grotewold. N.Y.: Springer, 2008. P. 97-122.

Rausher M.D. The evolution of flavonoids and their genes //
The Science of Flavonoids / Ed. P.E. Grotewold. N.Y.:

Springer, 2008. P. 175-211.

Romero 1., Fuertes A., Benito M.J., Malpica J.M., Leyva A.,
Paz-Ares J. More than 80 R2R3-MYB regulatory genes
in the genome of Arabidopsis thaliana // Plant J. 1998.
V. 14. P. 273-284.

Ryan K.G., Swinny E.E., Markham K.R., Winefield C.
Flavonoid gene expression and UV photoprotection in
transgenic and mutant Petunia leaves // Phytochemistry.
2002. V. 59. P. 23-32.

Selinger D.A., Chandler V.L. Major recent and independent
changes in the levels and patterns of expression have oc-
curred at the b gene, a regulatory locus in maize // Proc.
Natl Acad. Sci. USA. 1999. V. 96. P. 15007-15012.

Shirley B.W., Hanley S., Goodman H.M. Effect of ionizing
radiation on a plant genome: analysis of two Arabidop-
sis transparent testa mutations // Plant Cell. 1992. V. 4.
P. 333-347.

Shirley B.W., Kubasek W.L., Storz G., Bruggemann E.,
Koornneef M., Ausubel F.M., Goodman H.M. Analysis of
Arabidopsis mutants deficient in flavonoid biosynthesis //
PlantJ. 1995. V. 8. P. 659-671.

Shoeva O.Y., Dobrovolskaya O.B., Leonova I.N., Salina E.A.,
Khlestkina E.K. Functional divergence between the B, S
and G genomes estimated using wheat introgression lines
// Genetica. 2014b. Under review.

Shoeva O.Y., Gordeeva E.I., Khlestkina E.K. The genetic
regulation of anthocyanin biosynthesis in wheat pericarp
// Molecules. 2014c. V. 19. P. 20266-20279.

Shoeva O.Y., Khlestkina E.K., Berges H., Salina E.A. The
homoeologous genes encoding chalcone-flava-none iso-
merase in Triticum aestivum L.: structural characterization
and expression in different parts of wheat plant // Gene.
2014a. V. 538. P. 334-341

Smith T.F., Gaitatzes C., Saxena K., Neer E.J. The WD repeat:
a common architecture for diverse functions // Trends
Biochem. Sci. 1999. V. 24. P. 181-185.

Spelt C., Quattrocchio F., Mol J., Koes R. Anthocyaninl of
petunia encodes a basic helix—loop—helix protein that
directly activates transcription of stuctural anthocyanin
genes // Plant Cell. 2000. V. 12. P. 1619-1631.

Stam M., Scheid O.M. Paramutation: an encounter leaving
a lasting impression // Trends Plant Sci. 2005. V. 10.
P. 283-290.

Stracke R., Werber M., Weisshaar B. The R2R3-MYB gene
family in Arabidopsis thaliana // Curr. Opin. Plant Biol.
2001. V. 4. P. 447-456.

Taylor L.P., Briggs W.R. Genetic regulation and photocontrol
of anthocyanin accumulation in maize seedlings // Plant
Cell. 1990. V. 2. P. 115-127.

Tereshchenko O.Y., Arbuzova V.S., Khlestkina E.K. Allelic
state of the genes conferring purple pigmentation in differ-
ent wheat organs predetermines transcriptional activity of
the anthocyanin biosynthesis structural genes // J. Cereal
Sci. 2013. V. 57. P. 10-13.

Tereshchenko O.Y., Gordeeva E.I., Arbuzova V.S., Bérner A.,
Salina E.A., Khlestkina E.K. The D genome carries a gene
determining purple grain colour in wheat // Cereal Res.
Commun. 2012. V. 40. P. 334-341.

Van Nocker S., Ludwig P. The WD-repeat protein superfamily
in Arabidopsis: conservation and divergence in structure
and function / BMC Genomics. 2003. V. 4. P. 50.



796 E.K. Xaectkuna, O.IO. llloesa, E.J. Topaeesa

Vetten de N., Quattrocchio F., Mol J., Koes R. The anl! locus
controlling flower pigmentation in petunia encodes a novel
WD-repeat protein conserved in yeast, plants and animals
// Genes Dev. 1997. V. 11. P. 1422-1434.

Walker A.R., Davison P.A., Bolognesi-Winfield A.C.,
James C.M., Srinivasan N., Blundell T.L., Esch J.J.,
Marks M.D., Gray J.C. The TRANSPARENT TESTA GLA-
BRA1I locus, which regulates trichome differentiation and
anthocyanin biosynthesis in Arabidopsis, encodes a WD40
repeat protein // Plant Cell. 1999. V. 11. P. 1337-1350.

Winkel-Shirley B. Flavonoid biosynthesis. A colorful model
for genetics, biochemistry, cell biology and biotechnology
// Plant Physiol. 2001a. V. 126. P. 485-493.

Winkel-Shirley B. It takes garden. How work on diverse plant
species has contributed to an understanding of flavonoid me-
tabolism // Plant Physiol. 2001b. V. 127. P. 1399-1404.

Winkel-Shirley B. Biosynthesis of flavonoids and effects of
stress // Cur. Op. Plant Biol. 2002. V. 5. P. 218-223.
Winkel B.S.J. The biosynthesis of flavonoids // The Science
of Flavonoids / Ed. P.E. Grotewold. N.Y.: Springer, 2008.

P. 71-95.

Yang G., Li B., Gao J., Liu J., Zhao X., Zheng Q., Tong Y.,
LiZ. Cloning and expression of two chalcone synthase and
aflavonoid 3'5'-Hydroxylase 3'-end cDNAs from develop-
ing seeds of blue-grained wheat involved in anthocyanin
biosynthetic pathway // J. Integr. Plant Biol. (Acta Bot.
Sin.). 2004. V. 46. P. 588-594.

Zhang F., Gonzalez A., Zhao M., Payne T., Llyod A. A network
of redundant bHLH proteins functions in all TTG1-de-
pendent pathways of Arabidopsis // Development. 2003.
V. 130. P. 4859-4869.

FLAVONOID BIOSYNTHESIS GENES IN WHEAT

E.K. Khlestkina, O.Y. Shoeva, E.I. Gordeeva

Institute of Cytology and Genetics SB RAS, Novosibirsk, Russia,
e-mail: khlest@bionet.nsc.ru

Summary

The biosynthesis of flavonoid compounds is one of the best-studied metabolic pathways in plants. The
researchers’ attention to the biochemical, physiological and genetic aspects of flavonoid biosynthesis is
associated primarily with the wide range of their biological properties. In addition, the flavonoid biosynthesis
gene system is an excellent genetic model. Owing to the development of molecular and genomic methods in
recent years, considerable progress is made in the understanding of the molecular and genetic mechanisms
underpinning flavonoid biosynthesis in bread wheat (7riticum aestivum L.). This article provides a brief
overview of the results of research in the structural and functional organization of flavonoid biosynthesis

genes in wheat and its relatives.

Key words: secondary metabolites, phenolic compounds, flavonoids, anthocyanins, proanthocyanidins,
regulatory genes, structural genes, gene cloning, sequencing, mapping, gene expression.



