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BobIIMHCTBO KYJIBTYPHBIX 3J1aKOB — KYKYpYy3a, pUC, MIIEHUIIA, SUYMEHb, OBEC U POXb MPeNCTaBIeHbl MHOTOUMC-
JICHHBIMU COpPTaMU 0€3 aHTOLIMAHOBOI OKpacKM WM CO C1ab0i OKpacKoii BereTaTUBHBIX OPraHOB U/WJIN 36 PHOBOK.
MHTEeHCUBHOM OKpacKoi pacTeHUM W/MIX 3epHa 00JIagaloT peaKe MECTHBIE pachl U AUKOPACTYIINE POACTBECHHBIC
Buabl. OKpacka 3epHOBOK CBsI3aHa C OMOCMHTE30M OKpaIlleHHBIX (hJTABOHOWIOB B MAaTEPUHCKUX (MIEpUKAPIT U TECTA)
Y TUOPUMIHBIX (JIeMpPOH) TKAHSIX 36PHOBKM M KOHTPOJUPYETCS IOMUHAHTHBIMU aJIJICJISIMA PETYJISITOPHBIX TEHOB,
KOIMPYIOIINX KOHCEPBATUBHBIE TPAHCKPUITIIMOHHBIE (hakTophl ceMeiictB MYB, bHLH-MYC 1 WD40, cocraBistio-
1IUX OCJIKOBBIN peryasiTopHbIii Komiiekc MBW. MccnenoBaHusMU MOCIEIHUX JIET JOKA3aHO yyacTUe HEeOKpalleH-
HBIX U OKpaIIeHHBIX (DIABOHOMIOB B PeaKIIMX PacCTeHUI Ha OMOTHUYECKIE U aOMOTUIECKUE CTPECCOBBIE (DAKTOPHI,
yCTaHOBJIEHA UX (PYHKIIMOHAIbHASI 3HAYMMOCTD B COCTABE MUIIIEBBIX ITPOAYKTOB M3 IIeJIbHOTO 3epHa. OMHaKO MHOTHE
BOMPOCHI 10 aJaNTUBHOCTU U MOJIE3HOCTU aHTOIIMAHOB OCTAIOTCsI Oe3 OTBETa UM AaXKe He cTaBsaTcs. B yactHoCcTH,
He SICHBI TIPUYWHBI, TT0 KOTOPBIM B XOJI€ OMOMAITHUBAHUSI M CEJIEKIINU 36pPHOBBIX 3JIAKOB HE TIOJYIMIN IITUPOKOTO
pacIpocTpaHeHUS] JOMUHAHTHBIE aJlJIeJId PETYISTOPHBIX TeHOB OKPAcKM TMepuKapIia, HECMOTPSI Ha TO, YTO UMEHHO
3TUM I'eHaM yaessieTcsl 0c000e BHUMaHKE B CBSI3U C 030POBUTENBHBIM 3(h(eKToM 3epHOBOro nutaHus. Hacrosimas
CTaThsl TIOCBAIIIEHAa PACCMOTPEHUIO CXOACTBA U CHEIMU(MUKNA TeHETUIECKOTO KOHTPOJISI OMOCHHTe3a (hIaBOHOUIOB
B 3¢PHOBKE Y TPEX POACTBEHHBIX KYJIBTYPHBIX 3JIaKOB — MIIEHULIBI, SUMEHS 1 p3KU, UX OMOJIOTMYECKOM pOJIU B XOe

Pa3BUTHSI 3¢PHOBKM U MPOPACTAHUS CEMSIH.
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B HOpME y 371aKOB BapbUpyIOIIasl 10 MHTEHCHB-
HOCTM aHTOLIMAHOBAas OKpacKa pacTeHUsS IIPOSIB-
JISIETCS Ha JIMCTOBBIX IUIACTMHKAX M BIarajdilax,
YIIKaX, y3JaX W MEXIOY3IUSIX, OCTSIX M KMIKax
LIBETKOBBIX Yelllyi. J[Jas MueHUUbl U p>KU, B OTJIM-
yMe OT SYMEHs, XapaKTepHa OKpacKa KOJIEOTTUIIS.
buocuHTe3 aHTOLIMAaHOB B BEreTaTUBHBIX OpraHax
pacTeHUil 3HAYUTEIbHO AKTUBUPYETCS IO BIUSI-
HUEeM OMOTHMYECKMX M aO0MOTUYECKMX CTPECCOBBIX
(hakTOpOB. AHTOLIMAHBI BBICTYITIAIOT B POJIM AHTUOK-
CHUIAHTOB, TaCSIINX N30BITOYHEIC AKTUBHBIE (POPMBI
kuciopona (APK), obpasyronivecs: mpu HOpMalb-
HOM (ODYHKIIMOHMPOBAHUS KJIETOK 1 B IIpoOLiecce pa3-
BUTUSI CTPECCOBBIX peakiuuii [1,2]. Cuuraercs, 4TO
AHTOIIMAaHBI B TeHEPaTUBHBIX OpraHax — IIBETKaXx,
II0JaxX M CeMEHax CHHTE3UPYIOTCS KOHCTUTYTMB-
HO, MpUBJEKas XMBOTHBIX — ONBLIUTENEH M pac-
npoctpaHuteneil ceMmsiH. OpgHako 3Ta (yHKIUS
OKpallleHHBbIX (bJJTABOHOMAOB AAJIEKO HE OYEeBUIHA
B cliydae 371akoB. MccienoBaHus, MpoBeAeHHbIE Ha
KyKypy3e [3], MO3BOIMIM 3aKIIOUYUTh, YTO Mpak-

TUYECKM JTI00ast TKaHb pacTeHUs ¢ HOPMaJTbHBIM
TEHOTUTIOM CIIOCOOHA K 0OOpa30BaHMIO aHTOIIMA-
HOB. ba30BBINf aHTHMOKMCIUTETBHBIN TOTEHIINAT
paCTUTENILHBIX KJIETOK 0OecTieynBaioT (heHOJIbHEIE
COEIMHEHMS, TIPUCYTCTBYIOIIME B OKpaIleHHBIX
M HEOKpaIllleHHBIX TKaHIX, aHTUOKCUIAHTHI Hede-
HOJIBHOM TIpUPOIHI (aCKOPOMHOBAsI KMUCIOTa M TIIy-
TaTHOH), a TAK:KE aHTHMOKUCIUTEIbHBIE (PePMEHTHI,
HeUTpanm3yolIre CBOOOIHBIE paTuKaIbl (CYITepOK-
CHIIMCMYyTa3a, Karajia3a, acKopOaTmepoKcuaasa,
DJIyTaTUOHpeayKTasa) [4].

AJaTITUBHBINA OTBET PErMCTPUPYIOT HAa OCHOBA-
HUW YBEJMYEHUS CONECPXKAHUS AaHTOLIMAHOB WJIU
aKTUBAaLMU TPAHCKPUIILIMU T€HOB OMOCUHTE3a aH-
TOLIMAHOB B BereTaTMBHBIX OpraHax pacTeHuid [J].
PaccmarpuBaloT pa3Hble MEXaHU3MbI afallTUBHOTO
OTBETa, OCHOBAHHbIE HA YBEJIMUYECHUU COACPKAHUS
aHTtoumaHoB [5]. [lepBblii cBSI3aH ¢ peaklMeil Ha XO-
JIoa, 3acojieHue U 3acyxy. B aToMm ciydae Hakoruie-
HUE aHTOLIMAaHOB BOCCTAHABIMBAET HapyLIeHHbIA
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OCMOTHYECKUI OajlaHC KJIeTOK. B peakuuu pacre-
HUM Ha COJIM TSDKEJIBIX METAJUIOB HA MEPBHIN IUIAH
BBIXOIST XeJIaTUPYIOIIE CBOMCTBA aHTOIIMAHOB.
XoJon, 3acyxa, 3acoJIeHHE, a TaKXKe MOHBI TsDKe-
JIBIX METaJIJIOB, AeUUUT a3oTa win ¢ocdopa, BbI-
COKasl KMCJIOTHOCTD ITOYBBI, IIOBPEXACHNE TKAHEH,
nHGpEKIUs MHOTMMM IIaTOT€HaMU, MHTEHCUBHOE
OCBelllcHME, YIbTpauroIeT BeAyT K M30BITOYHOMY
00pa30BaHMIO aKTMBHBLIX (DOpPM KHUCIOpOIa, Hapy-
MIAIOIINX CTPYKTYPY OCJIKOB, IMITNIOB U HYKJIEMHO-
BBIX KMCJIOT. YHUBEPCAIbHBIM MEXaHU3M aJanTuB-
HOTO OTBETa MOXET OBITh OCHOBAaH Ha BBICOKOI
AHTUOKCUIAHTHOM  CIIOCOOHOCTM  aHTOIIMAHOB,
CHHTEe3 KOTOPBIX aKTUBHPYETCS B XOAE peakuy Ha
cTpeccoBble (hakTopbl. MHOrooopasue BapHaHTOB
perysinuyu OMOCHHTEe3a aHTOLIMAHOB, KaK Ha ypOB-
HE ONHOIO BUIA, TaK M HAa MEXBHUIOBOM YpPOBHE,
MOATBEPKIACT UX BOSHUKHOBEHHE B XO/IE alalTUB-
HOII 3BONIOLUMU. AHTOLMAHBI SIBJISIOTCS OIHUMU
n3 HamOojiee aKTUBHBIX AHTHMOKCUIAHTOB Cpedu
(p1aBOHOMIOB U IPYIMX COCOWHEHWUI MEPBUYHOTO
U BTOpUYHOro merabonusma [5]. Mx poab B Kaue-
CTBE aHTUOKCHUIIAHTOB ITPOSIBJISIETCSI M B HAPYKHBIX
TKaHSIX IJIONA Y 3JIaKOB C OKpAaIIeHHBIMUA 000JI09-
KaMi — IIepuKapiie, TeCTe M aJeipOHOBOM CIIOC.
B kaxmoit 13 3TUX TKaHel GYHKIIMOHUPYET 3BOJIIO-
IIMOHHO CJIOXXUBIIWICS MEXaHW3M PETYJISIINU O1O-
CHHTe3a OKpallleHHBIX (PJIABOHOUIOB, MEXaHW3MEI
MX TPAHCIIOpPTa M HAKOIUICHUS B BaKyoJIsIX. Y Mie-
HULBI, SYMEHS U PKU C MypHypHOIi ((prOaETOBOIN)
OKpacKoil TepuKapia KOHEYHBIMHU IIPOAYKTaMU
OMOCHHTe3a SBISIOTCS MPOM3BOIHBIC LMAHUAWHA,
¢ rojyboil oKpackoil ajeiipoHa — IIPOM3BOAHbBIC
nenbuHuarHa. B cemMeHHOI o00o0104ke (TecTte)
y OIIEHUIB ¥ PXKY HAKAIUIMBAIOTCS OKpAallleHHEIC,
a 'y SIUMEHsI HeOKpallleHHble (HEOKUCIEHHBIE) PO~
AHTOLIMAHUIUHBL. Y IMKOPACTYLIMX POACTBEHHBIX
BUIOB CYILECTBYET TeHEeTUYeCcKass W3MEHUYUBOCTb
MO PeryJsITOPHbIM FeHaM, KOHTPOJUPYIOLIUM O1O-
cMHTe3 (bJJaBOHOUAOB B 3TUX TKaHsX. Kak npasuio,
MpEeaKOBbIe TMKOPACTYLIKE BUABI XapaKTePU3YIOTCS
OKpallleHHbIM 36pPHOM, 3TO OTHOCUTCS U K Mpeale-
CTBEHHHUKAM KYKYpYy3bl, puca u copro [6]. OnHako
IJI KaXXJOTO W3 KYJbTYPHBIX 3J1aKOB CYILECTBY-
€T CBOSI MCTOpHUS IMOTepU U MPUOOpPETeHMS TE€HOB
okpacku 3epHa. HecmoTpss Ha (pyHKIIMOHATbHBIN
KOHCEPBaTU3M CTPYKTYPHBIX M PEryISITOPHBIX Te-
HOB OMOCHHTe3a (PJIaBOHOMIOB, Y Pa3HbIX BUAOB
OIHOJOJbHBIX U ABYAOJbHBIX PACTEHU CYILIECTBYET
cneuuduka B ero opraHu3aluuu, CBSI3aHHAs C BU-
JOBBIMU 3KOJIOTO-(DU3UOJIOTUYECKUMU OCOOEHHO-
ctaMu. OcobeHHOCTH MeTaboiM3Ma XapaKTepHBI
JJIS TAKMX XOPOLIO M3YYEeHHBIX 3J1aKOB, KaK KYyKY-
py3a, puc, MieHu1a u ssuMeHsb. ITieHuua u s4mMeHb
SBOJIIOIIMOHHO HauOoJiee OMU3KKW, OHU OTHOCSTCS

K Tpube mineHunuenbix (Triticeae). K atoit Tpube
OTHOCUTCS M POXb, UCCICAOBAHUS KOTOPOM HaXo-
ISITCSI B 3a4aTOYHOM cOCTOSTHUM. CeKBEeHUpOBaHME
reHoMa Yy pPXW OTKPHIBA€T HOBBIC IEPCIIEKTHBEI
B HCCIIENOBaHNM OMOCHMHTE3a aHTOIIMAHOB Yy 3TO-
ro o0ObeKTa B CPaBHUTEILHOM IIJIaHE U B IIEPBYIO
odyepenb B OTHOIICHUM TKaHECHEUM(PUIHOTO CUH-
Te3a ¢J1aBoHOUIOB B 3epHe [7, 8]. O6om0uKM 3ep-
Ha WUTpaloT BaXKHYIO POJIb B XOJE¢ Pa3BUTHUS U IPO-
pactaHusl ceMstH 3makoB. [lepukapm BBITIOIHSIET
3alIUTHYIO, (DOTOCUHTETUYECKYIO U TPAHCITOPTHYIO
¢yHKIIUKM, ajelipoH oOecrneyrBaeT HaKOILUIEHUE
1 YTWIM3AIUIO 3allacHBIX BEIIECTB, CeMEeHHass 000-
JIOYKa KOHTPOJIMpPYeT mpopacTaHue ceMsH. Kaxnas
U3 3TUX 000104eK 001aAaeT COOCTBEHHOI CUCTEMOIT
ouocuHTe3a (hJaBOHOUOAOB, KOTOPHIM OTBOAUTCS
(YHKIIMS 3aIIUTHI OT CTPECCOBBIX (PAaKTOPOB CPEIHL.
BrIcOKOKOHCEpPBATUBHbBIEC 3JIEMEHThI 3TOM CHCTEMBI
BKJTIOYAIOT CTPYKTYPHEIE T€Hbl OMOCHHTE3a, KOIU-
pyoome (GpepMeHTh (PEeHUIIIPOITAaHOUIHOTO MYTH
ouocuHTte3a [9]. Pabora CTpyKTYpHBIX T€HOB KOH-
TPONMPYETCS PETYJISITOPHBIMM T€HaMM, KOAMPYIO-
IIUMMU TpaHCKpUIIUMOHHBIE (akTopbl R2R3-MYB
nu bHLH-MYC, a takxke koperyasitop WD40. Bme-
CT€ OHU COCTABJISIIOT TaK Ha3biBaeMblii MBW-koM-
IUIEKC, PACIO3HAIONIMI PETYISITOPHBIE 3JIEMEHTHI
B IIPOMOTOpPAX CTPYKTYPHBIX T€HOB M aKTUBUPYIO-
uii ux akcrpeccuto [10].

TPAHCIIOPT 1 HAKOIUIEHHE
OJABOHONI0OB B BAKYOJIN

®depMeHTBI, YJacTBYIOIIME B OmMocuHTe3e (Ja-
BOHOHMIOB, MOTYT (pOpMHUpPOBATh Ha IOBEPXHOCTHU
SHAOIUIA3MAaTUYECKOTO pEeTUKYIyMa MYJIbTHdEpP-
MEHTHBII KOMIUIEKC, COCTaB M KOHCYHEIE ITPOIYKTHI
KOTOPOTO 3aBUCST OT aKTUBHOCTHY TPAHCKPUITIINOH-
HBIX (PaKTOPOB, IEHCTBYIOIINX B KOHKPETHOM TKaHU
[9, 10]. I'MuKo3uIMpOBaHUE, AMINPOBAHUE U Me-
TWIMPOBAaHUE B OIPEACICHHBIX ITOJOXEHMSIX aTo-
MOB YIJIEPOTHOTO CKeJleTa IMPHUIAOT CTa0MIBHOCTD
U CIeIU(GUIHOCTh CHUHTE3UPYEMBIM ITPOMYKTaM.
I'muko3unupoBaHHble (QOPMBI  aHTOLUMAHUINHOB
(aHTOUMAHBI), (DIABOHOJIOB, (JIABOHOB U TpELIe-
CTBEHHVKOB ITPOAHTOLIMAHUIWHOB TPAHCIIOPTUPY-
I0TCSI B LIEHTPAJIbHYIO BaKyoJlb, IIe MOAU(PUKAIINS
3aBepIlIaeTcs, a B CiIydae IpealIeCTBEHHUKOB IIPO-
AHTOLMAHWINHOB IIPOMCXOAUT WX TIOJIMMEpH3a-
us. LleHTpanbHas BaKyoJlb B paCTUTEIbHOM KIIETKE
BBIMOMHSICT (DYHKLUMU 3allacaHus, JeTOKCHKAIIMU
U Aerpajaliiid XHUMWYECKMX COEIMHEHUII B HOP-
MAaJIbHBIX M CTPECCOBBIX YCJIOBUSX. YCTaHOBIICHO,
YTO B BaKyOJIM Y LIUTOILJIa3Me IEHCTBYIOT IIMKO3WII-
TpaHcdepassl U anuiaTpaHcdepassl, ITpUHAIIeXKA-
II1e K pa3HbIM (PUIOreHeTUYeCKUM JUHMsAM [11].
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HeoxkpaiueHHble (1aBOHOUIBI OOHAPYKEHBI TaKXKe
B SIIpe, XJIOPOIUIaCTaX U MUTOXOHIPHUSIX, B 3THX OpP-
raHeJiyIax OHM MOTYT BBIIOJIHATH IIPEUMYIIECTBEH-
HO 3alllUTHYIO, a B SIApe U PEryasITOPHYIO pojib [5].
[1pu TUTOIOTMIECKUX UCCIeTOBAHNSIX OOHAPYKEHO
IBa TUIMA pacIpeac/ieHUs] aHTOLIMAHOB B KJIETKAX
OKpallleHHbIX TKaHel [12]. AHTOLMaHbI MOTYT ObITh
PaBHOMEPHO pacmpelnejieHbl B BaKyOJId WX MOTYT
BCTpPEUYAThCS B BUIIE KOMIIAKTHBIX THTCHCUBHO OKpa-
IIEHHBIX 00pa30BaHUi1, OJIYIMBIINX HA3BaHUE CO-
IJIACHO IIPUCYTCTBHUIO B LIMTO30JI¢ — IIPE-BaKyOJIsIp-
HBIX KOMITApTMEHTOB (pre-vacuole compartments,
PVC) u B Bakyou — aHTOLIMAHOBBIX BaKYOJSIPHBIX
BKIoUeHMi (anthocyanic vacuolar inclusions, AVI).
Mopdonorust AVI 3aBUCUT OT BUAA paCTEHU U TUITIA
KJICTOK, B KOTOPBIX IIPOMCXOIUT HaKOIIeHHEe (KOH-
neHcauusi) aHTouuaHoB. bosabiimHcTBO AVI nMme-
IOT CTPOEHHUE ITy3BIPEKOB (BE3UKYJI) C OMHOPOIHBIM
COIEPXUMBIM, 9acTh 00JIamaeT OKpPYIJIoi (opmoit
C TPaHYJISIPHBIM CONEPXMMBIM. Y TEPBBIX IPUCYT-
CTByeT MeMOpaHa, (popMUpyoIast BE3UKYITy, Y BTO-
PBIX MeEMOpaHa He OOHapyKeHa, YTO MOXKET CIIYKUTh
XapakKTepHBIM TMPU3HAKOM BE3UKYJ B5TOr0 THIIA.
YcraHOBIEHO, UTO “KOHAEHCALIMKU~ U YITAKOBKE aH-
TOLIMAHOB B CTpYKType AVI criocoOCTBYeT UX orpe-
nejaeHHoe crpoeHue. IIpu 3TOM KimoueBBIMU (ak-
TOpaMU SBJISIIOTCS TUAPOKCUIMpOBaHue B-kombla,
IIMKO3WIMpOoBaHue B 3- O-TIOJIOXXEHUN U apoMaTr-
yeckoe anuianpoBaHue [12]. PacnipeneneHue aHTO-
LIMAaHOB B KJIETKE MOXET ObITh CBSI3aHO C pa3HbIMU
croco0amMu UX JOCTAaBKU K MeCTy JoKanuzaunu. O6-
CYXIAIOTCS ABa OCHOBHBIX M€XaHHW3Ma TpaHCHopTa
¢naBoHougoB [11]. CormacHo mnepBOoMYy, TpaHC-
nopTtep riayraTuoH-S-TpaHcdepasa (GST), noka-
JIM30BaHHasl B LMTOIIa3ME W acCCOLUMUPOBAHHAs
C DHAOIUIA3MAaTUYECKUM PETUKYJIYMOM, CBS3bIBAET
(b1aBoHOUABI U NOCTaBJSIeT UX K TOHOILIACTY, rae
TaKkue KOMILIEKChl MPOHUKAIOT B BaKyoJb ¢ TTIOMO-
mpio AT®-cBA3BIBAIOIINX KACCETHBIX TPAHCIIOPTE-
poB (ATP-binding cassette transporters, ABC). GST
BBITIOJIHSAET TPAHCIOPTHYIO U 3alIUTHYIO (PYHKIIUU
Jo TomnagaHWs B BaKyojb. Takoil omocpemoBaH-
HBIIi TPAHCIIOPT B BE3UKYJIaX MOXET CYILIeCTBOBATb
napajjieabHO C MPSIMBbIM TPaHCHOOPTOM, MOCKOJIb-
Ky 3arpy3ka Be3UKyJ MOXET OCYILIEeCTBSITbCS My-
TeM Tipsimoro TpaHcmnopta [11]. IIpenmonaraercs,
YTO 3arpyska (JIaBOHOUIOB B MIPOCTPAHCTBO BHAO-
I1a3MaTUYECKOTO PEeTUKYJIyMa MpU 0Opa3zoBaHUU
Tpe-BaKyoJiell OCYIIECTBIISIETCS, KaK M B Clydyae
TpaHCIIOpTa Yepe3 TOHOIUIACT, C YJ4aCTUEM MEM-
OpaHHbIX TpaHcroptepoB MATE (multidrug and
toxic compound extrusion transporter) ¥ TUTaHAWHA
(GST). Haubonee BepositHo, yTo ABC-TpaHcmnop-
Tepbl UTPAIOT TJIABHYIO POJIb B TPAHCIIOPTE aHTOLIM-
aHoB, a MATE-TpaHcriopTepbl BCTpEYalOTCs pexe
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[11]. Hanuuue Heckonbkux nzodpopm MATE cBu-
JIeTeJIbCTBYET O MX BO3MOXKHOI CrieU(UUHOCTH T10
OTHOLIEHUIO K ONpeaeeHHbIM (aBoHOUAAM WU
K€ X PasInYHOM BHYTPUKIIETOUYHOM JIOKAJTU3ALIAH.
Cnenuduky B3auMOACUCTBUSI C OeJIKaMU-TpaHC-
nopTepaMu OIpeneysieT U MOJ0XEHUEe OOKOBBIX
METWUJIBHBIX WM aUMIbHBIX TPYIIT B MOJIEKyJe (hJia-
BOHOMAOB. AApecHasi JOCTaBKa BE3UKYJ U UX CIIUSI-
HUE ¢ MEMOpaHaMU IPYTUX OpraHes 00yCIOBICHBI
MeMOpaHHBIMU penieniTopamu [13].

Iutosornyeckre OaHHbIE O TPAHCHOOPTUPOBKE
Y HAKOIUIEHUU aHTOLIMAHOB B MepUKapIie U Ipyrux
000J104Kax 3¢pHOBKM KpaiiHe ManouucyieHHbl. Ilo
aHaJIOTUU C MOJEJIbHBIMU O0BEKTAMU Y IBYIOJIbHBIX
00CyXIaloTcs JBE MOJEIW TpaHCIIOpTa aHToIuAa-
HOB B BaKyoJib y uepHoro puca [14]. Ilepasg — 3To
nepeMeleHre K TOHOIIACTy B BE3WKyjlaxX C TO-
CJIeAyIOLIUM MOoMaJaHueM Be3MKYJ B BaKyoJlb IO
MexaHu3MaMm aBTogaruu. Bropast Monenb mpenro-
JlaraeT yJyactue OeIKOB-TPaHCHOPTEPOB KaK IIUTO-
IUIa3MaTUYECKOM JIOKaIU3aluu, TaK U BCTPOSHHBIX
B TOHOILJIAcT. B Xxone uccnenoBaHuil ObLT MOEHTU-
dunmpoan reH OsMATE34 (0s0820562800), xonu-
pyroiuii 6eynok cemeiictea MATE-TpaHCcTIOpTEpOB,
JIOKQJIM30BAaHHBIM B ILIa3MaTUYeCKOil MeMOpaHe
Y TOHOILIACTE M CXOXMIA ¢ OeIKaMu, y4acTBYIOIIM-
MU B TPaHCHOPTE AaHTOLIMAHOB y APYIUX pacTeHUit
[14]. ITpu ToKanM3auuu B IIa3MOJIEMMeE 3TOT OET0K
obecrneynBaeT BbIXOA COSAUHEHUI U3 KJIETKU B 00-
MeH Ha noH H*. IIpu rokanu3anuy B TOHOILIACTE
OH, HAIIPOTHUB, CIIOCOOCTBYET ITOIVIONICHMIO IIepe-
HOCHMBIX COeAWHEHMIA Oiaromapsi rpamveHty pH,
3HAUYCHUS KOTOPOIO BBICOKM (IIEJIOYHAsI cpena)
B LIMTOILIa3Me M HU3KM (KHCIast cpefa) B BaKyOJIH.
I'en OsMATE34 u reH rayratmoH-S-TpaHcdepa-
3b1 OsGSTU34 (Os10g0395400) nuddepeHIMAIBHO
BKCIIPECCUPYIOTCS B 36pHOBKE YEPHOTO pHica HapSILy
CO CTPYKTYPHBIMM I'eHaMK OMOCHHTE3a aHTOLIMAHOB
OsPAL, OsCHS, OsCHI, OsF3H, OsDFR, OsANS
u OsUFGT/0s3GT, 94T0 CBUAETENBCTBYET O €ANHOI
pEryasiiuu 3TUX TeHOB co ctopoHbl MYB-bHLH-
WD40 (MBW) xomiiekca [14]. AHaTOTMIHBINA BbI-
BOJI ClIeJIaH aBTOpaMU ITyOJIMKAIIUY 1 B OTHOIICHUH
OITHOTO M3 TeHOB, KOHTPOJIUPYIOIINX YCTOMYUBOCTD
K 3aCyXe 1 OKMCJIMTEILHOMY CTpeccy. DTOT I'eH IIpH-
HAIJIEKUT K CEMEMCTBY T€HOB, KOHTPOJIMPYIOIINX
TPAHCKPUIIINIO T€HOB IJyTaTHUOHIIEPOKCHUIA3HI,
YTO IIPeACTaBIsIeT HECOMHEHHBIN MHTEPEC B CBA3U
¢ o0cyXkgaeMoil aHTUOKCUAAHTHOM (DYHKIIUENH aH-
TolMaHoB. HamOojiee BEpOSITHO, YTO aHTOLIMAHBI
B 3¢pHE YSPHOTO pHcCa MOCTYITAIOT B BAKYOJIb IO M-
XaHM3MY aBTOMaruy Be3UKYJI, Harpy>KeHHBIX aHTO-
LIMaHaMU C y4acTueM TpaHcropTHoro 6enka MATE
[14]. AHTOLIMAHBI B IEpUKApPIIEe Y pHUCa MOSIBISIOTCS
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Ha CeIbMOM IEeHb OT OILUIONOTBOPEHMS M HECKOJIb-
KO TO3Xe aHTOLMAaHBI OOHAPYKMBAIOTCSI B TECTE
u aneiipoHe. ['eHbI OMOCHMHTE3a AaHTOIIMAHOB U TeHBI
oenkoB-TpaHcopTepoB OSMATE34 n OsGSTU34
B 3€pHOBKAaX YEPHOIO pHCa MMEIOT ONMHAKOBHII
npodwIb TPaHCKPUIIIMKM. B To Xe Bpems B oKpa-
IIEHHBIX JMCTBSIX YEPHOIO purca Hapsay ¢ TeHOM
OsGSTU34 peiictByer reH OsMRP15, tipuHamie-
Xalmmii K ceMeiictBy reHoB ABC-TpaHCIIOpTepoB.
[Ipenmnoaraercsi, 4ToO 3TOT I'eH Y9aCTBYET U B TpAaHC-
nopre (IaBOHOJOB B TKAHSIX HEOKPAIICHHBIX PbI-
Jlen y Tex e ¢opM yepHoro puca [15]. B npoto-
IUIacTaX, M30JMPOBAHHBIX M3 IMMIMEHTHPOBAHHBIX
pBUIELl Y TeX Xe (hOpM YepHOIO prca, yCTaHOBJIeHA
(yopeciieHLIMST aHTOIIMAHOB IIPY OOJIYYCHUU CBE-
TOM 552 HM. DBTO MO3BOJMUJIO BbIIBUTh AHTOLIMAHBI,
nudGy3HO pacTBOPEHHBIE B BaKyoJIM M aHTOLIM-
aHbl, CKOHIICHTPHMPOBAaHHbIC B BHUIEC WHTCHCUBHO
BBICBEUMBAIOIINX TEJICL, PACIIOJIOXKEHHEIX B OCHOB-
HOM B IIMTOIUIa3Me, IIPUMBIKAIOIIEH K TOHOILIACTY,
M YaCTUYHO JIOKAJIM30BAHHBIX B CaMO BaKyOJIU.
Pasmeps 1 popMma Tesiel], COOTBETCTBYIOIIMX paHee
OMUCAHHBIM [12] aHTOLMAHOBBIM BaKYOJISPHBIM
BKIOUeHUsIM (AVI), 3HAYUTENbHO BapbUPYIOT OT
KJIETKM K KJIETKE W B Mpeneaax KIeTKd. ITOT (pakT
MOXET YKa3blBaThb Ha IWHAMUKY B OpraHU3allNud
u nepememeHuy AVI B xome HaKOIJICHUST aHTOIIN-
aHOB B BaKyoJii. ABTOPHI AeNal0T BBIBOM O COOTBET-
CTBUM MOJYYEHHBIX JAHHBIX paHee MPeaI0OXKEHHBIM
MOJEJISIM CUHTE3a U TPAHCIIOPTa aHTOLIMAHOB Yy IBY-
JTOJBbHBIX M O BO3MOXHOM IepPEeHOCE TOI MOIEIN Ha
OMOCHHTE3 aHTOLIMAHOB B TKaHsIX puca [14].

MexaHn3MBI HAKOIUICHUST aHTOLIMAHOB B TKAHSIX
3¢pPHOBKM M IPYTUX OPTaHOB y pacTeHMII XapaKTe-
PU3YIOTCA KaK KOHCEPBAaTM3MOM, TaK U BMIOBOIA,
TKaAHEBOIl MU OHTOreHeTuYyeckoil creumndukoit. Ha
MUKpodoTOorpapusax Cpe3oB He3peblX 3epPHOBOK
y ABYX JUHUM KyKYypy3bl C aHTOLIMAHAMU TOJIbKO
B aJIeiipOHe WJIM TOJILKO B ITIepUKapPIIe XKMBbIE KJICTKI
ajJiciipoHa BHIIJISIASIT PaBHOMEPHO 3aIlOJIHCHHBIMU
MUTMEHTaMH CO MHOXECTBOM WHTECHCHUBHO OKpa-
IIEHHBIX BKIIoYeHn. KiteTku riepukapiia, mpolie-
II1e K MOMEHTY aHajIn3a 4epe3 IPOLEeCChl KIIeTOU-
HOIT THOeN, CIIPECCOBaHbI B Y3KYI0O OKpAaIIeHHYIO
noJiocy [16]. Y 351aKkoB KJIeTKM ajieiipoHa comepxKar
JIBa TUIIa BaKyoJeil — TUTUYECKHUE BaKyOJI 1 BaKy-
onu, 3anacatouiue 6enku [17]. Oba Tuma BakyoJeit
KOPOTKO€ BpeMs COCYLIECTBYIOT APYT C IPYTOM B OJI-
HOIT KJIETKE W KaXXKIbIif JOMUHUPYET Ha pa3HbIX CTa-
IUSIX pa3BUTHA. TOHOIIACTEI 3TUX BaKyOJeil CXOXU
MO0 HAJIWYMIO TPAHCIIOPTHHIX OeJIKOB. B co3peBalo-
IIMX CeMEHAX JIMTUYECKNE BaKyOJI IIpeBpaIlaloTCs
B BaKyoOJIM, HaKaIUIMBalollye OeJKu, IIpU mpopacra-
HUM 3Xe TPOMCXOOUT oOparTHast TpaHchOpMallus.

Turnbl BakyoJieil pa3inyaroT Npy IMOMOILIU MapKep-
HbIX 0e1KoB. Oba TUMa BaKyoJieil Mpu MpopacTaHUU
CeMsIH CJIIMBAIOTCSI, 00pa3ys LEeHTpalbHYIO BaKyOJb
[17]. TIpu mpopacTaHWM 3€PHOBOK puca aJeipoH
CEKpEeTUPYET TUIPOJUTHUYECKE (hepMEHTHI B Kpax-
MaJUCTBIA 3HAOCIEPM, MPOUCXOAUT CIUSHUE Ba-
KyoJieil ¢ odpa3oBaHUEM LIEHTPAIbHOMN JTUTUYECKOM
BaKyoJI1 C MOCJeAyIolIei rnbesbio KieTok. Pa3pbiB
TOHOIUIACTa W pa3pylleHue LeHTpaIbHON BaKy-
o SABASIETCI MOP(OJOTHMUYECKHUM MPOSIBICHUEM
porpaMMupyeMoi rubenu KiaeTok ajaeiipoHa [18].
MoXHO MpearnoyioXUTb, YTO HeOKpalleHHbIe (Ja-
BOHOMAbI U QHTOLMAHBI, OCBOOOXIAIOLIMECS TPU
pa3pylleHUU TOHOILIACTA, BBIMOJHSIOT 3alllUTHHIE
(YHKIIMY TT0 OTHOIIEHUIO K YYBCTBUTEIBLHBIM COE-
JTUHEHUSIM KJIETOK, UCIIOJAb3yEeMbIX TPOPOCTKOM IS
pocTa u pa3BUTHSL.

®YHKLWK OBOJIOYEK 3EPHOBKH
N AJAIITUBHBIE PEAKIIM PACTEHUU

TpexcloiHbBINM TepuKapn (3HIO0-, ME30- U 3IH-
KapIr) o0pa3yeTcsl U3 MaTePUHCKUX TKaHEH CTEHKU
3aBsSI3U. B xome paHHeTO pa3BUTHUS 3€PHOBKU ME30-
KapII IIOABepraeTcsl IporpaMMUPyeMOii KIIETOUHOI
rubenmn, a HAOKAPI IIpeBpaiiacTcs B (POTOCUHTE-
TUYECKN aKTHUBHYIO TKaHb, COCTOSIIYIO M3 CJIOCB
TOTIePEYHBIX M TPyOUaThIxX KieTok [19]. Tlepukapn
SIBJISICTCS MeCTOM (POTOCHHTETUUICCKOM (bMKCALIMU
yIaepoga U OXHOBPEMEHHO MECTOM BpPEMEHHOIO
HaKOIUICHUS MPOIYyKTOB (oTrocuHTe3a. Cumraercs,
YTO M3-3a MAJIOI'0 KOJIMYECTBA YCTHUIl HA TIOBEPXHO-
CTH TIEpUKapIla OCHOBHBIM HMCTOYHUKOM YIJIepoaa
SIBJISICTCSI He aTMOC(EPHBIN YIJIEKMCIIBI Ia3, a yIjie-
KMCJIbIiA ra3, o0pa3oBaHHBII B Xxojae abixaHus [19,
20]. ®dorocuHTEeTUYECKAsI aKTMBHOCTb 3HIOKAapIia
3epHOBOK MOXET COCTaBJIATh A0 42% OT o0l1eil ak-
TUBHOCTU KoJsioca [21]. OHa coxpaHsgeTcs A0 Mo3.-
HUX CTamWii pa3BUTHUS 3¢pPHOBKM, CHaOxXas TKaHU
KHCJIOPOAOM M IPOAYKTaMM (hOTOCHHTE3a, a TAKKe
CIIOCOOCTBYSI TTOIJIOMIEHNIO M30BITOYHOM CBETOBOIL
9HEPruu B nepuoa HanuBa 3epHa [22]. [Tporpammu-
pyeMoii TMOenIn KJIETOK IepuKapiia IIPeAllecTBYeT
aBToarusl — IepeMeIlecHe KOMIIOHEHTOB KJIETKHI
B BaKyoJIb WJIM JIN30COMBI C MOCJIEIYIOMIEH MX Ie-
rpagauuveit [23]. V mmeHunbl oba mpouecca pas-
BUBAIOTCS OT OCHOBAaHUS KOJIOCA K €r0 BEpXYIIKE,
oIpeeIsis TONIMHY IIepuKapia B 3¢pHOBKaX pas-
HOTO YPOBHSI PACIIOJIOXXEHMS. YCTaHOBJIECHO BaX-
HOE 3HaueHMWe aBTo(aruyd B peaklMU MPOPOCTKOB
MIIEeHUIBl Ha OMOTUYECKUE U AOMOTUYECKHE CTpeC-
COpHbIe (aKTOPbI, OOBIYHO OOCYKIaeMble B CBSI-
31 C aHTUOKCUJIAHTHOM poJiblo (p1aBoHOMAOB [23].
Yuyactue nepukapmna B pa3BUTUH CEMEHU BKJTIOYAET
B ce0sl CUHTE3 Y HAKOIJIEHUE COOCTBEHHBIX ITPOIYK-
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TOB (DOTOCUHTE3a U APYTUX COEAUHEHNI IEPBUIHO-
ro ¥ BTOPMYHOIO METa0OoIM3Ma, MMMOOIIM3AIINIO
MIPOIYKTOB KaTaboIM3Ma B X0OAe IIPOTpaMMUPyeMOIi
rubear KJIETOK, TPAaHCIIOPT BOOBI M ITMTATEIbHBIX
BemecT [20]. IIpenmomaraercsi, 9To mepuKapmI Me-
XaHUYEeCKM OIpaHUYMBACT pa3Mephl 36pHOBKU U €€
CnocoOHOCTh K HajnuBy 3epHa. Bkiag ¢otocuHTe3a
B 9TOT MPOLIECC B pa3IMYHbIX YACTIX KOJIOca y Mie-
HULBI, B TOM YUCJIEe B EpUKapIie, 3HAYUTEIbHO BO3-
pacTaeT Ha CTaAuM HAJIMBA 3€pHA B YCJOBUSIX BOTHO-
ro ne¢puInTa, KOTOPBIM HETaTUBHO OTpakaeTcs Ha
(poTOCHMHTETMUECKOM MOTEHLIMAaJIe (p1aroBOro JucTa
[22]. Pan ¢dakToB yKa3biBaeT Ha crnelupuyeckue
0COOEHHOCTH (POTOCHMHTE3a, IIPOTEKAIOIIETO B IIe-
pukapre [21].

Tecta (cemeHHas 000JI0YKa), SABISIONIASICT Ma-
TEPUHCKOU I10 IIPOMCXOXIECHUIO TKAHbBIO, pa3BUBa-
€TCs U3 Hapy>KHOTO TTIOKPOBAa CeMsoYKu. B 3penom
3epHE NepUKapIl U TecTa MpeacTaBlIeHbl MEPTBbIMU
KJIETKaMU, BKJTIOYAIOIUMUA MHOXECTBO HAKOTIJIEH-
HBIX COCAMHEHUIA BTOPUYHOIO MeTaboa1M3Ma 1 Ipo-
TYKTOB KaTabonn3ma, a Takxke psn GepMeHTOB, CO-
XpaHSIIOLIMX aKTUBHOCTb B OTMEPIIMX TKaHIX [24].
OTU COEAVWHEHUS BKIIIOYAIOT OKpAIIEHHBIE U He-
OKpalleHHbIE (DIABOHOUIBI, KOTOPBIE MOTYT CIIO-
COOCTBOBaTh POCTY U YCTOMYUBOCTH MPOPOCTKOB HA
paHHMX 3Tarlax pa3BUTUS.

ANeiipoH — HapyXHbIA CJIOW TPUILIOUIHO-
ro BHOOCHEepMa, MPEICTaBIeHHbIA y KYyKypYy3bl,
MIIeHUIBl U P>KU OJHMM CJIOEM KJIETOK, a y puca
U STUMEHSI — TpeMs—4eThIpbMs. Pojib 3HIocIepma
3aKJII0YAeTCsl B HAKOIUICHWM W TpaHCHOPTE IMUTa-
TEJBbHBIX BEIECTB. MomnmduIMpoBaHHBIE KIETKU
ajeiipoHa BXOIAT B COCTaB IPOBOISILEH TKaHU,
pAacCIOIOKEHHOM Yy TIIEHULIMEeBbIX B TyouHe 00-
pO3aKK. DTa NPOBOAIIIAS CUCTEMA UTPAET BaXKHYIO
poJib MpU HaluBe 3epHa. KieTku aneitpoHa coxpa-
HSIOT >XKM3HECIIOCOOHOCTb 10 MPOpacTaHUs CEMSH
M MOJIBEPraloTCs MIporpaMMUpPyeMOii KIIETOYHOM -
0eu 1mociie CeKpeluu TAPOIUTHYECKUX (DepMeH-
TOB B KpaXMaJIMCThIi d3HAOCHEPM U (POPMUPOBAHUS
LIEHTpaJbHOM BakyoJiu. PazpyllieHue LeHTpalbHOMI
BaKyoJIM COBITaJaeT C HayajaoM MporpaMMUpyeMoit
rubeau KJieTok ajeiipona [18].

CnocoOHOCTb HEOKpallleHHBbIX U OKpallleHHBIX
(b1aBoHOUAOB (AaHTOLMAHOB M IPOAHTOLIMAHUAV-
HOB), CUHTE3UPYEMbIX B 000JIOUKAX 3epHA, ITOIJIO-
IAaTh YABTpa@UOJET W BUOUMBINA CBET IIMPOKOIO
IHaIia3oHa MOXeET IIpeIoTBpaliaTh 00pa3oBaHME aK-
TUBHBIX (popM Kucaopoaa (poromnporexkuus) [1, 2].
OOcyxmaeTcsl yyacThe B CTPECCOBBIX peaklMsX Ha
CBET TPUXOM — BBIPOCTOB 3ITMACPMATIBLHBIX KJIETOK,
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(GOPMUPYIOLIMX XOXOJOK Ha MOBEPXHOCTU 3€pHOB-
KU, obpalieHHoi K conHLy [25]. ¥ 3epHOBOK pxu,
JlaxKe ¢ HEOKpallleHHbIM TTePUKapPIIOM, 3TOT Y4aCTOK
3€pPHOBKM MPUOOpeTaeT MPexoIsilyl0 aHTOLUAHO-
BYIO OKpacKy. IMeloTcs JaHHbIE O TOM, YTO BBIIOJI-
HUBIIIME CBOIO (DYHKIIMIO XJIOPOIJIACTHI IOTJIOIIA-
IOTCSI BaKyOJIbIO B KJIETKaX MepuKapiia (xaopodarus)
B pe3yabTaTe cTpeccoBoit peakuuu Ha UV-B u uH-
TeHCUBHBII BUAUMBINA cBeT [23]. TpuXOMBbI y MHOTHX
pacTeHU coaepxXaT aHTOLMaHbL. Y apabugorcuca
MBW-komriekcol, ¢opmupyemble bHLH-MYC
TpaHcKpUnuUUuOoHHbIMU pakTopamu GL3 unu EGL3
(GLABRA 3 win ENHANCER OF GLABRA 3)
u WD40 6enkom TTG1 (TRANSPARENT TESTA
GLABRA 1), akKTUBUpPYIOT HE TOJIbKO aHTOLIMAHO-
BYIO MATMEHTALIMIO Pa3IMYHBIX OPTaHOB, HO U (hOp-
MMpOBaHUE TPUXOM [26—29]. DTO CBUAETENBCTBYET
O CXOXel amanTUBHOU pojiu (hOPMUPOBAHUS TPU-
XOM M HakKoIJIeHUs (DJIaBOHOUIHBIX COEAUHEHMUIA.
CrnenyeT OTMETUTb U HaJM4YMe MTMIMEHTa BAOJb 00-
PO3AKHU y 36pHOBOK PKU AUKOTo TuUma. Bo3amMoxkHO,
YTO WHAYLUMPOBAHHOE HAKOIUIEHME AaHTOLMAHOB
B CTPYKTYpax 3epHOBKU MUMeeT MPUCIOCOOUTEIbHOE
3HauYeHUE B XOJI¢ HAJIMBA 3epHa B YCIOBUSIX BOTHOTO
cTpecca U JOCTYITHOCTM IMeprKapIia COJTHEYHO pa-
JIUALIMU Y OTKPBITO3EPHBIX (hOPM.

AHTOLIMAHBI M HEOKpallleHHble ()JIaBOHOUIBI
BOBJIEYCHBI B MTHAKTUBALIMIO N30BITOYHBIX aKTUBHBIX
¢opm kucnopoma. Koyokanuzauysi UCTOYHUKOB
A®K 1 ¢p1aBOHOMIOB MMeEET BaxKHOE 3HAUCHUE ISt
BBITTOJTHEHUSI MX aHTUOKCUAAHTHOM yHKIMM [1, 2].
V psina 00bEKTOB 711 HEOKPAIIEeHHBIX (DJTABOHOUIOB
MoKa3zaHa MX JOKaau3alus He TOJIbKO B BaKYOJIM, HO
U B SIApe, XJIOPOTUIACTaX U MUTOXOHApUsX. [Tomuep-
KWBAeTCs, YTO suepHas JoKaau3alus (hJaBOHOM-
JIOB CITIOCOOCTBYET He ToJIbKO “ramenuio” ADK, Ho
U CBSI3bIBAHMIO MOHOB MEPEXOIHBIX METaJJIOB, OTpa-
HUYMBas nosiBieHnue HoBol BojHBI ADK, a Takxke
MOXET UTPaTh POJIb B PETYJISIIUM aKTUBHOCTHU TEHOB
[1]. OnHako nonmasisoniee OOIBIIMHCTBO HEOKPA-
IIEHHBIX U OKpalleHHBIX (PJIABOHOMAOB B TKAHSX
3epHOBKU, KaK M B KJIETKax BEreTaTUBHBIX TKaHEH,
HaKaruIMBaeTcsl B BaKyoJu. Y 3/1aKOB, NpUHAJJIE-
KalMx K TpuOe MIIeHUIIMEBBIX, B OKpAllleHHOM
repuKaprie HakariIMBalOTCA IPEUMMYIIECTBEHHO
MPOM3BOAHBIC IMAHUAWHA, B OKPAILIECHHOM aJieiipo-
He — MPOU3BOAHBIE AeNb(MUHUINHA, 2 B CEMEHHOM
000JI04YKe (TECTE) — OJUTOMEPHBIE U MOJTUMEPHBIE
MpOoaHTOLMAHUAVHBL. B nuTepaType B CBA3U C UX
aanTUBHO POJIbIO OOCYKIAOTCSI B OCHOBHOM ITPO-
aHTOLIMAaHUAWHBI cCeMeHHO 00o0uku [30].

V IIIeHULIBI U TYMEHSI CEMEHHast 000JI04Ka CO-
JEPKUT MPOAHTOIMAHUINHBI, 00pa3yoIuecs B pe-
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Puc. 1. Cxema nmytu 6uocuHTe3a (hJlaBOHOUIOB y pacTeHuit. Kilacchl HeokpallleHHbIX (DJIABOHOUIIOB BbIIEJIEHBI OTTEH-
KaMU Ceporo IBeTa, oKpalieHHble (raBoHoUH ((rodadeHsl, MPOaHTOMAHUINHBI, AaHTOLMAHUAWHBI U aHTOLIMAHBI)
BbleseHbl LBeTaMu. [1yTh OuocuHTe3a haBOHOMIOB y paCTeHUII HAaUMHAETCsl, KaK U Y BceX (PeHOJbHBIX COeNMHEHUH,
€ ToCJIeI0BaTeIbHBIX MIpeBpallleHUit (peHUTaTaHnHa, KaTaau3upyeMblx (peHunantaHnHammuakiauasoit (PAL, phenylalanine
ammonia-lyase), 4-runpokcwmia3oit KopuuHoii kuciaotel (C4H, cinnamic acid 4-hydroxylase) u 4-kymapar-KoA-nura-
3011 (4CL, 4-Coumarate-CoA ligase). XankoHcuHTtaza (CHS, chalcone synthase) onocpenyer CMHTE3 HapMHIEHUH-XaJl-
KOHa — TIPEIIIeCTBeHHNKA OOJILITMHCTBA (DIIABOHOMIOB, 2 COBMECTHOE NEMCTBME XAJIKOHCUHTA3bl U XaJTKOHPEMYKTa3bl
(CHR, chalcone reductase) 00ycIOBIMBaeT CMHTE3 XaJIKOHA-TIPEAIICCTBEHHUKA M30(IaBOHOUIOB U30JUKBUPUHTUTCHN -
Ha. XaJIKOHBI JIal0T Hayajo BceM KjaccaM (pIaBOHOMIOB, YTO OOYCJIOBIMBAETCS paboToil ciaeaylomux (GepMeHTOB: Xall-
koHm3oMmepasbl (CHI, chalcone isomerase), dmaBoncunTas 1 u 2 (flavone synthase 1 and 2), uzodmaBoncunTassl (IFS,
isoflavone synthase), ¢naBaHoH-3-runapokcunasbl (F3H, flavanone-3-hydroxylase), ¢naBonoun-3'- u —3'5'-rugpokcunas
(F3'H / F3'5'H, flavonoid-3'- / 3'5'-hydroxylase), daaBoHoncuHTassl (FLS, flavonol synthase), nuruapodinaBoHonpenyk-
ta3el (DFR, dihydroflavonol reductase), neitkoantormanunuapenykrassl (LAR, leucoanthocyanidin reductase) m aHTo-
HIMaHUIWHPEIYKTa3bl/ lelikoaHTournaHuanHauokcureHasol (ANR, anthocyanidin reductase / LDOX, leucoanthocyanidin
dioxygenase). AHTOLIMaHbl CUHTE3UPYIOTCSI MOCPEACTBOM MOAMGMUKALUM aHTOLUMAHUIUHOB MOCPENCTBOM METMIITPAHC-
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depas (MT, methyltransferase), aunnrpancdepas (AT, acyltransferase) u rmukosuntpaHcdepas (GT, glycosyltransferase).
®naBaHOHBI U AUTUAPOGDIABOHOIBI MOTYT MMETh Pa3HOE KOJIMIECTBO TUAPOKCHILHBIX TPYIII, YTO OMOCPEyeTcs] paboToit
¢raBoHona-3'- u -3'5'-ruapoKcuIa3 v BIIOCJAEICTBUM MMPUBOINUT K CUHTE3Y pasIUdYHBIX (hiobadeHoB, (haBoHOB, (aBo-
HOJIOB, MPOAHTOLMAHUINHOB U aHTOLMAHUAMHOB. Tak, IMAHUIVH XapaKTepu3yeTcsl HAIMYMEM TMIPOKCUIBHOMN TPYIIIIbI
B 3'-TTOJIOKEHMU, a NeTbMUHUANH — ¥ B 3'-, U B 5'-TIOJIOKEHUU. DKCIIpecchsl pa3IMIHBIX CTPYKTYPHBIX TeHOB OMOCHHTE3a
(h1aBOHOUIIOB HATPSIMYIO AKTUBUPYETCS TIOCPENCTBOM CBSI3bIBAHUSA € MX MpoMoTtopaMu MBW-KOMITIIEKCOB, COCTOSIIIINX
U3 IBYX IMMEPU30BaHHBIX MOJIEKYJ TpaHCKpUIKoHHoro dakropa bHLH-MYC, cBsizdaHHBIX KaxKaasi ¢ OMHOM MOJIEKYJIOi
TpaHcKpuniuoHHoro (pakrtopa R2R3-MYB. Takoii koMmruiekc crabunusupyetcs 6ea1kom WD40.

3yJIbTaTe IOJIUMepu3anu GiaBaH-3-010B (puc. 1),
MpenMYyIIeCTBeHHO KarexuHa [31]. OxuciieHHBIe
MIPOAHTOLMAHUANHEI IIPUOOPETAIOT KPACHO-KOPHI-
HEBBIM 1BeT. Takol BeT XapaKTepeH UIST KpacHO-
3¢pHOM IIIEHUIIBI, B 3¢pHE SUMEHS AUKOIO THIIA
MIPOAHTOLIMAHUANHEI He OKHUCIJICHBI U OCCLIBETHBHI.
Y sYMeHsI OHU IIPUCYTCTBYIOT B BHICOKOII KOHIICH-
Tpalluy, IIpHOaBasl cpe3aM CEMEHHOM O000JOYKU
3epHUCTYIO CTpYKTypy [32]. Tecta 3HauuTeaBHO
TOJILLE Y SYMEHSI TMKOro TUIIAa YeM Y MYTaHTOB 0Oe3
NPOAHTOLUMAHUAWHOB. ¥ KPAaCHO3ePHOM MIIEHULbI
He yaaJ10Ch OOHAPYXXUTh MOCAEA0BATEIbHOCTH, Op-
tonorudHbie TeHy AtTT10 (TRANSPARENT TESTA
10), xoaupylolieMy Jakkazy — (epMeHT, y4acTBYy-
IOIIMA B OKKUCJIAEHUM TPOAHTOLMAHUAMHOB Yy apa-
ounoncuca [31]. B 3penoit 3epHOBKE pxKU CEMEeHHast
000J104Ka MpeacTaBjieHa TOHKUM MTUTMEHTHBIM CJIO-
€M KOPMYHEBOTO I1[BeTa. DTOT CJIOK JaeT LIBETHYIO
peaKUMIO Ha peareHThbl, BbISIBIISIOLINE MTPOAHTOLIM-
anuauHel [33]. B 3epHe y puca u Ipoco mpoaHTOLIM-
aHUIMHBI HaKaIJIMBAIOTCS B MepuUKapIrie. Y Mpoco
B IIepUKapIie, KpoMe NpoaHTOUMAHUAWHOB, U3 (hJia-
BaH-4-0JI0B MOT'YT CUHTE3UPOBATbCSl aHAJIOTUYHbIE
noaumepbl — dnodadensl (puc. 1) [34]. Y KyKypy3bl
B MepuKapIie, KpoMe aHTOLIMaHOB, OOpPa3yIOTCS UC-
KmouuTelbHO dnobdadensl. TIpoaHToLMaHUAWHBI
U (y1o6adeHbI LMPOKO PACIPOCTPAHEHBI Y BHICIINX
pacTeHuii, KpoMe IIJIOA0B U CEMSIH OHUM COACPKaTCS
B KOpe, JUCTbsIX U KOpHsX. buonornyeckas ¢pyHK-
1S 3TUX TTOJMMEPOB HESICHA U MOXKET HOCUTh BU-
Jocrenupuueckuii xapakrep [34].

VY MIIeHUE 110 Mepe pa3sBUTHUS 3epPHOBKHU TIPO-
WCXOINT YIIMHEHWE MOJIEKYN IIPOaHTOIMAHWIN-
HOB, W B 3PEJIOM 3€pHE OCTAIOTCS TOJIBKO BBICOKO-
MOJIEKYJISIPHBIE HE3KCTparupyeMole moamMepsl. Mx
HEpacTBOPUMOCTH MOXKET OOBSICHATHCS TaKKe 00pa-
30BaHUEM COCAMHEHMIA ¢ OelIKaMU U IOJHUcaxapu-
namu. B 3epHe suMeHsI, KpoMe HepacTBOPUMBIX, 00-
HapyXeHbI ¥ paCTBOPUMBIE OJIMTOMEPHI OT TUMEPOB
Jo rekcamepoB [34]. B ceyexuiyu nmuBOBapeHHOTO
STYMEHS ITUPOKO MCITONIB3YIOTCS WHIYLIMPOBAaHHBIE
MYTaHTBI C OTCYTCTBMEM WM HU3KNM COAepKaHIEM
MPOAHTOIIMAaHUINHOB, KOTOPHIE, CBA3BIBAsICh C OeJI-
KaMH, [alT HeXeJaTeJIbHYI0 B3BeChb. K3BeCTHO
JIeCSATh TEHOB, MyTalliA B KOTOPBIX IIPUBOJIAIT K OT-
CYTCTBUIO MPOAHTOLUMAHUAMHOB B 3epHe [32]. Hus
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3J1aKOB TaBHO OOCYXIaeTcd CBSI3b MPOAHTOIIMAHU-
JWHOB C IIPeXIeBPEeMEHHBIM ITpopacTaHueM (IIpo-
pacTaHreM Ha KOpPHIO) M IoKoeM ceMsH. KpacHo-
3epHas MIIIeHNIIa, B OTINYHe OT OeJI03epHoIl, MeHee
CKJIOHHA K TpopacTaHuio Ha KopHIo [31]. SdumeHb
C €TO BBICOKMM coJiep>KaHNeM MPOaHTOIIMaHUINHOB
XapaKTepu3yeTcd UIUTEIbHBIM TIEPUOIOM TOCIEY-
0opouHoro co3peBaHus. Poxbs Hanbojee CKIOHHA
K TIpOpacTaHUIO Ha KOPHIO.

Y dqumeHss MmyTtauuu B TeHe Ant28 (Antho-
cyaninless 28), xongupywieM R2R3-MYB TpaHc-
KPUIILUOHHKINA (aKTop, HapylIaloT OMOCHUHTE3
MMPOAHTOIIMAHUANHOB, HO HE aHToUMaHOB. I'eH
Ant28 obo3nauen HvMyb 10 coriacHO roMOJIOTUM
reHaMm TaMyb10 y nmenuusl [35]. ¥ myTaHTOB no
reny HvAnt28/HvMyb 10, kak 1 0XUAAIOCh, CHU-
KeH mepuon Mokos ceMsgH. OIHAKO CBSI3b MEXIY
HaKOIUIEHUEM ITPOAHTOLMAHUIVNHOB M IIEPUOAOM
IMOKOSI He IIOATBEPXKIAaeTCs I JIMHUKM SIYMEHS
C HYJEBBIM ajuiesieM reHa (JjlaBaHOH-3-TUIPOKCH-
Ja3el Antl7. MyTaHTBI TIO 3TOMY T'€HY HE CUHTE-
3UPYIOT MPOAHTOLUMAHUIWHBI B 3€pHE U aHTOILU-
aHBl B paCTeHMM U HE OTJIMYAIOTCS OT HOPMBI 110
nepuony nokost cemsaH [36]. K coxaneHuro, mo-
TeHILIMAJI KOJJIEKIIUM MYTAHTOB STUYMEHS 110 28 Te-
HaM OuocuHTe3a (aaBoHOUIOB [32] MOIHOCTHIO
HE WCIIOJIb30BaH [JIsS BBISIBJICHUS MOJIEKYJISIPHOI
¢yHKUMM 3TUX TeHOoB [37]. MexaHU3M BO3MOX-
HOTO IIefiICTBUSI NTPOAHTOLIMAHUIVNHOB B KOHTPOJIE
Ieproaa MoKos ceMsH He siceH. OO6CyXIaloT TaK1e
MMPUYUHBI, KaK (PU3NIECKOE MPENsITCTBUE YBEIU-
YeHUI0 00beMa CeMsIH, CHUKEHNE ITPOHUIIAeMOCTH
CeMEeHHOI 000JI0YKH IIJISI BOIBI M/WUJIM KUCIOPOa,
HETIOCPEACTBEHHOE BIIMSHUE IIPOAHTOLMAHUIN-
HOB, MX IIPEIIIeCTBEHHUKOB WX META0OJIUTOB Ha
nokoil u mpopactanue cemsaH [31]. Xopolio u3-
BECTHO, YTO ITOBPEXKACHME HAPYXHBIX 000JI0YEK
YCKOPSIET ITpopacTaHue ceMstH. M3 HaOmoaeHWit 3a
IMOCeBaMM MIIEHUIIBI, SIYMEHS W PXKU CIIEAYeT, YTO
MTUILI B TIEPBYIO O4YEpedb ITOCEHIAIOT IIIECHUIY
U STYMEHb, 36pHO PXKU IIpM TaKOM BBIOOpE OCTaeT-
cs HEeTpPOHYTHIM. ['OpbKOBaTHIIf BKYC MHOTHMX ILIO-
JIOB IIPUITUCHIBAIOT MPOAHTOIMAHUAWNHAM, W pac-
CMaTpPUBAIOT €ro Kak IpU3HAaK, pacIlio3HaBacMbIil
NTUIAMU. 3epHO BCEX COPTOB PXM, B OTIWYHUE OT
COpPTOB OeJI03epHOIi IMIIIEHUIEI U TMBOBAPEHHOTO
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AYMECHA, UMECT OKpPAILICHHYIO CEMCHHYIO 000J104-
Ky, COAcpXKalmyro mMpoaHTOLIMaHUIWNHDBI.

CauTaeTcsl, 4TO COKpalllcHHEe IIepHOIa ITOKOS
CEeMSIH KYJIBTYPHBIX PAacTCHHUI ITPOM3OIIUIO B XOIE
OIOMAIITHMBAaHMS U Tocieaylomeit cenexuum [38].
OT00p Ha COKpallleHHe Ieprofa IIOKOSI MOT IpH-
BECTHU K PE3KOMY CHIZKEHUIO TeHETUICCKOM M3MEH-
YUBOCTA B OTHOIICHWM 3TOrO IIpU3HAKA U IIPEXK-
JIEBPEMECHHOMY IIPOPACTAaHMIO CEMSIH KYJIbTYPHBIX
pacTeHUil IIpU M3OBITOYHON BIAXHOCTU B IIEpU-
on co3peBaHus. B M3MeHYMBOCTH IIepHoOIa ITOKOSI
MIPOAHTOLMAHUANHBI MOIJIM UTPATh MOTYMHEHHYIO
poib. CopHoOIIOJieBas poxXb, IpeaTeda KyJbTypHOI
PXU, TOJyYMIIa IIMPOKOE pacIpoCTpaHEeHUEe B Ka-
yecTBe copHsika (feral rye) B ImoceBax MIICHUIIBI
B tate CesepHas Kaponuna [39]. 3epHo 3Toii pxu
COXpaHSIeT XXKM3HECIIOCOOHOCTh B IIOYBE OT OJHOTO
rojia 10 HECKOJIbKUX JieT. He M3BecTHO, KaKyio pojib
B 3TOIl M3MEHYMBOCTU WIPaeT IOJIUMOP(PU3M IIO
CoIepXKaHWIO MPOAHTOLMAHUANHOB. Y pHca IOKa-
3aHO, YTO OCHOBHOM BKJIa[ B YCTOMYMBOCTH K IIPO-
pacTaHUIO Ha KOPHIO BHOCUT B3aMOIEeICTBIE TCHOB
SD6 (Seed dormancy 6) nu ICE2 (Inducer of C-repeat
binding factors expression 2), KOTUPYIOIIUX IIPOTH-
BOIIOJIOKHO JI€MCTBYIOIIME TPAaHCKPUIILIMOHHEBIC
daxropsl bLHLH-MYC. BddekT B3auMoaeicTBUS
aJulelieil STHX TeHOB 3aBUCHUT OT TeMIIepaTyphl, OH
oIpede/sieT Comep:KaHue aOCIM30BOM KUCIIOTHI
B 3apOBIIIC U CITOCOOHOCTh 36pHOBOK K IIpOpacTa-
Huto [40].

C ucnonp3oBaHueM 10 MyTaHTOB SYMeEHsS IO
OMOCHHTE3y MPOAHTOLIMAHUAWHOB ITOKAa3aHO, YTO
JUKUIA TUIT He 00JiamaeT OoJibllIeil YCTOHUNBOCTHIO
K ¢y3apuo3y 3epHa MO CPaBHEHUIO C MyTaHTaMMU.
HanpoTuB, BbICOKasi YCTOMYMBOCTH OOHapyxXeHa
y MyTaHTa antl8-159, HakanauBalolero He3HayM-
TeJIbHOE KOJUYECTBO AUTUAPOKBEPLIETUHA, KaK pe-
3yJbTaT HOHCEHC-MYTallMX B TeHe OUTruapodaaBo-
HoOJIpenyKTasbl [41].

OcobeHHOCTH TIpoTeKaHUs (OTOCUHTE3a B KO-
JIoce TIIIEHUIIBI MOTYT OBITh CBSI3aHBI C Pa3BUTH-
€M CeMSH B YCIIOBUSIX CTpecca, BBI3BAHHOTO He-
JIOCTAaTKOM BJIaTU W W30LITOYHBIM OCBEIIEHUEM,
COMPOBOXIAIOIIMM HaJIWB 3epHa y 3J1akoB [19, 21].
Heo6maronpudatHeie ycinoBus Tpu GOpMUPOBAHUN
3epHOBOK OTPHUIIATEJIFHO BIUSIIOT Ha IJIOTOBUTOCTD
¥ BBDKMBAEMOCTh BCXONIOB. Y TUKOPACTYIIVX TIpeJ-
KOB COBpeMEHHBIX 3JIaKOB TTOSIBJICHE CIIOKHOM aH-
TUOKCUIAHTHOM 3allMTHI B IJIOJOBOI, CEMEHHON
000JI0UKax U aJielipoHe MOTJIO OBbITh CBSI3aHO C 00e-
crieyeHeM BBDKMBAEMOCTH 3apOJIbIIa U ITPOPOCT-
KOB B HeOJIaroIpUSATHBIX YCIOBUSIX Pa3BUTHS. DTa

CHCTEeMa MOXET y4acTBOBATh B aHTUCTPECCOBBIX Pe-
aKIUsIX TIPU IIPOPACTAHUM CEMSH B YCJIIOBUSIX HU3-
KUX TeMmIlepaTyp Y O3MMbBIX 3JIaKOB M HeIOCTaTKe
BJIaru y IpOBBIX (hOpM. MOXKHO MPEaIOI0XUTh, YTO
Yy CeBEPHBIX 3JaKOB (opMHUpOBaHUE cIleUudUUe-
CKOro MeTaboJiu3Ma aHTOIIMAaHOB B ajielipoHe IO
Mo BIUSHUEM OTOOpa B YCIIOBUSIX BHICOKOTOPHOTO
pacceneHus. Jlasg ero ¢bopMHUpOBaHUS 0Ka3aloCh
HEIOCTaTOYHO MYTAIlMOHHOTO M3MEHEHMS TOJIbKO
B OJTHOM PETYJIATOPHOM T'eHe, KaK B CJIydyae YepHOTO
puca. OTO0p 3aTparvBajl aMMHOKUCJIOTHYIO MOce-
JIOBaTEILHOCTL KJIIOYEBOTrO (pepMeHTa OMOCHMHTEe3a
JenbduHuauHa — (GaaBoHOUA-3'S'-TUIPOKCUIIA3E
(F3'5'H), perynaropHble mocienoBaTeJbHOCTH Te-
HOB JBYX TPaHCKPMUITLIUOHHBIX (hakTopoB — R2R3-
MYB u bHLH-MYC, u B utore npuBes K KjiacTep-
HOM OpraHu3aluu TPeX TeHOB, KOHTPOJMPYIOIIUX
OMOCHHTe3 NeIbMUHUINHA B aIeMPOHE Y HEKOTOPBIX
npeacTaBuTeseil BUmoB mnojacemeiicTBa Pooideae,
0 YeM TOMAET peub B CJEAYIOLIEM pasfee.

IMPONCXOXIAEHUE 1 5BOJIIOLWA TEHOB
OKPACKMU 3EPHOBKMH Y KVJIBTYPHbIX
3JIAKOB

[IpoucxoxaeHrne ¥ 3BOJNIOLIMIO OMOCHHTE3a
(b1aBOHOMIOB CBSI3BIBAIOT C BBIXOOOM pPacTEeHMUIA
Ha cymy [42]. MHoroo6pasme KOHTPACTHBIX YC-
JIOBUII HOBOI Cpenbl SIBWIOCH (DAaKTOPOM OTOO-
pa aganTUBHBIX MyTalui. Takue MyTaluu MOIIU
IIPOMCXOIUTh B FeHaX, KOHTPOJHUPYIOIINX IIePBUI-
HbIi MeTabO0M3M 1 MPEACTABIEHHbIX B TEHOME He-
CKOJIbKMMM KOTNMUSIMU, BO3HUKIIMMU B pe3yabTaTe
IYTUIMKALUUKW  OTHOEJbHBIX IOCJAeI0BaTeIbHOCTEM
Wi Bcero reHoma. MUIIOreHEeTUYECKUil aHaAIU3
MoKasaJj, 4YTO T'eHbl ABYX MEPBbIX (pepMEHTOB OMO-
cuHTe3a (IaBOHOUIOB — XajnkoHcuHTasbl (CHS)
U xankoHuszoMepasbl (CHI) mpousolum oT reHoB,
YYaCTBYIOIIUX B METabOJM3ME KUPHBIX KHCJIOT.
Takue 3BOMIOLMOHHBIE CBSI3U IPOCIEKUBAIOTCS
IS BCEX CTPYKTYPHBIX U PEryJIsITOPHbIX TE€HOB,
KOHTPOJIMPYIOIIUX HE TOJbKO OMOCUHTE3 (hJIaBO-
HOUIOB, HO M BTOPUYHBLIA MeTa0OJM3M B LIEJIOM
[42]. OcoOGeHHOCTU MOJIEKYJSIPHON CTPYKTYpPhI
¢$J1aBOHOUAOB O0YCIOBUIM UX YYacTHE B adalTUB-
HOI 3BOJIIOLIMM BCEX TPyMNN Ha3eMHBIX PacTeHUit
Ha OCHOBE OOIIMX MEXaHU3MOB MX AeicTBUs [42].
buocunTe3 ¢GIaBOHOUIOB peryjiupyeT yHUBEP-
CaJIbHBIN 1J1s1 paCTeHUI KOMILIEKC TPaHCKPUMLIY-
OHHBIX (PAaKTOPOB, BCTPOCHHBIN B OOLIYIO CUCTEMY
peryissuuMu MeTaboausMa. B xome sBosoumnu pac-
TeHUI Ha BHYTPUBUAOBOM U MEXBUIOBOM YPOBHSIX
CJIOXKWJIUCH pa3IMYHbIe BApUAHThI 3TOI0 KOMILIEK-
ca, peryJmpyeMble OHTOT€HETUYECKU U B OTBET Ha
U3MEHSIONIUECS YCIOBUS CPEHI.
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Martepuranom 3BOIIOLIMOHHBIX IIPEOOPa30BaHMUIA
Yy KyJIbTYPHBIX PACTCHUM CIIyXKUT CIIOHTAHHAsS Te-
HeTUYeCKass M3MEHUYMBOCTh, KOTOpas ITOCTaBIISICT
MaTepHa IJisl OMOMAIIHUBAHUS U cejeknun. Ode-
BUIHO, YTO OTOOP Ha MOJIE3HbIE IS YeI0BEKa MpHr-
3HAaKM HE BCeraa BeJ K YAYYIIeHWIO agalTUBHBIX
CBOICTB pacTeHMii. DTO HECOOTBETCTBHE BO3HUKA-
€T KaK 3a cueT IJICHOTponnu, Tak 1 3ddekra cie-
IUIEHUs TeHOB ¢ pa3HbIMU (PyHKIusIMU. OKpacKy
3¢pHOBKM HE OTHOCAT K IIpU3HAKaM, BXOISIINM
B CUHIpPOM omomamnrHuBaHug [43]. Jlukopactymine
OpeaKu U KyJbTypHbIE PACTEHUS pa3inyaroTcs ya-
CTOTOM BCTPEYaEMOCTH AKTUBHBIX M HEAKTUBHBIX
ajjesieii TeHOB, KOHTPOJMUPYIOIIMX OWOCUHTE3
(b1aBOHOMIOB B OTIEJbHBIX 000JIOUKAX 3€PHOBKH.
AnanTuBHasl poJib OKPACKH 3epHOBKHM (CYXOTo ILI0-
Jla) CTPOTO He ToKa3aHa, Ha Hee CChLIAIOTCS MO aHa-
JIOTMU C OKPACKOil reHepaTUBHBIX OPraHOB y NBY-
IOJIbHBIX pacTeHuid [10] WM cuMTaroT O4eBUIHOM,
HMCXOS U3 O0IIMX MpeacTaBAeHUA 0 GyHKLIMU aH-
tounaHoB [1, 9]. IIpu oGcyXaeHUM aganTUBHON
pPOJIM aHTOLIMAHOBOI OKpPacKM 36pHOBKHU, a TOUHEE
pOJIM OKpallleHHBIX (pJIaBOHOMAOB, HAAO MPUHU-
MaTh BO BHUMaHUE UX 3BOJIOLIMOHHOE TTPOUCXOXK-
JIeHUE U CYIIEeCTBYIolIEe MOpGhOodDU3n0IOornuecKue
M 9KOJIOTUYECKUE pa3andus Mexay Bugamu. Takue
pa3IMyKs CIOXUIUCH MEXIY 36PHOBBIMU I0XKHOTO
NpPOUCXOXIEHUS (KyKypy3a, puc, IpOCoO) U CeBep-
HBIMU 3J1aKaMu. Y MIIEeHMI, SUYMEHS U PXHU eCTb
SIpOBBIE€ U 03UMbI€ (POPMBI, CEBEPHBIE 3JTAKU YCTOM -
YUBBI K 3aMOpO3KaM, BJIArojroOuBbI, TPeOYyIOT
JJIVMHHOTO JHS IS Pa3BUTUS U XapaKTEpU3YIOTCS
ellle LUeJIbIM KOMIIEKCOM OTJIMYUTEIbHBIX ITPU3Ha-
KOB, KOTOPbIE MOTYT OBbITh CBSI3aHBI C OMOCHHTE30M
(b1aBOHOMIOB B TKAHSIX 36 PHOBKM M BEreTaTUBHBIX
OpraHoOB.

ANanTUBHYIO pojib (bJJTABOHOUIOB YCTaHABIMUBA-
IOT KaK M3MEHEHNE UX KOHLIEHTPALUU WJIM TpaHC-
KPUILIMOHHON aKTMBHOCTUA T€HOB MX OMOCHHTE3a
B OTBET Ha CTpPecCcOBLI (akTop [5]. DTOT MOAXON
MOXHO Ha3BaTh 3KOJIOTro-(u3nojaorudyeckum. JIpy-
roii moaxon OCHOBaH Ha (PMJIOTEHETHYECKOM aHaJ -
3¢ TEHOB M MOJIEJTMPOBAHUN CTPYKTYPHI M HYHKIINT
0eJIKOB, KOOUPYEMBIX 3TUMM TeHaMU. Y CTaHOBJICH-
HbIE Pa3IAYNs MEXIY MapajoraMy 1/WiIh OpTOJIO-
ramMmu OOBSICHSIIOT JeicTBUEeM (PaKTOpoB OTOOpA,
MMEIOIINX eCTECTBEHHBIM MM MUCKYCCTBEHHBIN Xa-
pakTep.

Deoarouus cmpyKmypHbix eeHo8 GuocuHmesa
harasonoudos

DcHOBHBIE COCOAWHEHUSI Y PACTCHMII CUHTE-
3UPYIOTCSI MPEUMYIIECTBEHHO M3 (heHWIaJaHMHA
MOCPEACTBOM (PEHMJIIPOIIAHOMIHOTO ITYyTH OHO-
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CMHTE3a, OOHOII M3 BETBEM KOTOPOTO SBIISICTCS
OMOCHMHTE3 pa3IMYHBIX KJIAacCOB (PIaBOHOMIOB
(puc. 1) [9]. OOmIeit n KIIOYEeBOM peakUMei st
BCeX KJ1accoB (hJIAaBOHOUIOB SIBJISIETCS CUHTE3 Xall-
KOHOB TocpeAcTBOM XxaiKoHcuHTasbl (CHS) u ux
“30Mepu3alus o AeiCTBUEM XaJdKOH-(JaBaHO-
Husomepassl (CHI) ¢ oOpazoBanueM ¢p1aBaHOHOB.
Pabora manpHeillnx pazHooOpa3HbIX (EPMEHTOB
00yCI0OBIMBAET MOCAemIOBaTebHbIE TTPEBPALLCHUS
¢ obpa3zoBaHMEM MHOTIUX KJacCcoB (hJJABOHOUIOB,
B TOM uucie (hJIaBOHOJOB, MPOAHTOLMAHUAWHOB
W aHTOLMAaHUAUHOB (puc. 1). MoaeKyabl 3TUX CO-
eIVMHEHUI TOABEPrarTCs MOMOJHUTEIbHBIM MO-
InpUKaIUSIM caxapaMy, METWJIBHBIMU TPYHIIAMH
U IPYTUMU 3aMECTUTEISIMA C Yy4acTUEM MHOXKe-
CTBa JOMOJHUTEIbHBIX (DEPMEHTOB, 4YTO IpUaaA-
eT UM pasIMuHble CBOMCTBA, UMEIOIIME 3HAYCHUS
KaK [JIs agalTalliy pacCTCHUM, TaK U IPUHOCSIIINE
MoJab3y YesloBeKy [9, 44, 45].

VY 31akoB (UIOreHeTUYeCKMiA aHaiau3 ObLl
MIPOBeIeH IS CTPYKTYPHBIX T€HOB, KOAUPYIOIINX
dnaBonounn-3'-rugpokcunasy (F3'H) [46] u ¢dra-
BoHoma-3',5'-rugpokcuinasy (F3'5'H) [47]. Dmm
(GepMEeHTB yYaCTBYIOT B THIPOKCUIMPOBAHUU
B-konbua diaBaHOHOB U AMTUAPOGIIABOHOJIOB Ha
HavyaJbHBIX ATarax OMOCHUHTEe3a aHTOLMAHUAWHOB
LHMAaHUAWMHA W JeJb@UHUANHA COOTBETCTBEHHO.
BoisiBieHbl aBe HE3aBUCHMBbIC JMHUU 3BOJIIOLIUU
reHoB (bJIaBOHOUMI-3'-TUAPOKCHUIIA3EI, IIPEAIION0-
KUTEJIbHO BO3HUKIIWE MOCTE TYTIUKAIIUA UCXO -
HOI MOCJIEA0BATEILHOCTH Yy OOIIETO MpeaKa OqHO-
JIOJIbHBIX PAacTeHU M TOCIEAYIOLIEro yABOCHMUS,
a 3aTeM W yTpaThbl psiia KOIMUIl y OTAEJbHbIX TaK-
coHOB [46]. [Ipennonaraercs, 4T0 OOHApPYKEHHbIE
(YHKIMOHAJIBHBIC pA3IMIUs MeXIy (pepMeHTaMH,
KOAMPYEMbIMU T€HAMU W3 Pa3HbIX (QUIIOTeHETHU-
YeCKMX JIMHUI, BbI3BAHbI MOJOXUTEIbHBIM €CTe-
CTBEHHBIM OTOOPOM, MOBJIMSIBIIMM Ha CBSI3bIBAHUE
cyOcTpaTa aKTUBHBIM LieHTpoM. Ilo MHeHUIO aB-
TOPOB, 3TO MOXET OOBSICHUTh HOBYIO 5'-THAPOK-
CUJIa3HYIO0 aKTUBHOCTb (DEPMEHTOB OIHOI 13 2BO-
JIIOLIMOHHBIX JIUHUW y puca W APYTUX 3JIaKOB MO
OTHOIIIEHUIO K Xpu3oepuony. B pesynabraTe 3TOit
peakuuu oopas3yrorcs (pIaBOHOUIBI CEJITUH, a 3a-
TeM W TPULIMH, BBIMOJHSIOIIMI Y 31aKOB BaxKHbIE
3alUTHBIE U CTPYKTYpHBIe GyHKUMU [46]. Mexmy
napayoramu, kogupyomumn F3'H, o6HapyXeHBI
TPAaHCKPUIILIMOHHBIEC Pa3Iu4usl, HOCSIIWE BUIO-
cneur@uueckuii xapakrep. Y SuMeHs OAWH TIeH
TpaHCKpUOUPYETCs B ajielipoHe, IepruKapIe 1 JieM-
Me/Tajiee, a ero KOIMsI — B BEreTaTUBHEIX OpraHax
[48]. OnguH 13 reHoB (1aBoHOUI-3',5 -TUAPOKCHU-
Jla3bl aKTUBEH B ajiefipoHe, a ero KOMus TPaHCKPU-
OupyeTCcs BO MHOTMX TKaHsX [48].
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®dnaBonona-3',5'-rugpokcnnassl y 371aKOB TaK-
K€ MOXHO pa3Ie/iuTh Ha IBa Kjacca, Ha3BaHHbBIC
Mo_F35H1 u Mo_F35H2 (Monocot F3'5'H) [47].
IIpenmomaraercsi, 4ro TeHBI (PEPMEHTOB pPa3HBIX
KJIaCCOB BO3HUKIIM ITyTeM NYIUIMKALIMA B T€HOME
0011IeTO IIpeaKa 1 JajJbHelIeil IuBepreHIny B X00e
BUI000OpA30BaHUs TI0h BIUSIHHEM oTOopa [47].
ITocnenoBatenbHOCTH, Komupylowmue Mo F35HI,
00HAapyXeHHl y BCeX M3YUYCHHBIX BUIOB CeMelicTBa
Poaceae, a nocnenmoBarensHoct Mo_F35H?2 tomnb-
KO Y HEKOTOphIX BMAOB IojceMeiicTBa Pooideae,
K KOTOPBIM OTHOCSITCS IIIICHUIIA, TIMEHb U POXb.
benku Mo_F35H?2 06mamaioT GONbIINM CXOICTBOM
¢ ¢maBoHoMI-3'S'-TMIPOKCHIA3aMU  TBYAOJBHBIX
pacteHuii, yem ¢ Mo_F35HI1. Ilo mMHeHMIO aBTO-
pPOB, 3TO CXOACTBO YKa3bIBaeT HAa KOHBEPICHTHYIO
afallTUBHYIO 3BoJIoLNIo yiaBoHOUI-3',5'-TUAPOK-
cwias, creuuduuHbix o Pooideae, u (aaBoHO-
un-3',5'-rugpoKcuia3 OIByIOJbHEIX HAa YPOBHE aMHU-
HOKMCJIOTHBIX 3aMeH [47].

Crienmdpndeckoil 3BONIONUM Y TIEHUIINEBBIX
OBUTM TIOABEPXKEHBI W TEeHBI XaJKOHW30Mepas3bl
(CHI) [49]. OnHako B 3TOM ciy4yae 3BOJIIOLIMS 3a-
TparnBajia He 6eJI0K-KOINPYIOIIYIO ITOCIIeTOBATEb-
HOCTb, a BK30H-UHTPOHHYIO CTPYKTYpy TeHoB Chi.
bruto MOKa3aHO, YTO y IIpeAIiojaraeMoro IpeaKa
3JIaKOB TE€H XaJKOHM30MEpa3bl COAepKall YeThbI-
pe 9K30Ha M TpW MHTpPOHA. Takas CTpyKTypa co-
XpaHWJIACh U TI0 Ceil IeHb y OOJIBIIMHCTBA 3JIaKOB,
BKJIIOYAsI KYKypy3y U pHC, OOHAKO IJIST BCEX Ipel-
craBuTesieii TpuObl Triticeae xapakTepHa yTpaTa
TPEeThero UHTPOHA. Y pxu Secale cereale nonoaHu-
TeJIbHO yTpadeH 1 BTOPOIf MHTPOH, BCIICACTBUAE YETO
ee TeH XaJJKOHM30Mepa3hbl COOCPKUT JIMIIb ABA DK-
30Ha. CtpykTtypa 6enka CHI KoHcepBaTuBHA U He
VMeeT NPUHUIMITHATBHBIX Pa3IduMil y BCeX 3/I1aK0-
Bhix [49]. C ueMm cBsI3aHa yTpaTa UHTPOHOB B IeHe
Chi y TIIEHUILMEBBIX HEU3BECTHO, OJHAKO, TaKoe
sIBJICHUE HaOIogaeTcs U B APYTUX TPYMIIaxX pacTe-
Huit [50], a Tak:Ke B HEKOTOPBIX APYTUX FT€HHbBIX Ce-
meictBax [51, 52]. IIpeanonaraercs, 4To AeacLUs
MHTPOHOB MOXET CIIOCOOCTBOBATh OoJsiee ObICTPOIt
TPAHCKPUITIIUY T€HA, YTO B CTyYae XaIKOHU30Mepa-
36l MOXET CBUICTEILCTBOBATh 00 amanTalliyd K He-
OJIATOIIPUSITHBIM YCJIOBUSIM TTOCPEACTBOM OBLICTPOTO
HakoruieHus1 pJIaBOHOUIHBIX coequHeHuit [49, 53].

Deonrouus peeysssimopHoix eeno8 buocunmesa
haasonoudos

KitoueBEIMU peTyIsiTOpaMu BpEMEHHOM 1 IIPO-
CTPAaHCTBEHHOI  cIeUu(pUIHOCT OMOCHHTE3a
¢dJ1aBOHOUAOB SBJSIIOTCST Oenku cemeiicts bHLH-
MYC, R2R3-MYB mn WD40, dopmupylomnme
MBW-xommiekcsl (puc. 1) [10]. C moMmeHTa mep-

BBIX JAHHBIX O COBMECTHOM PEryJIsIIUM OMOCHHTE-
3a (PJIABOHOMIOB STUMM OeKaMM, ITOJy4eHHBIMU
IIPY U3YYCHUU PEryIATOPHBIX reHOB R (Red), Cl
(Colorless 1) u PAC1 (Pale aleurone color 1) y Xy-
Kypy3bl [54—60], u reHoB GLI, GL3 (GLABRA),
TT2, TTS (TRANSPARENT TESTA) n TT1GI
(TRANSPARENT TESTA GLABRA 1) y apabu-
poricuca [61—65], y MHOIMX pacTeHUil oOHapyxe-
Hbl MBW-KOMILIEKCHI, peryaupympolime 0MoCHuH-
Te3 (IaBOHOUIOB M, B YAaCTHOCTH, aHTOIMAHOB.
Paznoobpazue MYC- u MYB-reHoB omnpenensiet
cnenmn(pUIHOCTh M HMHTEHCUBHOCTH OMOCHHTE3a
(h1aBOHOMIOB M MOXET (POPMUPOBATH CIIOXHEIC
BapMaHThI MUTMEHTALMU pacTeHuii [59, 63, 65—73].

Y staMeHs cTpyKTypHBIid reH HvF35H (HvF3' 5 H)
BMECTE C IBYMsI peryasaTopHbiMu reHamMu HvMYB4H
(HvMpc2) v HvMYC4H (HvMyc2) BXOIUT B COCTaB
TpexreHHoro xiactepa MbHF35 (MYB-bHLH-
F3'5'H), nokamm3zoBanHoro B xpoMocome 4H [47,
74]. Bce Tpu reHa cnenudpuyecKu SKCIPECCUPY-
10TCA B ajeiipoHe. KiactepHast opraHm3alnst TeHOB
buocuHTe3a neabGUHUANHA B aJeiipoHe, KPOME ST~
MEHsI, yCTaHOBJICHA eIlle IUISI ABYX KYJIBTYPHBIX 3/1a-
KOB — IIIEHUIIBI C JIOKAIM3allMeil KiacTtepa B Xpo-
MocoMe 4D 1 pxXM ¢ KJIaCTEPOM B TOMEOJIOTMYHOM
¢parmeHTe xpoMocoMbl 7R. Y Aegilops tauschii — no-
HopareHoMa D MSATKoi IILeHULIbI COXpaHsIeTCs KJla-
cTepHasi opranmsaiusi, ogHako romojior HvMYC4H
y Aegilops tauschii npeacTaBieH He(MYHKIMOHATb-
HBIM ajuieeM WM MCEeBIOTeHOM, YTO COOTBETCTBY-
€T OTCYTCTBUIO OKPACKM ajielipoHa y H3YyYEeHHBIX
¢opm 3toro Buna [47]. I'eHbl, Bxoasiuue B KjaacTep,
COCTaBJISIIOT OTAEAbHbIE (DUIOTeHETUYECKUE TUHUN
y BuaoB Triticeae. Jlokanuzauuss B roMe0JOTrMYHBIX
¢dparMeHTax XpoOMOCOM Yy MIIEHULBbl W 3rUjorca
(4D), ssumens (4H) u pxu (7R) yka3bIBaeT Ha Mpo-
KWCXOXIeHUE KacTepa OT oOlIlero npeaka v mnapani-
JIeJIbHYIO BOJIIOLIMIO TEHOB, 00eCeYBaOINX OMO-
CUHTE3 TPOU3BOAHBIX AeAb(UHUANHA B ajllelipoHe.
YcTaHOBIEHO, UTO MOCIEA0BaTeIbHOCTb 3TUX FT€HOB
CKJIambIBajach IMOJA BIUSIHUEM €CTECTBEHHOIO OT-
oopa. UapentudunuposaHo 13 aMUHOKUCIOTHBIX
ocTaTKoB B cTpykType Oenka HvF35H, kotoprnie
MOTJIU MOSIBUTHCSI B Pe3yJIbTaTe €CTECTBEHHOIO OT-
0opa Ha TepMOCTAaOMIBHOCTb OEJIKOBOM MOJIEKYJIbI
[46, 47]. 3epHOBKa 371aKOB IMOABEPKEHA UHTEHCUB-
HOMY OCBELIEHUIO M HArpeBy B KPUTUUYECKUIA Iie-
puoja HaiuBa 3epHa. “T'ony0Ooil” aHTOLMAH UMeeT
0ojice MMPOKUI CHEKTP MOTJIOLICHUS U SBISIETCS
JIy4IIUM  (DOTOMPOTEKTOPOM UM aHTUOKCUIAAHTOM
yeM, “KpacHbIi” aHToLMaH [47]. DTuU paznuyus
MOTJIM CHOCOOCTBOBATb (hOPMHUPOBAHUIO 3P deK-
TUBHOM CUCTEMBI 3aIAThl HA OCHOBE MPOU3BOIHBIX
IenbGUHUINHA Y TPEIKOBBIX BUAOB SUMEHSI, TIIIIC-
Ne 2 2024
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HUIBI ¥ PXU, 3aHUMAaBIINX BEICOKOTOPHBIC YIaCTKI
C Pe3KMMM KOJICOAHMSIMU THEBHOI TeMIICpaTyphl,
MHTEHCUBHBIM OCBEIICHWEM U AeDUIIMTOM BIIAaru.
BeposiTHO, 4TO TecHOE clieIUIeHHEe TeHOB, KOHTPO-
JIMPYIOIINX OMOCUHTE3 IeIb(PUHUINHA, HEOOXOaM-
MO ISl COBMECTHOM PEeryisiuvy UX TPaHCKPUITLUKU
¥ YCKOPEHUSI OTBeTa Ha (paKTOPhI CTpecca.

Bce wm3yueHHble (OPMBI AUKOPACTYIIETO SI4-
MeHs1 H. spontaneum (GUKCUPOBAHBI MO aKTUBHBIM
ajijIessaM OKpacKu ajeiipoHa B PeryjJsTOPHBIX Te-
Hax HYMYB4H n HvMYC4H. Y OONbIIMHCTBA U3
HUX 3¢pHO MMeET rojiy0yro OKpacKy. MecTHBIe ro-
Jy6o3epHBIe copta H. vulgare TakKe HEeCyT aKTHB-
HBIE aJUIeNIM OKpacKu ajeiipoHa B reHax HvMYB4H
u HyMYC4H. Y 0eno3epHBIX COPTOB STUMEHS OIMH
wim oba TeHa IIpeACTaBJIeHBI HEaKTUBHBIMHU all-
nensvmu. Hanbonee BepossTHO, 4TO mpeobiaagaHue
3TUX aJlJieJieil y KyJbTYPHOTO SSUMEHSI CBSI3aHO C €ro
OIOMAIITHMBaHWEM M ITOCJIeAYIONIeil ceyleKimeii 0e-
JIo3epHbIX (popM [47].

T'ony6oit aneiipoH y MSTKOM IILEHULIbBI KOH-
TPOJIMpPYETCS JOKYCaMH, BKJIIOUYCHHBIMH B TE€HOM
OTIEJBHBIX COPTOB IIPU OTHAJICHHON THOpHMIM3a-
muu. Jlokycel rony6ozepHoctd Bal w Ba2 (Blue
aleurone) yCTaHOBJICHBI Y OUILIOMIHBIX BUIOB IThI-
pest Thinopyrum ponticum (syn. Agropyron elongatum)
W TILEHULIBI OOHO3epHSIHKU Tfiticum monococcum,
OKYJbTYpeHHOI opmbl T. boeoticum, COOTBET-
ctBeHHO [75]. Ten ThMYC4E (nokyc Bal) B co-
cTaBe 1eaoi xpoMocoMmbl 4E unu ee ¢pparMeHTOB
obecrneyrBaeT CHMHTE3 aHTOLIMAHOB B alleiipoHe
y IIIEHUIHI, TTOJYIYCHHOM HAa OCHOBE TMOpUAM3a-
uuu ¢ Thinopyrum ponticum [76]. Y romy6o3epHoIii
MIIEHULBI HAWIEHBI OPTOJIOTM TPEX I'€HOB SUYMEHS
HvMYC4H, HYMYB4H v Hv35H. OTH TeHbI B CO-
crtaBe Jiokyca Bal obo3HaueHbl kak TaMYC4D,
TaMYB4D n TaF35H coorBercTBeHHO [46]. Map-
Kepbl akTuBHOro reHa ThMYC4E He oOHapy>KeHbI
y M3y4YeHHbIX o0pa3uoB 7. urartu, T. monococcum,
T. turgidum, Aegilops tauschii v T. aestivum c Heo-
KpalleHHbIM ajieiipoHoM [76]. TI'eH aumronmgHO
nweHuubl 7. monococcum ThMYC4A (nokyc Ba2)
sIBJISIeTCSl opToJioroM reHoB ThMYC4E w HvMyc2/
HvMYC4H. AnnenecneliUUHBLIA MapKep 3TOro
reHa He HaiifieH y 6enio3epHbIX 1. urartu, Ae. tauschii,
T. turgidum, T. araraticum, T. zhukovskyi [77]. Y pxu
JIOKaIM3alusl Te€HOB, COCTAaBJISIIOLIMX TPEXT€HHBIN
KJ1acTep, MpoBeJeHa Ha OCHOBAaHU U CXOACTBA KapTr-
POBaHHBIX KOHTHUT [78] ¢ CeKBeHUPOBAaHHBIMU T'eHa-
MU siumeHs [7, 8]. OueBUIHO, YTO BBIBOJ, O HATUYUU
Y p>KU (QYHKIIMOHAJIBHOIO KJIacTepa FreHOB, KOHTPO-
JIMPYIOIINX OMOCUHTE3 Ieb(PUHUINHA B aJleiipoHe,
TpeOyeT S3KCHEPUMEHTATbHOTO MOATBEPKACHUS.

IT'EHETHUKA TOM 60 Ne 2 2024

ITogaBnsioniee OOJBIIMHCTBO COPTOB MSTKOM
MMIIEHUIIB ¥ STYMEHsI TIpeACTaBIeHbl 0eJI03¢pHBIMUI
dopMamu, He comepxKalllUMU aHTOLIMAHOB B ajieii-
pOHE M, CledOoBaTeJIbHO, HECYIIUMU HeaKTHUBHBIC
aJUIeTIN 110 KpalfHe Mepe B OQHOM M3 I'€HOB OKpa-
CKM aJieiipoHa WJIM TeHOB, OTBEUAIOIINX 32 OMOCUH-
Te3 aHTOLIMAaHOB Ha BceM pacteHuu. [Ipeobiaganue
HEOKpAaIlleHHBIX T€HOTUIIOB y MIIIEHUIILI 1 STIMEHS
HCTOPUYECKU CBSI3aHO C TEXHOJOTMYECKUMU Tpe-
0oBaHUSIMM ITO TIepepabOTKe 3epHa Ha XJieb 1 I1BO.
Brixon v 0enu3Ha MYKM y IIIEHULBI 1 HU3KOE CO-
JIiep>KaHue MPOAHTOLMAHUINHOB B COJIONE STIMEHS
CTajli OMHUMU U3 TJIaBHBIX IIPU3HAKOB, HA KOTOPEIE
ObLT HaIlpaBJIeH OTOOP y XJeboreKapHOil MIIeHUIbI
U TIMBOBApPEHHOTO STYMEHSI COOTBETCTBEHHO. Y PXU
Onaromapsl ee ajlJIoraMHOM IIpUpoie HabJomaeTcs
BHYTPUCOPTOBOI MOMMMOP(PU3M T10 OKpacKe ajieii-
poHa. OcTaeTcst HeBBISICHEHHBIM B KaK1X COYeTaHU -
SIX TIPUCYTCTBYIOT aKTUBHEIC M HEAKTUBHEIE aJIJIe/IN
STHX I'€HOB Y COBPEMEHHBIX IIIIEHUII, TIMEHSI, PXKU,
a TaKke POACTBEHHBIX MM IUKOPACTYIIMX BUIOB
Triticeae.

Ponb anTOLIMaHOBO# OKpacKu 3epHa (HaaW4yus
OKpalleHHBbIX (PJIaBOHOUIOB) Y KYJbTYPHBIX pacTe-
HUI U UX JUKOPACTYIIUX MPEAKOB KaK aqalTUBHO-
ro IpU3HaKa OCTAaeTCsl HESICHOM. Y OOJIBIIMHCTBA
COBPEMEHHBIX COPTOB 3J1aKOB aHTOLIMAHOBAsT OKpa-
cka 3epHa oTcyTcTBYeT. Ee oTcyTcTBUE CBSI3BIBAIOT
¢ (pukcanyeit HeaKTMBHBIX aJlJiefieid PeryIsITOPHBIX
TreHOB, KOTOpPBIE IMOJYYUIN MPEANOYTEHUE B XO/e
ONIOMAallTHMBAHUS M CeJeKIUM KYKypy3bl, puca,
Mpoco, MIIEHUIBLI U guMmeHs [6]. B xome sBoiio-
LIUM U CeeKIUU KYKypy3bl TIPOU30IIJIa PEBEPCUS
OT HEOKpalIeHHOI0 3¢pHa y MPEeIKOBOrO BUIA Te-
OCHUHTE 4Yepe3 pasdHooOpa3ue OKpacku ajieiipoHa
y TMPUMUTHUBHBIX I0XXHOAMEPUKAHCKUX (OPM Ky-
Kypy3bl K HEOKpAIIEHHOMY 3€pHY COBPEMEHHBIX
OTKPBITO OMBUISIEMBIX COPTOB U COPTOB-TUOPUIIOB.
Bnaromapsi BHICOKOI aKTUBHOCTU TPAHCIIO30HOB
Yy MECTHBIX (pOpM BOZHUKIIM U BEPOSATHO Oiarosia-
P BCTETUYECKOMY TIPEANOYTEHUIO 3aKPENUIUCh
JTOMMHAHTHbIE MyTallMU PEryJsTOpPHBIX reHoB C1
(Colorless 1) R2R3-MYB-TpaHCKpUITIIMOHHOTO
daxktopa u RI (Red I) bHLH-MYC-TpaHnckpuri-
LIMOHHOTO (pakTopa, MPUBOASIINE K HAKOIJIEHUIO
aHTOIIMAHOB B ajeiipoHe U TMOSBJIEHUIO KYKYpY-
3bl C YEPHBIM, TOJIyOBIM M KpacHBIM 3epHOM [79].
B xonme manbHeimel agantaiyuv U CeJeKIUU Ky-
Kypy3bl B EBporie 1 AMepuKe 41c/io OKpalleHHbIX
(opM cHU3MIIOCH, a TIOC/Ie BHEAPEHUS COPTOB-TH-
OpuAOB XKeJTO3epHAsl KyKypy3a cTajla JOMHUHMU-
pytowieit [80]. Ilpu co3maHuM MHOpPETHBIX JIMHUMA
A TUOPUAOB TPEANOYTEeHUE OTAABaJIOCh Ooiiee
MPOAYKTUBHBIM (pOopMaM KYKYypy3bl C HEOKpaIIEH-
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HBEIM 3epHOM. KpacHas okpacka 3epHa IIpucCyIa
nuKoMmy pucy Oryza rufipogon, IMeIOIIeMy OOIIETO
IpenkKa ¢ KyJIbTypHBIM OelIo3epHBEIM pHrcoM. Pa3z-
JIMIMS B OKpacKe KOHTPOJMPYIOT IBa TeHa: TeH Rc,
KOTOPHBIM KOOUPYET TPAHCKPUIIIIMOHHEBIN (PaKTOp
bHLH, u ren Rd, xomupyouuii uruapodiaBo-
HOJI-4-peayKTa3y. OTH TeHBl y4acTBYIOT B OMOCHH-
Te3¢ MPOAHTOLMAHUINHOB, B pe3yJbTaTe OKHUCIIe-
HUSI KOTOPHIX B MepUKaplie o0pa3yeTcs KpacHBII
NUTMeHT. PenieccuBHBIE MyTalluM B TeHe Rc BeayT
K OTCYTCTBMIO IIMTMEHTA, OJHA M3 3TUX MYTalluit
MOJIy4urJjia IIMPOKOE pacIpoCTpaHeHHE B Ipoliecce
ogoMalIHUBaHUs puca [81]. BoabIIMHCTBO COPTOB
MSITKOM IMIIEHUIBI He OKpaIlleHbl MM 00JamaioT
KpacHOI1 OKpacKoii 3epHa O1aromapst IpUCYTCTBUIO
B CEMEHHOM 000JI0YKE MpOoaHTOUMAaHUAWHOB. Mx
OMOCHHTE3 KOHTPOJHUPYETCS TOMEOJTOTMYHBIMU Te-
Hamu TaR-1 (Red-1): Tamyb10-AIB3A, Tamybl0-
BIB3B u Tamyb10-D 183D xpoMocoMax MIIEHUIIBI,
KOOUPYIOIIMMHU TPAaHCKPUIILIMOHHBIE (PAKTOPHI
MYB [82, 83]. DTu reHbl NIIEHULIBI SIBASIOTCS Op-
tonoramu reHa HVvANT28/Hvmyb 10 ssameHs u 3BO-
JIOMOHHO Onm3Kku reny AtT712 apabumoricuca,
KaXXIbIi U3 KOTOPBIX TAKXKE MO3UTUBHO PETYIUPYET
OMOCHHTE3 IMTpOaHTOLIMAaHUAWHOB [35, 82, 83].

Haubonee penku cpeau KylabTYpPHBIX 3JIAKOB CO-
pTa ¢ OKpallleHHBIM ITeprKapItoM. YepHas (mypIryp-
Hasl) OKpacKa 3epHa He OITMcaHa y IMKOTO prca, OHa
BCTpPEUYaeTCsI TOIBKO Y MECTHBIX COPTOB KYJIBTYPHO-
ro puca, U MOSIBUJIACHh B XOJ¢ WM IOCJIE OJOMAIIl-
HuBaHus puca B [IpeBHeM Kutae. IIpoucxoxneHue
YEpPHOTO pHca CBSI3BIBAIOT C IIEPECTPOMKAMU B IIPO-
MOTOPHOI1 00JacTU reHa oKpacku pacteHust OsB2
(Booster 2/0s04g0557500), Koaupylolero TpaHC-
KpUITUMOHHBIN hakTop bHLH. OKTonuueckas akc-
mnpeccuss B IepuKaplie MyTAaHTHOIO TeHa (ajuiess
reHa OsBZ2), HazBaHHoro Kala4 [84], BemeT K OuoO-
CHHTEe3y aHTOIIMAHOB B IIPUCYTCTBUN JOMMHAHTHO-
ro auaens reHa Kala3, kogupylouero TpaHCKpUII-
HroHHbIN pakTop R2R3-MYB. BroTt annens y puca
C AQHTOIIMaHOM B IIEpUKapIie BKIIOYAET IBA TAaHICM-
HBIX TIOBTOpPA B IIPOMOTOPE BMECTO OTHOTO Y HEO-
KpalieHHoro puca [85]. B xome omomMaliHuBaHUS
3¢pHOBOTO aMapaHTa aHTOLIMaHOBAasI OKpackKa 3epHa
Obl1a yTpadeHa. IlpuyeM 5TO TIPOU3OIILIO TPUK-
IIBI HA OCHOBE OJHOTO IMKOPACTYIIErO IMPEeaIKOBOTIO
BUAA U BO BCEX CIIydasiX KYJBTYPHBIC BUABI BKIIIO-
Yajgyd MyTalyM, HE3aBUCHMO BO3HMKIINE B JIOKYCE
reHa TpaHcKpuniuuoHHoro ¢akropa MYB — opro-
sora reHa C1 kykypy3sl [86].

IlypnypHass okpacka Ilepukaprna y TeKcarlio-
WIHOM TILEHULIbI CBSI3aHA C MHTpOrpeccueil gpar-
MEHTOB XpoMocoM 2A 1 7D oT (puoeTOBO3EPHBIX

TETPAILUIONIHBIX IMIIeHUIl M3 Dduonuu. Y rekca-
TUIOMITHOM IIIIEHUIIBI ¢ OKPacKOM ITIeprKapIia UaecH-
TUULMPOBAHLE JTOMWHAHTHEIE KOMIUIEMEHTap-
Hble TeHbl Pp3 (Purple pericarp 3, xpomocoma 2A)
u Ppl (Purple pericarp 1, xpomocoma 7D) [87—89].
I'en Pp3/TaPpbl XomupyeT TPaHCKPUITIIMOHHBIN
daktop bBHLH-MYC, a ren Ppl/TaPpml — tpaHc-
KpUInuoHHbIA pakrop MYB [90]. TTokazaHo, 4TO
ajuiens reHa Pp3/TaPpbl/TaMYCI y 6eno3epHoii
MMIIEHUIIBl B IMPOKCUMAJIBHOM y4YacTKe IPOMOTOpa
CONEPXKUT OJHY KOIUIO TOCJIeN0BATEJIbHOCTU U3
261 HykIeoTUIa, a y MILIEHULILI C OKPACKOM MepU-
Kaplia — IIeCTh KOIUii, OpraHM30BaHHBIX B BUIC
TaHgeMHbIX ToBTOpoB [90, 91]. Kpome Toro, y 6e1o-
3epHO MIIEHUIIBI B KOAUPYIOLIEH MOCIeI0BaTENb-
HOCTU BTOro reHa OOHapy>KeHbI TPpU HEPYHKIIUO-
HaJIbHBIX aJlJIeJIbHbIX BapuaHTa [90].

ITogaBnsioniee OOJBIIMHCTBO COPTOB STUMEHS
UMEIOT XeaToe 3epHo. KpacHas u mypiypHast okpa-
CKa 3epHa oOHapyXeHa Y HEKOTOPBIX (OpM THKOpa-
cryuero ssauMeHst Hordeum spontaneum v OTACIbHBIX
dopM KynbTypHOTO sTuMeHs. OHa KOHTPOJIUPYETCS
JIOMUHAHTHBIM ajuieseM Pre2, KOTOPBIA Npeanonao-
KUTEJIBHO SIBIISICTCS OMHUM M3 ajulesieil reHa aHTo-
LIMAaHOBOM OKPAaCKM BEreTaTUBHBIX YacTeil pacTeHUS
Ant2, KOIupYyIOIIEero TPaHCKPUIIIMOHHBIN (haKTop
bHLH-MYC, B komiuiekce ¢ MYB-daxkropom Antl
3aIlyCcKalolnii OMOCHMHTE3 aHTOLIMAaHOB [92—94].

MHorouucieHHble GopMbl pxXku Secale cereale,
OIMMCaHHbIe B paMKax 42 MOIBUAOB, UMEIOT BapbU-
PYIOIIYIO IT0 MHTEHCUBHOCTH aHTOLIMAHOBYIO OKpa-
CKY OTIEJIbHBIX OPIaHOB: KOJICONTWIISI, JIMCTHEB,
y3JI0B, MEXI0Y3JIMiA, JIEMEHTOB Kojioca. Y Kaxnou
U3 HUX OTMeYaeTcs IOJUMOpPdU3M IO OKpacke
3epHa [95]. Tlomammsioiee OOJIBIIMHCTBO pacTe-
HUi1 Secale cereale UMEIOT 3€PHO XENTOI U 3eJIEHOI
OKpacKU, 3HAYMTEILHO pexke KOPUIHEBOI M OUYEeHb
peaxKo KpacHoil unu ¢puoaeToBoit okpacku. Cpenu
U3ydeHHBbIX opM Secale cereale subsp. cereale Kpac-
Has ¥ QuosieToBasi OKpacka 3epHa OMucaHa TOJbKO
y OTAEIbHBIX 00Pa31I0B COPHOIOIEeBO pxku. MoHO-
rMOpUIHOE pacllierieHue Mo (UOJIETOBOI OKpacKe
3epHa P>XKU YCTAHOBJIEHO pa3HLIMU aBTOpAMU Ha He-
3aBHCHMO ITOJTydeHHOM Martepuaie [96]. EcTb ocHO-
BaHUs MoJjaraTb, YTO Bce (PpUOJIETOBO3EPHBIE (HOp-
MbI, OOHapy>XeHHbIE Y DKW, HECYyT HOMWHAHTHBIC
aJuIeJIv OJHOTO M TOTO XXe reHa (DMoJIETOBO3EPHOCTU
Vs (Violet seed). I'en Vs [96] aBTopamu nyGIMKain
OBLT TIepeBeJieH Ha SIpOBOii aBTOGEPTUIbHBINA (DOH.
C ucnonbp3oBaHUEM 3TOI (hOPMBI M TpaHCJIOKAII-
OHHOTIO aHau3a I'eH Vs ObLI JTOKAIM30BaH B XpPOMO-
coMe 2R non cumBosioM Ps (Purple seed) [97]. Hamu
MOJTy4YeHbl JaHHbIE, YKa3bIBalOIIME Ha OPTOJIOTUIO
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reHa Vs/Ps 1 TeHOB TpaHCKPUIILIMOHHBIX (haKTOPOB
bHLH-MYC y puca, MIeHUIE 1 SIMeHs, KOHTPO-
JIUPYIOIINX OMOCHUHTE3 aHTOIIMAHOB B IIEpHKapIIC
3¢epHOBKU. Hambosee BeposATHO, UTO y p>K¥ HATMIUE
AHTOIIMAHOB B IIepHKapIle HAXOMUTCS II01 KOHTPO-
Jem MBW-koMmekca, BKIIOYAIOLIETO (PaKTOphl
TpaHckpununu cemeiictB R2R3-MYB u bHLH-
MYC u 6enok WD40.

SAKJIIIOYEHHUE

Ponb praBoHOMIOB B 3¢pHOBKE 3JIAKOB MOXET
3aKJII09aThbCs B (DOTONPOTEKIINM M TallCHUH aK-
TUBHEIX (DOPM KHCJIOPOIa, OOpasymIIMXCS MpHU
(oTocuHTE3€E B IepUKapIIe, a TAKXKE NX 3alIUTHOM
IEeVCTBUM TIpA MpopacTaHnu ceMmsH. Ilpm HaOy-
XaHUM W TIPOpacCTaHMU CEMsIH aKTUBALMS IbIXa-
HUSL B ajJeipoHE BeleT K ITOSBICHMIO aKTHUBHBIX
(opM KHCIOpPOIa, KOTOPBIE UTPAIOT PETYISATOPHYIO
pOJIb, a MPU MX U3OBITKE OKA3bIBAIOT TOKCUYHOE
nevictBue. BoccTaHOBICHUIO OKHUCIMTEIBHO-BOC-
CTaHOBUTEJIBHOrO 0ajlaHca CIIOCOOCTBYIOT Kak
(b1aBoHOMIBI, TAK U AHTHUOKUCIUTEIBbHBIE (ep-
MEHTBI, COXPaHSIOIINE CBOIO aKTUBHOCTb B MEpT-
BbIX TKaHsAX 3epHOBKM [98]. YcraHOBIEHO, 4TO
B 000JIOUKAX 3¢pHA U ILIBETKOBBIX YCIIYSIX COTHU
OCIKOB MOIYT COXPaHSTh aKTUBHYIO (DOpMY Hecs-
TIWIETUSIMHU, OCBOOOXIASICHh B OKPYXAIOIIYIO CpeIy
IIpY IIPOPACTAHUM CeMSIH. DT (epMEHTHl HapsIIy
C HAKOIUICHHBIMU B 000JI0YKaX aHTUOKCUAAHTaMU
CIIOCOOCTBYIOT BBDKMBAEMOCTH X aKTUBHOMY POCTY
npopocTKoB [24]. TkaHecneun(pUYHbII OMOCUHTE3
nenbGUHUANHA B ajeiipoHe W MPOAHTOLMAHUIN-
HOB B CEMEHHOII 000JIOUKE MOXHO CYHUTAaThb 00-
Jiee VHUBEpPCAJIbHOI ajalrTanueil, yeM OMOCHHTE3
MIPOM3BOIHEIX IMAHUIWHA B ITepukapre. OKpacka
nepuKapiia oOHapyxXeHa y OrpaHMYESHHOTO 4YKCiia
IUKOPACTYIIX BUIOB 3JIAKOBBEIX PACTCHUM W He
NoJyyuaa pacrnpoCTpaHEHUS MpPU OJOMalllHMBa-
HUU U celieKuuu. OKpacky nepukapia MOXHO OT-
HECTH K JOKaJbHOM amanTauuu [99], cBOMCTBEH-
HOW OTAEAbHBIM MOMYJIILMIM W objagawleit
MNPOCTHIM T€HETUYECKUM KOHTpoJieM. B ee ocHOBe
MOTYT JieXKaTh TOMUHAHTHbBIE MyTallMOHHbIE U3Me-
HeHUd (gain-of-function mutations) B perymasitop-
HBIX 3JIeMEHTaX I'€HOB TPAHCKPUMLIMOHHBIX (ak-
topoB bHLH-MYC u R2R3-MYB, npuBoasdiue
K 9KTONMYECKOM 3KCIpPeccum 3TUX reHoB. OgHaKo
3TOT BBIBOJ HE MOAKPEIJIeH IMOJy4YeHHbIMU B IO-
JIEBBIX MCCIEAOBAHUSIX JTAaHHBIMM, COUYETAIOLIMMU
aHaJIM3 4acTOThl MPOSIBJACHUSI OKPACKU TepUKap-
mna, TeoJIoro-reorpa)uueckyo U MeTeopoJiorhye-
CKYIO XapaKTEpUCTUKU MECT OOUTAHUS C aHATU30M
¢dyHKUMOHaNBHBIX MapKepoB reHoB bHLH-MYC.
B HacTosiiee BpeMsi 6uojiornyeckass aKTUBHOCTh
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¢GJ1aBOHOMAOB KM3y4yeHa ropasfo Jiyylle ¢ JAUeTU-
YeCKOM M MeAULMHCKON TOYeK 3peHMsl, YeM B OT-
HOILLIEHUU UX 3HAYeHUS M caMux pacTeHuid. Oc-
HOBHOE BHUMAaHME YAEISETCS CO3AAaHUI0 COPTOB
371aKOB — KYKYpy3bl, puca, MNIIEHULbl U SYMEHS
C BBICOKMM coaepxkaHueM aHtouuaHos [100, 101].
I'eHeTHyecKre U OMOTEXHOJIOTMYECKUE UCCIeI0Ba-
HUS1 HampaBjieHbl TakKxKe Ha co3gaHue ¢opMm pac-
TEHUI C BBICOKMM COAEepKaHUEM MPOMEKYTOYHBIX
CoeIMHEeHU OMocuHTe3a aHTouuaHoB [102] wim
MoJy4YeHUe TeHOTUIIOB, COYETAIOIINX BbICOKOE CO-
Jep>KaHUE aHTOLIMAHOB U IPYTUX COENUHEHUIA BTO-
puuyHoro Metaboauszma [103]. B aToM oTHoOIIeHUHU
0COOBI MHTEpEC NPEeACTaBIsIET POXKDb C €€ 0COOEH-
HOCTSIMU BTOPUYHOIO MeTaboJu3Ma, BO MHOTOM
CBSI3aHHBIMU C TIEPEKPECTHBIM OMNBIIEHUEM U BTO-
PUYHBIM XapaKTepoM OJOMAIlHUBAHUS, KOTO-
poe TMPOTEeKaJo KaK 3BOJIIOLUS COPHOTO pacTeHUS
B ITOCeBax SUMeHs U TieHuubl. CaMOHecoBMe-
CTUMOCTb PXXM O0eCIeYMBaeT BLICOKUI YpPOBEHb
TETePOTe€HHOCTU OTKPHITO OMbLASIEMbIX HOMYJISILIA
pPXU, B TOM YHUCJIE MO TeHaM, KOHTPOJUPYIOIIUM
BTOpUYHBINA MeTabonu3M. CoxpaHUBIIASICSI U TO-
JIyyuBIlIasl pacOpoCcTpaHEHUE COPHOMOJeBasi POXKb
MO3BOJISIET UCIOJb30BaTh €€ IMOMYJSIUMU B Kaye-
CTBE JOMOJHUTEIBHOrO MaTepuana sl pelieHus
9BOJIIOLIUOHHO-TEHETUYECKUX MpOOJeM BTOPUY-
HOro MeTabou3Ma y KyJbTYpHBIX 3J1aKkOB. CekBe-
HUpPOBaHME FEHOMOB Yy JIBYX 00pa3uoB pxu [7, 8]
OTKPBIBAET HOBbIE BO3MOXHOCTU B IPOBEACHUU
TaKUX UCCJIETOBAHUIA.

HccnenoBanre TPOBOOMIOCH NPU YaCTUIHOM
nonaepxke HIIMY “ArpotexHonoruu Oynyuiero”,
moroBop Ne 075-15-2022-322 ot 22.04.2022.

HaCTOHU_[aﬂ CTaTbd HE COOCPKUT KaKuX-JTM00
WUCCJIENOBAHMI C MCMIOJb30BAHMEM B KaUeCTBE 00b-
€KTa 2KUBOTHDbIX.

Hacrosiag craTbd He COAEPXKUT KaKUX-JIu0Oo
KUCCIeAOBAaHUI C y4acTHEM B KaueCTBe OObEKTA JII0-
neit.

ABTOpBI 3asBJISIOT, YTO V HUX HET KOHGJIMKTA
WHTEPECOB.
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ADAPTIVE SIGNIFICANCE AND ORIGIN OF FLAVONOID BIOSYNTHESIS
GENES IN THE GRAIN OF CULTIVATED CEREALS

A.N. Bulanov" *, A. V. Voylokov?* **

!Saint Petersburg State University, Saint Petersburg, 199034, Russia
2Vavilov Institute of General genetics, Russian Academy of Sciences, Moscow, 119991 Russia

*e-mail: an.bulanov20002014@gmail.com
**e-mail: av_voylokov@mail.ru

The majority of cultivated cereals including maize, rice, wheat, barley, oat and rye are consisted of numerous varieties
lacking anthocyanin pigmentation or having weak coloration of vegetative organs and/or caryopses. Only rare local
races and wild related species have intense coloration of plants and/or grains. The coloration of caryopses is associated
with the biosynthesis of colored flavonoids in maternal (pericarp and testa) and hybrid (aleuron) caryopsis tissues.
The trait is controlled by dominant alleles of regulatory genes encoding conserved transcription factors of the MYB,
bHLH-MYC, and WD40 families forming the MBW protein complex. Recent studies have proven the participation
of uncolored and colored flavonoids in the response of plants to biotic and abiotic stresses, and significance of their
presence in the whole grain foods has been determined. However, many questions about the adaptive effects and health
benefits of anthocyanins remain unanswered. In particular, the reasons why the dominant alleles of regulatory genes
controlling pericarp coloration did not become widespread in the course of domestication and breeding of cereals
are not clear, although these genes receive special attention in association with health-improving effects of grain
nutrition. This article discusses the similarity and specificity of the genetic control of the biosynthesis of flavonoids in
the caryopsis in three related cultivated cereals — wheat, barley and rye, and their biological role in the development of
the caryopsis and seed germination.

Keywords: cereals, caryopsis, flavonoids, anthocyanins, genetic control.
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