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MNEPEYEHb YCJIOBHbIX OFO3HAUYEHU

4ACL — 4-coumarate CoA ligase, 4-xymapat KoA nuraza

AFLP — amplified fragment length polymorphism, monumopdusm mimHbl

aMIUI(UIMPOBAHHOTO (parMeHTa

ANR — anthocyanidin reductase, anTonranuIuHpEIyKTa3a

ANS — anthocyanidin synthase, anTonnanuIMHCHHTA3a

Ant — anthocyanin-less, mokycel sYMeHsI, CBI3aHHBIC C CHHTE30M aHTOI[HAHOB
Bh4 — black hull 4, nokyc puca, cBsI3aHHBIN ¢ YepHOW OKPACKOM CEMSH
bHLH — basic helix-loop-helix, ocHoBHO# criupaib-neTIis-Crupaib JOMEH

Blpl - black lemma and pericarp 1, nokyc, CBA3aHHBII ¢ YSPHON OKPACKOM

3CPHOBKHU AYMCH

Blx — non-blue aleurone xenia, reus, cBsI3aHHBIC ¢ OKPACKOH aIePOHOBOIO CJI0S Y

STIYMEHS
BSA — bulked segregant analysis, maccoBbIii cerperaHTHbIN aHAIU3

C3'H — p-coumaroyl shikimate 3-hydroxylase, p-kymapownimukumar-3'-

THJIPOKCHIIA3a
C4H — cinnamate 4-hydroxylase, nmaHaMaT-4-ruIpoKcHiiasa
CAD - cinnamyl alcohol dehydrogenase, nnHHaMUIAIKOTOJIbICTHAPOreHA3a

CAPS — cleaved amplified polymorphic sequence, moaumopbusm JIHHBL

PECTPUKITMOHHBIX ()ParMEHTOB

CCoAOMT - caffeoyl CoA O-methyltransferase, kodenn KoA o-

MeTUATpancdepasza
CCR - cinnamoyl CoA reductase, nuaaamons KoA peaykrasa

CHI — chalcone-flavanone isomerase, xankoHdaBaHOHH30MEpa3a
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CHS — chalcone synthase, xajakoHcHHTa3a

COMT - caffeic acid o-methyltransferase, o-metnnrpancdepasza KkopeiHoH

KHCJIOTHI
CSE — caffeoyl shikimate esterase, xodeommmmkumaTIcTepasa
DFR — dihydroflavonol 4-reductase, murunpodaaBoHon-4-peaykrasa

EST - expressed sequence tag, KOpoTKHE 3KCIPECCUPYIOLIUECS

I0CJIEI0BATEIbHOCTH

F3'5'H — flavonoid 3', 5'-hydroxylase, ¢pnaBonoun-3’, 5'-ruapokcuiaza
F3'H — flavonoid 3’-hydroxylase ¢gmaBonoua-3'-ruapokcuiasza

F3H — flavanone 3-hydroxylase, ¢bnaBanon-3-rumpokcuiaza

F5H — ferulate 5-hydroxylase, dbepynar-5-ruapokcunasza

FLS — flavonol synthase, ¢maBononcuHTa3a

FS — flavone synthase, ¢aBoHcHHTa3a

HCT — hydroxycinnamoyl CoA transferase, runpokcuiinaamonst KoA

TpaHchepasa
IFS — isoflavonoid synthase, u3odaaBoncunaTa3a

InDel — insertion deletion, mapkepsl, BBISBIISIONIME BCTABKU WK JCICIIUH B

HYKJIGOTI/II[HOf/'I IIOCIIEAOBATCIBbHOCTH

LAR — leucoanthocyanidin reductase, neiikoaHToOLMaHUIUHPEIyKTa3a
MY B — myeloblastosis, cemetictBo T® pactenwuii

MY C — myelocytomatosis, cemetictBo T® pacteHuii

NAC — ceMeiiCTBO TPaHCKPUIILIMOHHBIX (PAKTOPOB paCTEHUI

PAL — phenylalanine ammonia lyase, dennnanannnammuaxinasa

PAP — purple acid phosphatase, ¢uonerosas xucnas gpocharasa
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Phrl — phenol reaction 1, nokyc, cBsi3aHHBI# ¢ (HDEeHOIBHOHN peakiyei
PPO — polyphenol oxidase, monudenonokcugasa
RILs — recombinant inbred lines, pekoMOuHaHTHBIC HHOPEIHBIC TUHUN

SLAF-seq — specific-locus amplified fragment sequencing, cekBeHupoBaH¥UE

J'IOKYC-CHGHI/I(I)I/I‘-IHBIX AMITJIMKOHOB
TAL — tyrosine ammonia lyase, Tupo3nnammuakinasza

WDA40 — cemeiictBo T® pacTeHuid, okaHUMBAOIIMXCs aunentuaom W-D

(TpunrodaH-acaparniHoBas KMCJIOTA)
HTP — nerpancnupyemblie paiOHbI

T® — TpaHCKpUNITMOHHBIN (PaKTOp
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BBEJAEHUE

AKTyaHLHOCTL HCCJICA0BaAaHNA

Slumennb oObikHOBeHHBIN (HOrdeum vulgare L.) sBisercst oHO# 13 HanboJee
BO3/I€JIBIBAEMBIX 3C€PHOBBIX KYJIBTYp B MHPE U IIHPOKO HCIIOJIB3YETCS B KaUeCTBE
KOPMOBOM KYJIBTYPBI, CBIpbS I IPOM3BOJACTBA COJIOJA B ITHBOBAPEHHOM
IPOMBINIUIEHHOCTH W B KayecTBE KOMIIOHEHTA pallMOHA IMTaHHsS 4YeJOBEKa.
Braromapst CocOOHOCTH MPOM3PACTaTh B IMHPOKOM AHMAINA30HE KIMMATHUYECKUX
YCJIOBHH, 3Ta KyJIbTypa SIBJISETCS HE3aMCHUMOM B Te€X TeorpaduyecKux perunoHax,
IJIe YCIIEIIHOE BO3AEIBIBAHUE IPYTHX 3JAKOBBIX KYJIBTYD SBIISETCS HEBO3MOKHBIM
(Newton et al., 2011). Beicokas mnuTaTelbHas IICHHOCTb SUMEHS H
CTPECCOYCTOMYMBOCTh OOBSCHSIOT MOBBINICHHBIN HHTEPEC K 3TOM KYJIbTYpe KaK K
UCTOYHUKY MHUTaHHUS. [IOMMMO OCHOBHBIX IMHMTATCIBHBIX BEIECTB, ICIbHBIC 3€PHA
STYMEHsI OOTaThI MUIIIEBBIMK BOJIOKHAMH, UHI0JIAMHU U (DEHOJIBHBIMH COCIMHCHUSAMH,

KOTOPBIC ABJIAIOTCA KOMIIOHCHTaMHU CI)YHKHI/IOHEU'IBHOFO IIUTaHug AJI1 4C€JIOBCKa

(Gangopadhyay et al., 2015; Ge et al., 2021).

deHONbHBIE COCTUHCHHS, aKKYMYJIHPYEMbBIE B 3¢PHOBKE SUMEHS, OTHOCATCS
K BTOPUYHBIM METa0OJUTaM U y4aCTBYIOT B POCTE U Pa3BUTHH PACTEHHUI, a TAKKe
WX 3alUTe OT HeOIArONPUATHBIX YCIOBHHM OKPYIKAroOIIel Cpe/Ibl, TAKKX KaK XOJIO/I,
3acyxa, Y®-usznyuenue u uHBasus marorenos (Brunetti et al., 2013; Ceccarelli et
al., 1987; Grotewold, 2006; Sharma et al., 2019). Hekoropsie ¢eHONbHbIC
COCMHEHUS SIBJIIOTCS MUATMEHTAMH M IMPHAAI0T TEMHYIO OKPacKy 000J0YKam
3epPHOBKH siuMeHs. [TMrMeHThI aHTOLMAHBI, OTHOCSIIUECS K TpyIie (JIaBOHOUIOB,
HAKAIUTMBAsACh B IEpUKApIe W ajJelpOHOBOM CIIO€ 3E€PHOBKH, OOYCIIaBIMBAIOT
¢uoneToByt0 u  TonyOyr0  OKpacky, COOTBeTCTBEHHO. Jlpyras rpymma
n0JU()EHONBHBIX COCAWHEHHH — MEJIaHWHBI, HAKAIUIMBAasCh B IEpUKApIC U
[[BETKOBBIX YEIIYAX, IPUAAIOT 3€PHY SUMEHSI KOPHUHEBYIO MU YEPHYIO OKpacKy. B
OTJIMYUE OT MYTH OMOCHHTE3a aHTOIMAHOB, TEHETUYECKUH KOHTPOJb OMOCHHTE3a

MCJIAHMHOB Yy A4YMCHA OCTACTCA MAJIOU3YUYCHHBIM. C‘II/ITaeTCH, qTO MCIIaHHUHBI
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SIBIITIOTCS MPOTYKTaMU (DEPMEHTATUBHOTO OKUCJICHHS ¥ TIOJIMMepU3aiuu (PeHOI0B
U TPEACTaBISAIOT COOOW IUIOTHBIE, XWMHWYECKH WHEPTHBIE COCIUHEHUS,
HEPaCcTBOPHMEIE B BOJIC U OOJIBIIMHCTBE pacTBopuTenei (Jana & Mukherjee, 2014;
Nicolas et al., 1994). [Toka3aHo, 4TO pacTeHHS C YSPHON OKPACKOW 000T0UYEK CEMSH
00J1a/1at0T MOBBIIIEHHOW YCTOMYHNBOCTHIO K ICWCTBUIO TIATOTCHOB 110 CPABHEHHUIO C
HEOKPAIICHHBIMA PACTEHUSMH, SBIISFOTCS 00JIee XOJO0- U 3aCyXOYCTOWYUBBIMH,
4TO CBS3aHO KAaK C MEXaHWYECKOW MPOYHOCTHIO MEJaHWHA, TaK W C €ro
antuokcuganTHeIMM cBoiicTBamu (Ceccarelli et al., 1987; Choo et al., 2015; Jana &
Mukherjee, 2014). U3BecTHO, YTO MEJIaHWHBI PACTCHUMN SIBISIOTCS MPOJYKTaAMH
OKHCIICHUSI ¥ TIOJUMEpU3ani (DEHOJIBHBIX COCIUHEHUN MPU ydacTHH (PEpMEHTOB
nonudenonokcuaaz (PPO). JlaHHbli mnpomecc MOMy4YWs Ha3BaHUE «PEAKIMS
(EpPMEHTaTUBHOTO TIOTEMHEHUS» ¥ XOPOIIO W3Y4YCH TPH MEXaHHYECKOM
pa3pymienun Tkanei pactenuit (Nicolas et al., 1994). Onnako, B mociieiHee BpeMs
NOSIBIISIIOTCS AaHHbIe 00 yyacTtuu PPO B cuHTE3€e MeaHWHAa U B HEMOBPEXKICHHBIX

TKkaHsax pactenuid (Wan et al., 2016, Li et al., 2020, Wang et al., 2020).

VY siaMeHsl TPU3HAK YEPHOW OKPACKH KOJIOCAa MOHOT'CHHO KOHTPOJHUPYETCS
aokycom Blpl (Black lemma and pericarp), kapTupoBaHHOM Ha JIJTMHHOM ILJICYe
xpomocombl 1H (Costa et al., 2001). K nactosmiemy MoMeHTy, Jiokyc BIpl cyxen
1o paiiona npotskenHocteio 0,8 Mb, B koTopoMm mpenckaszan 21 ren (Long et al.,
2019), omHako, 10 CHX IMOpP OCTAETCS HEM3BECTHBIM, KAKOW MMEHHO M3 dTHX I'EHOB

OTBETCTBEHEH 32 (POpMUPOBaHUE MPU3HAKA.

B pamkax naHHOW paGoThl OBLIM BbIAEICHBI U MPOAHATU3UPOBAHBI T'E€HBI,
BOBJICUEHHbIE C OMOCHHTE3 MeJlaHWHA B Kojoce sumeHs. [Ipu momomm metona
aCCOIIMATUBHOTO KapTUPOBaHUS ObUT BBISABICH TeH-KaHauaat Ha poyib Blpl. beur
IPOBEJICH aHAIM3 SKCIPECCHH KITIOYEBBIX T€HOB OMOCHHTE3a (PEHMIITPOIIAHOIOB B
JMHAMUKE CO3PEBAHMS KOJIOCA, IJIsl U3YYEHUS] aKTUBHOCTH 3TOr0 METa00IMYECKOTO
nyTH B Ipolecce OuocuHTe3a MenanuHa. [lomumo 3TOro, M3yueHue ceMmencTBa
reHoB PPO suMeHs MO3BOJIUIIO YCTAHOBUTH UX POJb B (DOPMUPOBAHUM MEIAHUHA B

3epHOBKE.
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]_Ie.]'lb H 3aJ1a4i UCCJICI0BaAaHUA

L[eJIBIO JAHHOI'O HMCCICAOBAHUA SABJIACTCS BBIABJIICHUC W HM3YUYCHHC I'CHOB,

KOHTPOJIMPYIOIIMX CUHTE3 MEJIAHWHA B KOJIOCE STYMEHS.
JUIst TOCTH>KEHUS TAaHHOM LEeIr ObUIM MOCTABJIEHBI CIEAYIOIINE 3a0a4n:

1. YcraHoBieHHe TeHa-kaHmuzaara Jjokyca BIpl, konTpomupyroiiero

IIPU3HAK qepHoﬁ OKpPAaCKH KOJIOCA AYMCH,

2. Omnpenenenne pon jokyca BlIpl B perymsanuu skcnpeccuy reHOB Iy TH

OHocHHTE3a (PEHUINPONAHOHIOB;

3. AHanu3 cemelictBa TeHoB mnonudenonokcugaz (PPO) sumens wu

YCTaHOBJICHHE UX POJIM B OMOCHHTE3€ MEJIaHUHA.
Hay4nasi HoBU3Ha padoThI

B xone ganHo# paboThl IPU MOMOIIU METO/1a aCCOIMATUBHOTO KapTUPOBAHUS
ObUT BIIEPBBIC ONpeAC/ieH KaHaumar Ha poiab reHa Blpl, Monorenno
KOHTPOJIMPYIOIIET0 CUHTE3 MEJIAaHMHA B IIBETKOBBIX UCIIYAX U MEPUKAPIIC SUMEHS.
BbeII0 ycTaHOBIEHO, YTO AaHHBIA TeH KoaupyeT curHambHbli CLE-mentun us
cemeiictBa CLAVATA. Dbpln  BBISBIGH TaruIOTHUIl, aCCOIMUPOBAHHBIA C
MPUCYTCTBUEM MEJIAHWHA B 3€PHOBKE STUMEHS, BKIIOYAIOIIMN JEBSITH COBMECTHO
HACJIEYEMbIX MOJUMOPMHU3MOB. BBUIO MIPEaNnoaoKeHo, YTO ONMUCAHHBIA TarlJIOTHUIT
UMEEeT MOHO(DHIETHYECKOE MPOMCXOXKISHUE U BO3HUK Yy JUKOTO MpEIKa SIMEHS

(Hordeum spontaneum Koch.).

[Ipy moMoImM CpaBHUTENHFHOTO aHAJIN3a YKCIPECCUU TEHOB, KOAMPYIOIIUX
KIItoueBble (DEpMEHTHI yTH OMOCHHTE3a (PEHMIMPONAHOUIOB B MOYTH-U30TCHHON
muaun stamMenst 1:BWBIpl u ucxomHoM copre Bowman Ob110 Moka3aHo, 4To JaHHbBIC
TCHBl SIBIISIIOTCS HanOoJiee TPAHCKPUIIIIMOHHO AaKTHBHBIMA B Pa3BUBAIOIIEMCS
KOJIOCE, OJTHAKO Ha MO3JAHMUX CTAJAMUSIX CO3pPEBaHMs KOJIOCA B JTUHUHM C MEJIAaHUHOM B

3eproBke (i:BwBIpl) npoucxomut Broprunas akruBanus renoB Pal, C4h, 4Cl u
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C3’h, 4ro OBUIO TPOAEMOHCTPHPOBAHO BIepBbie. [lokazaHa crermuUpuIecKas

aKTUBaIUs TpaHcKpunimu rena Comt nmpu cuHTe3e MEeIaHUHA.

boumn u3ydeHbl 1Ba HOBBIX I'eHa cemeiicTBa nosudenonokcuaaz — Ppo3 u
Ppo4. Tlpu momoly CpaBHUTEIBHOTO aHAU3a AKCHPECCHUU IMOKa3aHO, YTO BCE
YeThIpe I'€Ha, KOAMpYIoUMe MNOJUu(EHOTOKCHAA3y, SBISIOTCS TPAHCKPUIIIIMOHHO
aKTUBHBIMU B 3€PHOBKE SIUMEHSI Ha TMO3JHUX CTAUAX CO3PEBAaHMS Kojoca. bbuio
IPOJAEMOHCTPUPOBAHO, YTO SKCIpeccus reHa Ppo2 crenupuyHo aKTUBHUPYETCS
TOJIbKO B JIMHUU C MEJAHWHOM B 3€PHOBKE, M MOKA3aHO y4acTHE JIaHHOT'O I'eHa B
CMHTE3e MenaHuHa. Takum 00pa3om, OblIa BIIEPBBIC BBIJIBUHYTa THIIOTE3a O

cniennudeckoi aktTuanuu reaa Ppo2 resom Blpl.
Teoperuyeckasi U NPaKTUYECKAsA 3HAYNMOCTh PadoOThI

B pesynbrare HacToSIIEro UCCie0BaHus ObLUTH MOJYyYEHbI HOBbIE 3HAHUS O
MEXaHU3MaX TEHETUYECKOW PETyJAlMU MEJIaHOTeHe3a y SUMEHs, B TOM YHCIIe,
BEIJICJICHBI M TIPOAHAIM3UPOBAHBI T€HBI, KOTOPBIC BOBJICYCHBI B CHHTE3 MEJaHWHA.
Paspabotanusie III[P-mapkepsr k reny BIpl moryt ObITh HCIIOJIB30BaHBI IS
3 PEeKTUBHOTO  MapKepP-KOHTPOIUPYEMOTO OTOOpa TEHOTUIIOB SUMEHS C
MeJaHWHOM B 3epHe. [loMMMO 3TOro, pe3yabTaThl TEHOTUIUPOBAHUS U
dbenotunupoBanus koswiekiuit sumens BUP u Wlul’ CO PAH mnomomusT
uHQOpMAITMOHHBIE  0a3bl  JAHHBIX  TCHETHYCCKMX  KOJUICKIIMA  HOBBIMU
XapaKTEPUCTHUKAMHU, YTO BAXKHO JIJISl YBEIMYECHHSI TEHETUUECKOT0 pa3HOOOpa3us u

I[ElJ'IBHGfIHICFO HUCIIOJIB30BaHM.
HOJ’IO)KCHI/IH, BbIHOCHUMBbIC HA 3aIIUTY

1. I'en, komupytommii curHaneHbli CLE-mentun w3 cemeiicTBa
CLAVATA, sBasercs kanmuaaroM Ha poib Blpl, xoHTpoaupyromiero cuute3

MCJIaHWMHA B 3CPHOBKC AYMCHA.

2. B mnpucyrcTBuM AoMuHaHTHOro amiens reHa Blpl mnpowucxomut
BTOpHYHAs  aKTUBAIlMA  JKCIPECCHMM  KIIOYEBBIX  TI'€HOB  OHMOCHUHTE3a

denmnmnponanonnioB (Pal, C4h, 4CI) B mepukaprie ¥ IBETKOBBIX YCIITYSIX STUMECHSI.
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3. ['en Ppo2 BOBNEYEeH B CHHTE3 MEJIAaHWHA B 3€PHOBKE SIUMEHS U €ro

aKTUBHOCTH perynupyercs renom Blpl.
Bruag aBTopa

Bce ocHOBHBIC pe3ynbTaThl, ONMHUCAaHHBIE B JaHHOW padoTe, IMOIYYCHBI
aBTOPOM CaMOCTOSITEJIPHO: BBIMIOJHEHO AaCCOIIMATHBHOE KapTHUPOBAHHWE TEHA B
agokyce Blpl, Bximiouass paspaborky ITL[P-mapkepoB u 1moadop pacTHTEIHLHOrO
MaTepuana, aHajdu3 CTPYKTypel © (yHKIMM TeHa-KaHAWJaTa; TPOBEICH
CPaBHUTENBHBIA aHAINU3 DKCIPECCHH TEHOB OWOCHHTE3a (DEHHMIIIPOMAHOUIOB B
MOYTU-U30TE€HHBIX JIMHUX, a TAKXKE aHAJIM3 CeMEeWcTBa reHOB MOJU(EHOIOKCHAA3

SYMEHS.
Amnpo0anus pe3yaibTaToB

[lo martepuanam auccepTanud ONMyOJIMKOBAHO 3 CTAaTbU B PELIEH3UPYEMbBIX
*KypHanax u3 nepeuds BAK, Bxopsmux B MexayHapoaHble 06a3bl IUTUPOBAHUS
(WoS, Scopus). Pesyabrarhl paboThl OBUIM TPEICTABJICHBI HAa HAYYHBIX
koHpepeHnusax: XI MexayHnaponusii Cummnosuym «®DeHonbHble COeIUHEHUS:
dynnamenTansHbie U [Ipuknaaasie AcnektsDy (MockBa, 2022); S5th International
Webinar on Plant Science & Molecular Biology (Virtual Conference, 2022); Plant
Genetics, Genomics, Bioinformatics, and Biotechnology (Plantgen2021): The 6th
International Scientific Conference. (Novosibirsk, 2021); Bioinformatics of
Genome Regulation and Structure/Systems Biology (BGRS/SB-2020): The Twelfth
International Multiconference. (Novosibirsk, 2020); buonorus — Hayka XXI| Beka:
24-5 MexnyHaponnas IlymuHcKas mkona KOH(EPEHIMsS MOJOIBIX YUEHBIX
(Mockogckas o6, [Tymuno, 2020); 5th Conference on Cereal Biotechnology and
Breeding. (Budapest, 2019); Plant genetics, genomics, bioinformatics, and
biotechnology (PlantGen2019): the fifth international scientific conference.
(Novosibirsk, 2019); VII cbe3n BaswmmoBckoro o0IIecTBa TI'C€HETHKOB M
CEeJICKITMOHEPOB, mocBsmennbii  100-netuto  kadenpst reneruku CIIOTY, u

acconuupoBanHbie cumno3nymbl (Cankt-Iletepoypr, 2019).
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Myoankanuu

ITo Teme auccepranuu ObUTO omyOuKoBaHO 11 paboT, B ToM umcie 3 cTaThu

B PELIEH3UPYEMBIX )KypHanax u3 cnucka BAK:

Hyﬁ.ﬂmcamm 0 TEME paﬁoTbI B PCUHCH3UPYEMbIX KYpHaJIax:

1. Glagoleva A.Y., Vikhorev A.V., Shmakov N.A., Morozov S.V., Chernyak E.I.,
Vasiliev G.V., Shatskaya N.V., Khlestkina E.K., Shoeva O.Y. Features of
activity of the phenylpropanoid biosynthesis pathway in melanin-accumulating
barley grains // Frontiers in Plant Science. — 2022. — Vol. 13. — |. 923717.
DOI: 10.3389/fpls.2022.923717

2. Glagoleva A.Y., Kukoeva T.V., Mursalimov S.R., Khlestkina E.K., Shoeva O.Y.
Effects of combining the genes controlling anthocyanin and melanin synthesis in
the barley grain on pigment accumulation and plant development // Agronomy.
—2022. - T.12. — Ne. 1. - C. 112. DOI:10.3390/ agronomy12010112

3. Glagoleva A.Y., Shoeva 0O.Y., Khlestkina E.K. Melanin pigments in plants:
current knowledge and future perspectives // Frontiers in Plant Science. — 2020.
—T. 11. Ne, 770. DOI: 10.3389/fpls.2020.00770

Te3ucobl koHPepeHUii 10 TeMe PadOTHI:

1. 'marosaeBa A.FO., Buxopes A.B., [lImakoB H.A., Mopo3zos C.B., Uepnsik E.I.,
Xnectkuna E.K., [Iloesa O.FO. OcobeHHOCTH B3aMMOIEHCTBUS HUTMEHTOB
(deHonbHON Mpupoasl B Konoce suMens // XI MexnyHnapoausiii CuMnoznym
«Denonbubie Coenunenusi: Oynnamentanbubie W [lpuknaanbie AcCHeKThD)
(Mockaa, 11-15 anpens 2022 r.). Coopuuk te3ucon. — 2022. — C. 86.

2. Glagoleva A., Mursalimov S., Gracheva N., Shmakov N., Kukoeva T.,
Khlestkina E., Shoeva O. Behind Black: Unfolding the Hidden Secrets of Plant
Melanins // 5th International Webinar on Plant Science & Molecular Biology
(Virtual Conference, 11-12 April, 2022). Abstracts. — 2022. — C. 11.
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. Glagoleva A.Y., Shoeva 0O.Y., Kovaleva O.N., Khlestkina E.K. Association
mapping of the gene controlling melanin synthesis in barley grain using plant
genetic resources collections // Plant Genetics, Genomics, Bioinformatics, and
Biotechnology (Plantgen2021): The 6th International Scientific Conference
(Novosibirsk, June 14-18, 2021). Abstracts. — 2021. — C. 82. DOI
10.18699/PlantGen2021-066

. Glagoleva A.Y., Shmakov N.A., Vikhorev A.V., Mursalimov S.R., Gracheva
N.V., Kukoeva T.V., Shoeva 0.Y., Khlestkina E.K. Exploring interaction
between metabolic pathways involved in pigmentation of barley spike //
Bioinformatics of Genome Regulation and Structure/Systems Biology
(BGRS/SB-2020): The Twelfth International Multiconference (Novosibirsk, 06—
10 July 2020). Abstracts. — 2020. — C. 312. DOI 10.18699/BGRS/SB-2020-196
. I'marosnesa A.IO., [IImakoB H.A., MypcanmumoB C.P., I'paueBa H.B., KykoeBa
T.B., llloeBa O.10., Xnectkuna E.K. HMccrnemoBaHue B3aMMOCBSI3M CHHTE3a
MCJIaHHNHA U APYTUX IIMI'MCHTOB B KOJIOCC AUYMCHA // buomorus — HayKa XX Bexa:
24-5 Mexnaynaponnas IlymmHckas mkona KOHGEPEHIHS MOJIOABIX YYCHBIX
(ITyutunao, 5-7 oktsi6ps 2020 r.). Coopruk Tezucos. — 2020. — C. 120.

. Glagoleva A.Y., Mursalimov S.R., Gracheva N.V., Shmakov N.A., Levanova
N.M., Borner A., Afonnikov D.A., Shoeva O.Y., Khlestkina E.K. Current
achievements in study of black-spiked barley // 5th Conference on Cereal
Biotechnology and Breeding (Hungary, Budapest, November 4-7, 2019).
Abstracts. — 2019. — C. 22-23.

. Glagoleva A.Y., Shmakov N.A., Mursalimov S.R., Khlestkina E.K., Shoeva
O.Yu. Study of genetic basis of the melanin biosynthesis in barley grain // Plant
genetics, genomics, bioinformatics, and biotechnology (PlantGen2019): the fifth
international scientific conference (Novosibirsk, June 24-29, 2019). Abstracts. —
2019 — C. 80. DOI 10.18699/PlantGen2019-062.

. I'marosnesa A.1O., llImakoB H.A., MypcanumoB C.P., Xnectkuna E.K., [lloeBa
O.I0. BeisiBieHHEe TEHOB-KaHIUAATOB JioKyca BIp, KkoHTposmpyromiero

dopMupoBaHre mpu3HaKa YEPHON oKpacku kojoca sumens (Hordeum vulgare
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L.) // VII cwe3n BaBunoBckoro o0ImiecTBa T€HETUKOB U CEJEKIIMOHEPOB,
nocBsmeHHbl 100-netuto kadeaprer reneruku CIIGIY, u acconmupoBaHHbBIC

cumnozuymsel (Cankrt-IletepOypr,18-22 urons 2019 r.). COOpHUK TE3UCOB. —

2019. — C. 844.

Crpykrypa u 00beM padoThI

Jluccepranmsi COCTOUT M3 OIVIABJICHUSA, IEPEYHS YCIOBHBIX COKpAIICHHIA,
BBEJICHUS, 0030pa JUTEpaTyphbl, MaTepHalOB U METOJOB, pE3yJIbTATOB,
OOCYXKIeHHsI, 3aKII0YCHHsI M CIHCKa JuTeparypbl. Pabora msnoxena Ha 147

CTpaHMIIAX, COJIEPKUT 16 pUCYHKOB U 8 MPUITOKEHU.



16
I')TIABA 1. OB30P JIMTEPATYPBI

1.1 Tunsl NUrMEeHTOB paCTeHI/Iﬁ H reHETUICCKAasl peryjasanus ux

OMOCHHTE3A

[Tomumo x0poduiIa, MPUIAAOIIETO PACTEHUSM 3€JICHYIO OKPACcKy, paCTEHUS
BBIPa0aTHIBAIOT LEJIBIN PSIT APYTUX TUTMEHTOB, (POPMHUPYIOMIUX CHIEKTP OT JKEITON
70 SAPKO-KpacHOM M 4YepHOW OKpacKu IUIOAOB U ceMsH. Takas pasHooOpasHas
OKpacka OpraHOB PACTEHUH TOCTHTaeTCs MPEUMYIIECTBEHHO C MOMOIIBIO CHHTE3a
JIBYX TUTIOB MMUTMEHTOB: KAPOTHHOMIOB, OTHOCSIIINXCS K TPYIIE H30TPESHOUIOB U
00OyCITaBIMBAIONTUX JKEITYI0, OPAaH)KEBYI0 M KPACHYI IHUTMEHTAIlMI0 OPTaHOB
pacTeHui, ¥ MUTMEHTOB (PEHOJILHON MPUPOJIbI, K KOTOPBIM OTHOCSTCS ()IIaBOHOU/IBI
u MenaHuHbL. DIAaBOHOWIHBIE COCIWHCHHS, TaKHUe KaK aypoHbI, (JIaBOHBI,
Gb1aBOHOMBI, IMKO3UILI  (DIIABOHOJIOB W AHTOIMAHWAMHBI, HapsAy C
KapOTHHOMIaMH, MOTYT TIPHIaBaTh KEITHIH U OPAH)KEBBI OTTEHOK Pa3TMYHBIM
gacTsM pacTeHus. [IMrMEeHTBl aHTOIMaHBI O0ECIICYMBAIOT PO30BYIO, KPaCHYIO,
ronyOyio u (GuUONETOBYI0O OKpacky. KpacHoBaTo-kopu4yHEBasT WM TEMHO-
KOPUYHEBAsT OKpacka CeMsH pACTCHHH TaKkkKe MOXKET OBITh 0O0yCIIOBJIEHA
MOJIMMEPHBIMU  TIPOU3BOJHBIMU  ()IIABOHOUJIOB — MPOAHTOIMAHUIUHAMU (WU
KOHJICHCUPOBaHHBIMU TaHHUHAMU) U (iodadenamu. M, HakoHell, YyepHas OKpacka
CEeMsH 00YCJIOBJICHA HAaMMEHEee M3YYCHHBIMH Ha CETOMHAITHUYN JICHh MUTMEHTaAMHU

pactenuii — menanuHamu (Britton, 1983; Jana and Mukherjee, 2014).

Hepe‘-II/ICHeHHBIe IMATMCHTUPOBAHHBIC COCAUHCHUA, a TAKXKC nux
HCOKPANICHHBIC MNPCANICCTBCHHHUKHN ABJIAIOTCA BTOPUYHBIMU MeTa6OJ'II/ITaMI/I nu
BBIITIOJIHAKOT BAKHBIC (1)YHI(I_II/II/I B JKXU3HHU paCTeHHﬁ, OKa3bIBas BJIMAHHUC HA POCT U
Pa3BUTHUC, BBIIIOJIHAA 3alllUTHBIC (bYHI(LII/II/I IIpHU Pa3/INYHBIX THUIIAX 6I/IOTI/I‘-ICCI(OFO )41
a0MOTUYECKOI0 CTpecca, YYaCTBYIOT B MOJJECP)KAaHUM COCTOSIHUS TOKOSI CEeMsIH
(Debeaujon et al., 2000; Ferdinando et al., 2012; Landi et al., 2015). ITomumo
Ba>XHBIX (byHKI.IPIfI, BBITTIOJIHSACMBIX HOJII/I(l)CHOJ'IBHBIMI/I COCOAUHCHUAMU B KHU3HHU

paCTeHHﬁ, B IOCJICAHCC BpPCMsA IMOABIAIOTCA JaHHBIC O II0Jb3C TI'PYIIIIbI
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(I)H&BOHOI/II[HBIX COGI[I/IHGHI/Iﬁ IJIL 310POBBs YCIIOBCKA, CBA3AHHBIC C HMX BBICOKOM
aHTHOKCHHaHTHOﬁ aKTMBHOCThIO. B JaCTHOCTH, C HOTp€6J'I€HI/IeM AHTOLIMaHOB
CBA3BIBAIOT YMCHBIICHUC pUuCKa BO3HHMKHOBCHUA CCPACHHO-COCYANCTBIX

3a00JIEBaHUM, paKa, a TaKXKe BO3PACTHBIX HEMPOJETCHEPATUBHBIX 3a00JI€BaHUN

(Tena et al., 2020; FOquna u np., 2021).

1.1.1 buocuHTe3 PeHWINPONAHOUIOB

OeHUIIPONaHOUIbl TPEACTABIAIOT CO00M OOJBIION KIAcC BTOPUYHBIX
MeTabOIUTOB PACTEHUM, CHHTE3 KOTOPBIX HAUYMHAETCS C MEPBUYHBIX META0O0JIUTOB
— (eHwnanaHuHa WM TUPO3MHA. ba3oBasg CTpyKTypa (QEeHWINPONAaHOUIOB
npejcTaBieHa OCH30JIbHBIM KOJIbLIOM c¢ OokoBoi C3-uensio. B 3aBucumoctu ot
MOJIOKEHUS MPONIEHUIBHOM JBOMHOM CBSI3U M 3aMECTUTENEN B OEH301bHOM KOJIBIIE,
(eHUIIpPONaHoOuAbl MOKHO Pa3JIEIUTh Ha MATh OCHOBHBIX Tpynm: (hJIaBOHOMIBI,
MOHOJIMTHOJIbI, (DEHOJIbHBIE KHUCJIOTBI, CTHJIbOEHBI M KymapuHbl. Cpeau HHX
(b1aBOHOM1bI, MOHOJIUTHOJIBI M (PEHOJIBHBIE KUCIIOTHI SIBJISAIOTCS YHUBEPCATbHBIMU

rpyInamMu COeIMHCHNUH, KOTOpbIe TpecTaBieHbl y Bcex pactenuit (Deng and Lu,

2017).

Jlnst  OONMBIIMHCTBA ~ BUJOB  pPAacTEHWH  MPEIIICCTBEHHUKOM  BCEX
(beHUIIPONIaHOUIHBIX COSTMHCHHH ABIIICTCSA (PeHUIIATAHUH, KOTOPBIA B PE3yIbTaTe
AKTUBHOCTA TPEX KIIOYEBBIX (PEPMEHTOB (HEHUIIPONAHOUIHOTO TYTH —
dbenmnanannHammuakiuassl  (PAL), uuanHamar-4-ruapokcunassl (C4H) u 4-
kymapaT:KoA nurassr (4CL) — npeobpasyercs B KoA-3up KymMapoBOl KHUCIIOTHI.
Jlanee mMpoOUCXOIUT pa3feIiCHUE HA JIB€ OCHOBHBIC BETBU (DEHMIIIPOTIAHOUIHOTO
NyTH — MyTh OMOcHHTe3a ¢iaBoHOMI0B U MoHOoJurHONOB (Pucynok 1) (Deng and
Lu, 2017). OpnHako, y HEKOTOPBIX OJHOMOJIBHBIX PACTCHHH OHOCHHTE3
(EHUIIPOIIaHOUIOB MOXET HAYMHATHCS C TUPO3WHA, KOTOPHIN JIEaMHHHPYETCS

dbepmentom  tupo3uHammuakianazoil  (TAL) wmm  OudyHKIMOHATBHOM
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ammuakiinazoil (PTAL), npeBpamias ero cpasy B N-KymMapOBYIO KHCIOTY, MUHYS
obpaszoBanue kopuaHoit kucioTsl (Deng and Lu, 2017).

OH OH

NH; NHz

peHHAANAHHH THPO3HH

PALl 5
W CH TAL/PTAL

KOpHUYHAH KHCAOTA

C4H l
= oH
H
C3H
pP-KyMapoBas KHCAOTA
4cL l
KodpeliHasa KHCAOTA \
COMT p KyMapHa-CoA AS
v l TETParH/POKCHXaAKOH + AypoHBI
hepyroBad KHCAOTA i
P-KYMAPOMA ITHKHMAT CHI l Fs _~ (baapombl
F5H
v CCR c3'H -~ DFR
thbraBOHHAPHHTEHHH — 4 chaoBacdeHn
5-OH depyaoBasi KHCAOTA —
l coMT KO(DEOHA ITHKHUMAT plj(;o”l:{ IFs * 300 AABOHOHAET
P-KyMapoBBIH anbIeTH/| l HCT F3'5'H
CHHAaITHHOBAas KHCAOTA KDq)COHA'(‘,OA
4CL l CAD JUUTH/IPOKCH » (baaBOHOAEBI
v l CCAOMT thaaBOHOABI
cHHaIMoHA-CoA P-KYMApPOBBIH CITHPT 0 con DFRl
epyoa-Co.
CCR
+ l POD/LAC CCR chaaBaH-3,4-THOABI LAR(LCR)
i (AeHKOAHTOITHAHH/IHHEI) . 3 ( )
CHHAaTITaABIETH]L _ * daaBaH-3-0ABI (KATEXHHEI
H auraun KOHH(PEPHAOBBIH aABIETH ANS l -
| ANR
CAD CAD 3-OH-anToHaHHIHHBI \l
v TIpOAaHTOLAHHIHHEL
CHHAITHAOBBIH CIIHPT K(J]mq)r:p'HAom,lﬁ CIHPT NGlz 'l‘:; (raHHUHEI)
| pop/LAC | pop/Lac '
AHTOILIHAaHBI
S AHTHHH G AMTHHH

Pucynok 1. Cxema OuocuHTe3a ¢QenmwmmponanonoB no Deng et al, 2017. Oo6o3HaueHwus:
¢denunanannHamMmuakinaza (PAL) tuposnHammmakimmaza (TAL/PTAL), umHHamar-4-ruapokcuiiaza
(C4H), 4-xymapar:KoA mraza (4CL), ruapokcunmaamowi:KoA tpanchepaza (HCT), p-
kymapownmukuMar-3-ruapokcunaza  (C3H), xodeommmmkumarscrepaza (CSE), xodent:KoA o-
metmitpanchepasa (CCoAOMT), depynar-5-ruapokcunaza (FSH), o-meruntpancdepasa kodeiinoi
kucnotel (COMT), muraamomn:KoA penykraza (CCR), nuaHaMumnankoronbaerunaporeHaza (CAD),
nepokcumaza (POD), nakkaza (LAC), anrtonmanuguapenaykrasa (ANR); aHTONMaHWIWHCHHTA3a
(neiikoanTormanuauaanokcurenasa) (ANS (LDOX)), aypeysuamncunTtaza (AS), aumermiarpancdepasa
(AT), xanxon¢mnaBanonuzomepasa (CHI), xankoncunraza (CHS), nuruapodnaBonon-4-penykrasza (DFR),
¢naBanoH-3-runpokcmwiasa (F3H), dnasonoua-3'-rugpokcunaza (F3'H), ¢pnaBonona-3',5'-ruapokcunasza
(F3’5'H), pnasononcuntasa (FLS), piaBoncunrasa (FS), rimukosuiarpancdepasa (GT), uzodaaBoHcuHTa3a
(IFS), netikoanrormanuauapenykraza (LAR (LCR)), metuntpancdepasza (MT), pamuosuntpanchepasa
(RT).

['ennl, konupytomue PAL, yacTo UMeIOT GOJBIIYI0 KOMUHHOCTh B T€HOMAaxX
pacteHuil. Y TakuxX JIYIUIMIMPOBAHHBIX TE€HOB 3a4acTyr0 HaOJr0JaeTcs

cyOpyHKIMOHAIM3AIUS — TKaHe/opraHocnenuduuHas 3KCIpeccus KOMUWA T'eHOB
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WIN pa3jandyHas SKCIPECCHsl B OTBET Ha BHEHIHHE paszapaxkutenu. K mpumepy, y
TOIOJIs ObLIA BBIABICHA OpraHCIEHU(pHUIHAS DKCIIPECCUS IJIS TPEX M3 IIATH I€HOB
PAL (Kao et al., 2002). lns nByx W3 Tpex IreHOB ObLia MOKa3aHa KCIPECCUS B
JMTHU(PHUIIPYEMBIX TKAHSX, IIPH 3TOM OJMH UX HUX BOBJCUCH HEIMOCPEACTBEHHO B
OMOCHHTE3  JIMTHHHA, APYyrod  JKe  CIENHAIM3MPYEeTCs  Ha  CHHTE3€
KOH/ICHCHPOBAHHBIX TAHHUHOB, a SKCIIPECCHUS TPETHETrO IeHa CBsi3aHa CO CTaaHei
[BETEHHs, OJHAKO, €ro TouyHas (YHKIHMOHAIbHAs POJb OCTACTCS HEM3BECTHOM
(Hamberger et al., 2007). Bmecte ¢ Tem, rensl, koaupyromue C4H n 4CL, 00braHO
IpeACTaBICHBI HEOOIBITUMH T€HHBIMHA CEMEHCTBaMHM, JINOO BOOOIIE ¢IUMHUIHBIMU

KOIUsIMU B TeHoMax pactenuii (Hamberger et al., 2007).

MOHOMUTHOMBI,  BKIIOYAIOIIME  M-KyMapoBbld, KOHU(PEPUIIOBBIM U
CUHAIMWIOBBIA CIHPTHI, ABJISIOTCS CyObEIUMHUIIAMU JIMTHUHA, KOTOPBIN SIBJISIETCS
OCHOBHBIM KOMIIOHEHTOM KJIETOUYHOW CTEHKHU pACTEHUN. BUOCHHTE3 MOHOJIMTHOJIOB
yepe3 mn-kymapomwin-COA BkItouaeT oOpa3oBaHHUE I-KyMapoBOTO alibJIETH/IA,
karammsupyemoe  nmHHaMomiI-COA-penykrazoir  (CCR), ¢  mociemyromum
IIpEBpAILCHUEM B MT-KyMapOBbIU CIIUPT 0. NEUCTBUEM
nuHHamunankoronaeruaporesassl (CAD). KonudepunoBsli W CHHANMUIOBBIN
CIIUPTHI TAKXKE€ MOTYT CHHTE3MPOBATHCA IMyTEM TpeBpalieHus n-kymapouia-CoA B
kodeitnyto kuciory mocpeactBom HCT (ruppoxcurmumaHamonna-KoA: mmkumar
ruipokcuuHHamounnTpancepasel), C3'H  (4-kymapownmukumatr/xuHat — 3'-
ruapokcunasel), CSE  (xkodeowmmukumaridcrepassl) umu C3H  (o-
KyMapOWIITUKAMAT-3-THApOKcuiIa3bl). Jlanee kodeiliHas KUCIOTa MOXET OBITh
npeodpa3oBaHa B (epyJIOBYI0 U CHHAMUHOBYIO KHUCJIOTHI WJIM €€ MPOU3BOJHBIE C
nomotbto o-metuntpancdepas (COMT u CCoAOMT) u dhepynat-5-TuapoKCcHiIa3bl
(F5H). HakoHel, MOHOJTUTHOJIBI TTOJIMMEPU3YIOTCS JIAKKa3aMH WM MEPOKCUIa3aMuU
c oOpazoBanueM n-ruapokcudenuabHbx (H), rBasimunpabix (G) U CUPUHTHIIBHBIX
(S) monomepubIx equnuil murauna (Barros et al., 2019; Marchiosi et al., 2020; Vogt,
2010; Yang et al., 2017).
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Ctunb0eHbl 1 KyMapuHbl MEHEE PacpOCTpPaHEHbl CPEAN PACTEHUN U MEHEe
U3ydeHbl, YeM (JIABOHOUIbI M MOHOJUTHOJIBI. CTHIBOCHBI CHHTE3UPYIOTCS W3
IIPOU3BOJAHBIX KOPUYHOH KHUCIOTHI (MpeumymiecTBeHHO T-kymMapwi-COA wu
iuaHaMmoni-CoA) n manoumin-CoOA mox aeiictBueM cTtuiabOeHcHHTa3bl (STS) ¢
oOpa3oBanueM pecBeparpoia. [locie dero moj JeHCTBHEM  CHEIUPHUSCKUX
(EepPMEHTOB CTHJIBLOCHBI MOTYT OBITh TJUKO3WIMPOBAHBI, MCETHJIIMPOBAHBI WIIN
NPEHWINPOBAaHbl ¢ O00pa30BaHUEM PAa3IMYHBIX CTHIBLOCHOBBIX TPOU3BOIHBIX
(Chong et al., 2009; Dubrovina and Kiselev, 2017). Kak u cTuin0eHbI, KyMapHHBI
TaK)KE CHHTE3UPYIOTCS W3 IPOM3BOJHBIX KOPUYHOW KHCIIOTHI, TaKHMX Kak II-
KymapoBas ¥  (epyjoBas  KHCIOTBI, IYTEeM  OPTO-TUAPOKCHIUPOBAHHS
apoOMaTUYECKOr0 KOJbIla 2-0OKCOTIyTapaT-3aBUCUMBIMU JuOoKcureHazamu (20GD)
(Shimizu, 2014). Ctuns0eHbI 1 KyMapuHbI, KaKk 1 MHOTHE (DEHOJIbHBIC COCMHCHUS
pacTeHuil, SBIAIOTCA (UTOATCKCMHAMHU, Yy4YacTBYsAd B 3alllUTE PACTCHHH IPH

Bo3aericteum natoreHos (Chong et al., 2009; Sun et al., 2014).

1.1.2 Perynsiuus nyTu 6MocuHTe3a (PeHUINMPONAHOUI0B

buocuHTe3 W HAKOIUIEHHME  OTAEJIbHBIX  COCAWHEHUH  TPYIIBI
(EeHWINPONaHONI0OB ONpeAeNseTcs CcrnenudUuUecKol axkTUBaIUel 3KCIpeccuu
IF€HOB JIAHHOTO  METabOJIMYECKOro MyTH, KOTOpas MOXKET HMMEeTh Kak
IPOCTPAHCTBEHHBIN XapakTtep (cneuuduueckas akTUBALMS SKCIOPECCUU B
OTIpe/IeNICHHBIX OpraHaxX M KJIETKax pacTeHHs), TaK U BPEMEHHOW (aKTHBAIMs Ha
OTPEIENCHHBIX CTAAUSAX PA3BUTUS PACTEHUS). XapaKTep IKCIPECCUU T€HOB MOMKET
U3MEHATBCA KAaK B OTBET HA DJHJOIEHHBIE CTUMYJbl, HAalpPUMEpP, W3MEHEHUE
KOHLIEHTpAllMu OTACJIbHBIX METa0OJIUTOB WJIM TOPMOHOB, TaK M B OTBET Ha
DK30T€HHBIE CTUMYJIBI — Y P-U3IydeHHue, 3acyxa, X0JO, BO3AECUCTBUE NTAaTOTCHOB
(Weisshaar and Jenkins, 1998). M3meHeHne 3KCHpPECCHM CTPYKTYPHBIX TI'CHOB,
KOJUPYIOIIUX (PEepMEeHThl MyTH OMOCHHTE3a (PEHWINPONAaHOUIOB, B OTBET Ha

BbIHICTICPCUYUCIICHHBIC CTUMYIJIbBI IMPOUCXOJUT 3a CYCT ,HCFICTBHH PEryJIATOPHBIX
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T€HOB — TPaHCKpUMIUOHHBIX (akTopoB (TD), cmocoOHBIX crnenupudecKu

CBA3BIBATLCA C PCTYJLHTOPHBIMH ITOCJIICAOBATCIIBHOCTAMU CTPYKTYPHBIX TI'CHOB

(Grotewold, 2006).

Cuctema perynsaunu 6MoCUHTE3a (JIaBOHOUAOB SIBIISIETCS OTHOM U3 Hanboiiee
noJpoOHO M3Y4YEeHHOW y pacTteHuil. B perymsauum OuocuHTe3a (1aBOHOMAOB Y
pacTeHuil MPUHUMAIOT Y4acTUE TPH OCHOBHBIC TPYIIIBI PETYISTOPHBIX (haKTOPOB:
MYB, MYC (bHLH) u WDA40, o6pa3yromue komruiekc MBW, Heo6xonumelit ams

AKTUBALlUH CTPYKTYPHBIX I'€HOB.

@akTopel TpaHckpunuuu Tana MYB xapakrepusyrorcsi N-KOHLIEBBIM
JIOMEHOM, KOTOpBbIH cOCTOMT u3 ogHoro-tpex mnoBTopoB (R1, R2 u R3),
Bxirovarommux 50-53 ammHOKHCIOTHBRIX octaTtka. N-xoHmeBor aomen MYB
ydacTByeT B cBsi3biBanuu U qumepusanuu JIHK, torma xak C-koHieBasi 00acThb
peryimpyet 3kcnpeccuio rena-mumrenn (Dubos et al., 2010). OcHoBbIBasich Ha
koiuuectBe mMoBTopoB R1, R2 u R3, 6enku MYB Mo0XHO pa3nenuTh Ha 4YeThIpe
OCHOBHBIX IojiceMeiicTBa, Bkiovast 1R-MYB (R1/2/3-MYB u Genku, poJcTBEeHHBIC
MYB), 2RMYB (R2R3-MYB), 3R-MYB (R1R2R3-MYB) u 4R-MYB
(R1IR2R2R1/2-MYB). Cpeaun Hux R2R3-MYB sBasitoTcss  KpymHEHIIAM
nojcemerictBom MYB y pactenunii (Dubos et al., 2010). [TepBeiMu cpenu pacTeHwmid
o611 OTKPBITH MY B-11o100HbBIE hakTOops! Tpanckpunimu R2R3 tuna y Kykypy3sl,
perynupymome 0nocuHTe3 (IaBOHOMIHBIX MUTMEHTOB aHToIMaHoB (Paz-Ares et
al., 1987). B MBW-komiiekce Oeiaku R2R3-MYB orBercTBeHHBI 3a
CBeTO3aBHUCUMYIO peryisinuio ouocuntesa (Taylor and Briggs, 1990). ¥V kykypys3sl
dakTopsl R2ZR3-MYB konupyrorcs renamu C1 (Colorless 1), P1 (Purple 1) u PI1
(Purple leaf 1) (Goff et al., 1990; Paz-Ares et al., 1987; Petroni and Tonelli, 2011).

MY C-niono6Hbie hakTopbl, Hecyiue kKoHcepBaTuBHbIM qomen bHLH (basic
helix-loop-helix, ocHoBHO# crnMpaib-IIETIsI-CIIUPaib JOMEH), TAK)KE YJacTBYIOT B
ces3piBaHuM U aumepuszauun JIHK, u orBerctBeHHhl B MBW-koMmIuiekce 3a
TKaHecrenupuIHocTs OnmocuHTe3a antoumanoB (Grotewold, 2006; Taylor and

Briggs, 1990). Ilepsoie rensl, kogupyromue MY C-niogooHbie hakTopbl B/R THa
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(Mo Ha3BaHUIO COOTBETCTBYIOIIHUX JIOKYCOB — B m R), ObITH OTKPBITHI Takke y
kykypy3bl (Chandler et al., 1989). Benku WD40 xapakTepu3yroTcsl MENTHIHBIM
MOTUBOM n3 44-60 aMHMHOKHCIIOT, 4YaCcTO 3aKaHUYMBAIOIIHUICS JUICITHIOM
tpuntodan-acmaparnaoBas kuciora (W-D), koTopwlii TaHIEMHO IMOBTOPSCTCS B
oenke 4—16 pa3 (Hichri et al., 2011). ®akrop WD40 HeoOX0auM I CTaOUIH3AIUN
komIuiekca MBW; niepBblii ipeicTaBuTeNb TaHHOM Tpynnbl y pacTennid, Anll, Obut
ornucan y nerynuu (de Vetten et al., 1997). Tpauckpunimonssie dakropsi MY B
MOTYT PETyJIUPOBATh SKCIPECCHIO TEHOB KaK CaMOCTOATEIBHO, TaK M B COCTaBe
peryisatopabix kominiekcoe MBW u MYB-bHLH (Deng and Lu, 2017). K
IPUMEPY, Y KYKYPY3bl CTPYKTYPHBIEC T€HbI OMOCHUHTE3a AaHTOIIMAHOB COBMECTHO (KaK
oJllHa (PYHKUIMOHAJIbHAS €AMHUIIA) PETYIUPYIOTCA ¢ MOMOIIBI0 KomIiuiekca MBW
(PucyHok 2), B TO BpeMs Kak y apaOUI0TICHCa CPeI TEHOB OMOCHHTE3a aHTOIHAHOB
BBIICNISIIOT «paHHUE» U «IMO3JHHE» TeHbl. «PaHHUE)» DdKCIpeccUpyroTcs B
OTCYTCTBHE CHHTE3a MUTMEHTOB, Onarojapss akTUBAallMd C  TOMOIIBIO
onpeneneHHoro MYB-¢dakTopa, a «mo3aHHE» — aKTHUBUPYIOTCS TPH Y4YacCTUU
koMiiekca MBW. IlpennonioxkeHuss 0 TOM, 4TO 3TH OCOOEHHOCTH OTPaXkaroT
XapaKTEPHBIC OTIWYHUS OJHOAOJBHBIX OT IBYAOJBHBIX, HE OINpPaBIAINCh, KOTIA
BBISICHUJIOCh, YTO M Cpead O00Jieeé MEJIKUX TAaKCOHOB BCTPEUAIOTCS CBOU
cnenuguyeckne ocoOeHHOCTU. TakuMm 00pa3oM, y pa3HbIX BUIOB PACTEHHM
COBMECTHO TPOUCXOIUT PETYJAlMs pa3HbIX TPYNI TE€HOB, U HET YETKOTO
pasfeneHus Ha «paHHHWE» WM «IO3JHHE» TeHbl. Takke WHOTAa MOTYT 0Cc000
PETYIMPOBATHCS OTICIBHBIC TEHBI B ITyTH OMOCHHTE3a aHTOIIMAHOB, HAIIPUMEP, TeH

F3h y mmenunp! (Amxuesa et al., 2015).
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Pucynoxk 2. (A) Ctpykrypa 6enkoB MYB, MYC, WD40, popmupyromux kommieke MBW. (B)
brocuHTe3 aHTOLMAHOB M IPOAHTOLMAHMIMHOB M €ro PEryJsiliig y TpeACTaBUTENEH
OJTHOJIOJIBHBIX (Zea mays) u IByInoJbHBIX (Arabidopsis thaliana) pactenuii mo Amxkuera, 2015.
®epmentsl: ANS— antoumanuguHcuntaza; CHI — xankongnaBanonuzomepasza; CHS —
xankoHcuHTa3a; DFR — qurunpodnaBonon-4-peaykrasa; F3H — ¢uaBanon-3-runpokcmnasa; GT
— rnukosunrpancdepasza; RT — pamuosuntpancdepasa. Tpanckpunuuonsasie dakropsl: MYB,
MYC, WDA40.

Tpanckpuniuonsusie ¢aktoppl MYB coBMECTHO ¢ JpyruMm KIJaccom
TpaHCcKpUnuuoHHbIX (pakTopoB — NAC, y4yacTBYIOT B peryislMd CHUHTE3a

MOHOJIMTHOJIOB. benku NAC coctaBigioT 00JblIoe ceMecTBO cienupUIHbIX 115
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pactennii Td, KOTOpBIE XapaKTEPU3YIOTCS HATMYMEM BBICOKOKOHCEPBATUBHOU N-
KOHIICBOM oOnactu, wu3BecTHOM Kak jgomeH NAC, KOTOpbId yd4acTByeT B
cnenuduaeckom crs3piBannu ¢ JJHK (Olsen et al., 2005). C-xonreBas o6iactb
Xapaktepusyercs Oousblieli BapraOeIbHOCTHI0O M (PYHKIIMOHUPYET Kak JIOMEH,
perynupytommuii Tpanckpunmio (Jensen et al., 2010; Olsen et al., 2005). CoBmecTHO
c MYB, 6enku NAC yuyacTByIOT B 00pa30BaHUM BTOPUYHOM KIETOYHOW CTEHKHU
pactenuii. ['east NAC, Takue kak VND (vascular-related NAC-domain), NST (NAC
secondary wall-promoting factor) u SND (secondary wall-associated NAC domain
protein) sBISIFOTCS BBIIECTOSAIMMUA T® B pEryisaTOpPHOW CETH W YIPABISIOT
aKTUBHOCTHIO HMKecTodmmx TP, Bkmarouas MYB, B OumocuHTE3€e LEIIIOIO3EL,

KCHJIaHA M IUTHUHA B pa3nudHbix TkaHsax (Nakano et al., 2015).

1.1.3 ITurmenTbI GJIABOHOMIHOI MPUPOALI B 3ePHOBKE
AYMeHs

BrIicokasi cTerneHb M3MEHYMBOCTH IO OKPAcKe 3epHa sSUYMEHs 00YCIIOBJICHA
pasHoOOpa3reM TEeHETHYECKUX  MEXaHU3MOB, OINPENeISIIOMUX  KaK  THI
HAKaIUIMBaeMOT0 TUTMEHTA, TaK U MECTO ero cCuHTe3a. ProseToBast OKpacka SIMEHs
00yCJIOBJICHa HAKOIUICHMEM MUTMEHTOB aHTOIMAHOB B TEPUKApPIIC U IIBETKOBBIX
YelIysiX, B TO BpeMs KaK aHTOIMAHbI, HAKAIUIMBAIOUINECS B alleHpPOHOBOM CIIO€,
npuaarT 3epHy cepo-ronyboit nser (Harlan, 1914). IlpuBbiunas >xentas u
KOpUYHEBaTasi OKpacka sYMeHs OOYCJIOBJICHa CHHTE30M M HaKOIUIEHHEM

MOJIMMEPHBIX COCIMHEHUH TPOaHTOIMAaHUIMHOB B 000I0uKe 3epHa (testa) (Aastrup

et al., 1984) (Pucynok 3).

B macTosmmii MOMEHT B TEHOME SUYMEHS UACHTU(DHUIIMPOBAHBI M
JIOKAJIN30BaHbl OCHOBHBIE CTPYKTYPHBIE TE€HBI, KOIUPYIOMHE (EPMEHTHI
MeTtabonusma (piraBoHonaoB: xankoHcuHTaszy (CHS), xankoHdaaBaHOHH30MEpasy
(CHI), ¢maBanon-3-ruapokcunaszy (F3H), ¢dmaaBonona-3’-ruapokcunasy (F3’H),

dnaBonoun-3’, S’-ruppoxcunaszy (F3°5’H), nmurmapodnaBonon-4-penykrasy
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(DFR), AHTOIIMAHUIMHCUHTA3Y (ANS), UDP-dnasonous-3-O-
rimkosuntpanchepasy (UFGT) (Jende-Strid, 2004, Shoeva et al., 2018).

Paznuymsi, cBsi3aHHBIC C THIIOM U JIOKaJIHM3aIlMe MUTMEHTa, 00YCIIOBICHBI
cnenupUUecKord PperysalHued OSKCIPECCUH CTPYKTYPHBIX TEHOB (haKTopamu
TpaHcKpuruy. Hanmngaue guoaeToBhIX MUTMEHTOB B MEPUKAPIIC U YEIIYSIX sIAMEHS
ompenenseTcs KOMIUIEMEHTapHbIM jeiictBueM TeHoB Antl u Ant2, xortopsie
Jokanu3oBaHbl Ha xpomocomax 7H m 2H, coorBerctBeHHo. I'en Antl konmupyer
MY B-11o00HBI  TPaHCKPUMITMOHHBIN (pakTop W 00JamaeT IJIeHOTPOITHBIM
JeicTBHEM, KOHTPOJIMPYS aHTOIIMAHOBYIO OKpacKy ocHoBaHus pactenus (Gordeeva
et al.,, 2019; Himi and Taketa, 2015; Shoeva et al., 2015). I'en Ant2 komupyer
tpanckpunuuonnbii pakrop MYC (Cockram et al., 2010; Lahaye et al., 1998).
Br110 MOKa3aHo, YTO MpH HAIMYWW TOMHUHAHTHBIX TeHOB Antl u Ant2 mpoucxoaut

cuenuuyeckas akTUBAIUs dKCIpeccuu reHoB F3°h u Ans B mepukaprie ssUMeHs

(Gordeeva et al., 2019).

lNomyGast okpacka ajJelpoOHOBOro Ccjosi OOYCJIOBJIEHAa HaMYUEM TISTU
KOMIUIEMEHTapHbIX JoMHHAHTHBIX TeHoB BIx (Non-blue aleurone xenia): BIx1-
BIx5. I'ennt BIx1, BIX3 u BIx4 TecHo clierieHbl U KapTUPOBaHbl Ha XpoMocome 4HL.
['enwr BIx2 u BIX5 xaprupoBanst Ha xpomocome 7HL (Finch and Simpson, 1978).
Ha nanHBIi MOMEHT, BBIIEJICHBI W AHHOTUPOBAHBI TEHBI, KOJHPYIOUIUE
tpaHckpunimonHsie gakropsl MYC, MYB u WDA40, perynupyroiue OMOCHHTES
aHToIMaHOB B ajeipone (Strygina et al., 2017). Otu reHsl ObLTH 0003HAYCHBI:
HvMyc2 (4HL), HvMpc2 (4HL) u HvWD40-1 (6HL). bsuia mnokaszana
TkaHecnenuuyHas skcnpeccuss reHa HvMyc2 B aneiipoHoBOM ciioe, BHE
3aBUCUMOCTH OT OKpAacKu TKaHU. B ornuume ot Tkanecneuuduueckoro HvMyc2,
skcnpeccus reHa HYMpC2 nabiroganach B pa3HbIX TKaHAX, OJHAKO €r0 aKTUBHOCTh
He OOHaApy)XMBaJIaCh B HEOKPAIIICHHOM alleipOHE TI0 CPaBHEHHUIO C OKPAIICHHBIM.
I'en HVYMyc2, a Taxke cTpykTypHbIA TeH HVF3'5'h Obun TOYHO KapTUPOBAHBI B

no3uiK kiactepa BIX B qmuHHOM miede xpomocomsl 4H (Matthews et al., 2003;



26
Strygina et al., 2017), Tem caMbIM OHH CTaJId KaHAXIATAMH JIJISl IBYX M3 TPEX TECHO

CIEIJIEHHBIX TeHOB BIX.

CreunpruyHbsiM perynsaTopoM OnocuHTE3a NPOAHTOLMAHUINHOB,
0o0yCIaBIUBAIOIIUX  JKEATYIO M  KpPacHO-KOPUYHEBYIO  OKpacKy  3€pHa,
MPEANOJIOKUTEIBHO siBisieTcst TeH Ant28. ¥V pactenuii ¢ mytanueit B rene Ant28 e
IPOUCXOAUT CHUHTE3 IPOAHTOLMAHUIMHOB B 3€pHE, B TO BpPEMs KaK ypOBEHb
COJIep’KaHusl aHTOIIMAHOB B BETCTATUBHBIX OpPTraHax OCTAETCS TAaKUM K€, KaK U y
TUKOro Tuma. Takke ObLJIO MOKa3aHO, YTO Yy pacTeHUM, MyTaHTHbIX Mo Ant28,
CHI)KEeHa akTUBHOCTH (hepmeHTOB DFR 1 LAR, KOTOpBIE HEOOXOAMMEI JIJIsl CHHTE3a
npoantonranuanHoB (Jende-Strid, 2004). /lanHbI JTOKYC KapTUPOBAH HA UTHHHOM

wiede xpomocombl 3H u kogupyetr MY B-11ogo0HBIN TpaHCKPUTIITMOHHBINH (hakTOp

(Himi et al., 2012).
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PI/ICYHOK 3. .HOKaJII/IBaLII/I IIMI'MCHTOB B PA3JIMYHLIX CJIOAX 3CPHOBKU AYMCHA.
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1.2. MenaHuHBbI pacTeHUil

KopuuneBas u 4yepHas OKpacka oOOOJIOYEK CEMSH SIBJICTCS IIHPOKO
pacrnpoCTpaHEeHHBIM MPHU3HAKOM y pacTeHHi. Takoil THI OKPacKH MOXKET OBITh
00yCJIOBJICH MEJIaHUHAMH, KOTOPBIE MPEACTABISAET CO0O0M BBICOKOMOJICKYISPHBIC
COCIMHEHUS, 00Pa3yIOLIUICS B pe3yJIbTaTe OKUCIICHUS U TIOJMMEpH3aIiiy (hEHOJIOB
(Britton, 1983; Solano, 2014). MenaHWHBI MPUCYTCTBYET BO BCEX [APCTBAX JKUBBIX
OPraHHW3MOB, HO JIO CHUX IOp OCTAlOTCS CaMbIMH MaJOW3YYCHHBIMHU ITHTMEHTAMH
pactenwmid. [lonroe Bpemsi YepHbIC TUTMEHTHI PACTCHUH HE CUUTAINCH MEJIAHUHOM,
MIOCKOJIBKY, COTJIAaCHO ONPEICIICHUI0 TEPMHHA «MEJIaHWH», KOTOpOe OBLIO
cOopMyJIMPOBAaHO HAa OCHOBE HCCIICJIOBAaHWN HA >KMBOTHBIX, OH JOJDKCH OBIThH
a30TCOICPKAIIUM ITUTMEHTOM, B TO BpeMs KaK MEJIAaHUH B PACTEHUSIX HE COJICPIKUT
azota (Prota, 1992; Thomas, 1955). CpaBHHTEIbHBIC HCCICIOBAHUS YCPHBIX
ITUTMEHTOB, BBIJICJICHHBIX U3 MUKPOOPTaHU3MOB, PACTCHUN 1 JKUBOTHBIX, BBISBIIIN
ux o0mme (U3NKO-XMMHUYECKUE CBOMCTBA, 3a MCKIOYEHUEM HAJIM4YUs a30Ta
(Nicolaus et al., 1964). TepmuHoJ0OTHs ObLUIA IEPECMOTPEHA, M HATMYHE a30Ta OBLIO
UCKIJTFOUCHO U3 OTpeielieHns TepMuHa «menanun» (Britton, 1983; Solano, 2014). B
HACTOSIIee BPeMsl pa3IMyaloT TPU THIA MEJIaHWHA: DYMEJIaHUHBI, (HEOMETaHUHBI U
aJJIOMETIaHUHBL. DYMEJIaHWHBI — SIBJSIFOTCS MPEOOIIaIAlONTIM TUIIOM MEJIaHHHOB,
KOTOpbIC HACHTH()HIIMPOBAHBI Y >KMBOTHBIX W MHKPOOPTaHM3MOB, a TaKXe ¥y
HEKOTOPBIX IpHOOB; (heOMETaHUHBI CHCHU(PUUHBI TSI MJICKOIMUTAIOIINX W IITHII.
O06a OHM SBJISIOTCS TMPOU3BOJHBIMH THUPO3WHA, HO (EOMETaHWHBI COCTOAT W3
CepOCOJICPXKAIIMX MOHOMEPHBIX E€IWHHUIl, B OCHOBHOM OCH30THAa3MHA U
OEH30THa30J1a, BMECTO WHJIOJIBHBIX CIUHUI] B dyMeJIaHWHAX. MeJTaHWH paCTCHUH U
IpUOOB, JIMIIEHHBINA a30Ta, 0OBIYHO HA3BIBAIOT AJNTOMEIIAHWHOM (APYroil MeJaHWH).
DTo camasi pa3HOPOAHAs TPYINa, MOCKOJBKY B KAaueCTBE MOHOMEPOB MOTYT
BBICTYTIATh Pa3IUYHbIC COCIMHEHN. MemanuH rpu0oB MOXKET ObITh 00pa30BaH U3
raMmMma-riyTamui-3,4-TuruipokcudeH3ona, KaTexoia " 1,8-
TUTAIpOKCHHA(TAIMHA, B TO BpeMs KaK KaTeXWHOBAs, KOPEHHAsI, XJIOPOTCHOBAs,

IMPOTOKATCXHNHOBA u rajaiaoBasd KHCJIOTHI CUUTAKOTCA BO3MOXXHBIMH
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npeanecTBeHHUKamMu MetannHa y pactenuid (Bell and Wheeler, 1986; Lyakh, 1981;
Solano, 2014). Bbaaromapsi yHHKalbHBIM CBOHCTBAM MEJIaHHWHA, TaKHUM Kak
CTaOMJIBLHOE COCTOSIHHE CBOOOIHBIX PaauKajioB, MOMJIOMICHUE YIbTPa(HUOIeTOBOTO
¥ BUAMMOIO CBETA, a TAK)KE CIIOCOOHOCTh K KOMILJIEKCOOOPA30BAHUIO U HOHHOMY
0OMeHY, 3TH TUTMEHTHI IPHUBJICKAIOT BCE OOJBIINIA HHTEPEC B KAUECTBE MaTEPHAJIOB

JUISL TIIEPOKOTO CIIEKTpa OMOMETUITMHCKUX W TeXHOJOrudeckux mpuMeHeHuit (Di

Mauro et al., 2017; D’Ischia, 2018; Vahidzadeh et al., 2018).

1.2.1 ®u3uKo-XUMHYECKHE METO/JbI BbIACJICHUA MECJIAHUHA

CraHgapTHBIA MPOTOKOJ BBIAEJIECHUS MEJIAHWHOB BKIIFOYAET HUX IIECJIIOYHYIO
HKCTPAKITUIO C TTOCIEAYIONIUM OCaXICHHEM B KHCIIBIX yeiaoBusx (Sava et al., 2001).
[Tomy4yeHHBIN TAKUM 00pa30M NUTMEHTHBIA MaTEpHAJl MPEACTABISIET COOOM TEMHBIN
IJISSHUEBBIM MOPOILIOK, HEPAaCTBOPUMBIM B BOJI€ M OOJBIIMHCTBE OPraHUYECKHX
pPacTBOpUTEINIEH, YACTUYHO PACTBOPUMBIN B KOHIIEHTPUPOBAHHOW CEPHOM U a30THOU
KHUCJIOTaX W IOJIHOCTBIO PACTBOPUMBINA B TMApOKcuAe HaTpus. [lpu Bo3gencTBun
CWIBHBIX OKHCIIUTENEH, TAKUX KaK MEPEKUCh BOJIOPOJA, IEPMAHTAHAT KA WU
OpoMHasi Boja, NMUTMEHT TEpsSEeT CBOM IBET, a BO3JEUCTBUE XJIOpUIA XKeje3a
IPUBOJUT K BBINAJECHUIO XJONBEBUIHOTO OCAJKa, KOTOPBIA ITOCTEIEHHO
pPacTBOPSIETCS CHOBA IIPU MTOBBIIEHNH KOHLIEHTPALMK XJIOpUAA kKeme3a. Pe3ynprarsl
OMMCAHHBIX PEAKIMI YKa3bIBAIOT HAa MPUCYTCTBUE XMHOUHBIX U (DEHOJIBHBIX TPy
B menanuHax (Downie et al., 2003; Fox and Kuchnow, 1965; Lyakh, 1981; Shoeva
et al., 2020; Thomas, 1955).

[ToMHMO XMMHUYECKHMX TECTOB, /IS HACHTU(UKAIMH METaHHHA TPUMEHSIOTCS
criekTpockonuueckne meronabl. Ontuueckas crnekrpockomnus (Ultraviolet—visible
spectroscopy, UV—-VIS) naubosiee mMUpoOKO UCTIOIb3YETCS sl UACHTU(PUKAIIUU U
KOJIMYECTBEHHOTO  OMPEAEICHHS  MEIAaHWHOB.  MEIaHWHBI  Pa3IHYHOTrO
NPOUCXOXKACHUS XapaKTEPHU3YIOTCS BBICOKMM TIOTJIOIIEHHEM B BHIUMOW H

ybTpaduoIETOBOM 00JaCTAX CIeKkTpa ¢ MakcumymoMm B oOiactu 196-300 Hm
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(Lyakh, 1981; Pralea et al., 2019). [ns wuneHTHPUKAIIA OCHOBHBIX
GyHKUMOHATIBHBIX  TPYII B MaKpOMOJICKYJIaX  MeEJaHWHA  HCIOJIb3YEeTCs
uHdpakpacHas Dypbe-criekrpockorms (Fourier-transform infrared spectroscopy,
FT-IR). Tunuunsie MK-®ypbe CHEKTpbl MEJIaHWHA BKIIOYAKOT XapaKTEepHBIE
MOJIOCHI JUIsl (PEHONBHBIX (hpAarMeHTOB, XMHOHA, aNU(paTUIECKUX YTIEBOJOPOIHBIX
TpyIII, apoMaTuiecKoi yriaepoanoit ocHoBsl (Mbonyiryivuze et al., 2015; Pralea et
al., 2019). AmnHagu3 sjgepHOr0o MarHuTHOro pesonanca (SIMP) wmoxket
UCIIONIb30BATHCS JJIs TIOJATBEPKICHUS MPUCYTCTBUS B MEJaHMHAX apOMaTHYECKHUX
aTOMOB BOJIOPOJA U yIIepO/ia, METHIIBHBIX WM METUIICHOBBIX TPYIII, CBSI3aHHBIX C
aTOMaMH a30Ta U/Wid Kuciopoaa, NH-Tpynmbl, CBI3aHHOM ¢ MHIOJIOM, aTKUIBHBIX

¢dparmentos (Pralea et al., 2019).

Bnaroz[apﬂ HCIIOJIBb30BAHUIO XUMHUYCCKHUX TCCTOB B COUCTAHNHU C HCKOTOPBIMU
N3 OIIMCAHHBIX CIICKTPOCKOIIMYCCKHUX MCTOAOB, HAJIWYHNC MCJIAHHWHA B 000JI0YKax
CeMsTH OBLITIO TIPOIEMOHCTPUPOBAHO IS CACIyIomuX pacteHuii: apoysa (Nicolaus et
al., 1964), noaconuneunuka (Gracheva and Zheltobryukhov, 2016; Nicolaus et al.,
1964), rpeunxu (Zhuravel, 2010), unorpana (Zherebin and Litvina, 1991), tomara
(Downie et al., 2003), ocmanTtyca (H. Wang et al., 2006), xacmuna (Kannan and
Ganjewala, 2009), kymxyra (Panzella et al., 2012), unomen (Park, 2012), uephoii
ropuniibl U pamca (C. Y. Yu, 2013), kamrana (Yao et al., 2012), gecHoka (L. F.
Wang and Rhim, 2019), osca (Varga et al., 2016), apaxuca (Wan et al., 2016) u

ssamens (Shoeva et al., 2020).

1.2.2 ®yHKknuu MeJJAHNHA pacTeHUi

Cunraercsi, YTO YepHas NMUTMEHTAIMs BO3HMKIIA B PE3yJIbTaTe aJanTaidu
KMBBIX OpPraHM3MOB K HEOJAaroNpUATHBEIM YCIOBHSAM OKPYXKAIOLIEH Cpemsl.
DyHKIMOHAJIBHOE 3HAYEHUE DTOrO THUIIA MUTMEHTOB HOAPOOHO PACCMOTPEHO IS
KMBOTHBIX, HaceKoMbIX W Mukpoopranu3moB (Cordero and Casadevall, 2017;

Solano, 2014). Tounas pojb MeENaHWHA B PACTCHHSIX BCE €IIE OCTaeTCs
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HeonpeneneHHoﬁ, OAHAKO HUCXO/Jd N3 UMCIOIINUXCA JIMTCPATYPHBIX AAHHBIX MOKHO
MNPCAIIOJIOXKNUTb, YTO 4YCPpHAA OKpACKa CCMAH MOKCET HdBdTb HM HCKOTOPEIC

PEeUMYIIECTBA.

Kak u Y KUBOTHBIX, TCMHAasA OKpacCKa paCTeHI/Iﬁ BaXxHa JII MAaCKHPOBKHU.
HaHpHMep, 3CpHA OOIBIIMHCTBA AUKHX 3JIaKOB ABJLIOTCA TCMHOOKpPAIICHHBIMU.
Takum 06p3,30M, 3pCJIbIC CCMCHA, IIaJaromuec Ha 3CMJII0, ITOKPBITHIC tIG]:’)HOI\/i

000JIOYKOH, CTAHOBATCS HEBUAMMBIMU JIUI NTHI] Ha (hoHE TeMHO# mouBkl (Zhu et

al., 2011).

N3-3a ciocoOHOCTH YEpHBIX MOBEPXHOCTEHN MOTJIOMIATH OOJIBIIE COJHEYHOM
SHEPIruM, YeM CBETJbIC, U NPEoOpa3OBBIBaTh €€ B TEIUIO, MPEANOJIOKUTEIBHO,
YEepHbIE CEMEHA MOTYT CO3PEBaTh paHbIIE, YeM HEOKpalleHHble. CpaBHUTEIBHOE
HCCJIEIOBAHUE CTAPOMECTHBIX COPTOB SUMEHSI C YEPHBIMH M OEJIbIMU CEMEHaMU
MOKa3aJio, YTO COpTa C YEPHOM OKPACKOM 3€pHA HMMEIOT CBOWCTBO CO3pPEBATH

panbIie, ueM Heokpamenubie (Ceccarelli et al., 1987).

MenanuHbl TPUAAIOT OOOJOYKE CEMSH JIOMOJHUTEIBHYI) MEXaHUYECKYIO
IPOYHOCTb, 3aIIMINAas UX OT MOBPEeKACHUH. boiee TOro, MeaaHuH oOeCIeYnBacT
YCTOMYMBOCTh K HACEKOMBIM M BpPEIHMTEISIM M3-3a CBOel TokcmuHoctu (Jana and
Mukherjee, 2014). V mnojacoiHeYHHKA CEMEHA C YEPHON OOOJIOUKON MEHBIIIE

MOBPEXKIAIOTCS TMUMHKAMHU MOJIH, ueM Oenbie cemeHa (Pandey and Dhakal, 2001).

[TockonmbKy  MENaHWHBI  SBJISIOTCS  CHJIBHBIMH  QHTHOKCHIAHTAMH
(Lopusiewicz, 2018; Panzella et al., 2012), onu MoryT o0ecre4nBaTh MOBBIMICHHYIO
KU3HECTIOCOOHOCTh CEMSIH, 3alllMILAasl UX OT HEOJIaronpuaTHbIX GakTopoB cpeabl. K
puMepy, y apOy3a KOPHIHEBBIC CEMEHA SBIISIFOTCS 00JIee KU3HECTIOCOOHBIMU, YEM
CBETJIbIC CEMEHA, OHM 00JIaaroT OOJIbIIEH Maccol M XapakTepusyroTcs OoJee
BBICOKMM ITPOIICHTOM IIPOPACTaHUs M BCXOXKECTH, YeM y cBeTIbIXx ceMsH (Mavi,
2010). MecTtHbIe CHpUIICKHE CTAPOMECTHBIC COPTa SUMEHS C YECPHBIMH CEMEHAMU
BHIPAIIUBAIOT B HaumOoJiee 3aCylUIMBBIX PETHMOHAX CTPaHbl, B OTJIWYHE OT
CTapOMECTHBIX COPTOB C O€lBIMH 3€pHaMH, KOTOPBIC aJalNTHPOBAaHBI K Oosee

msrkuM  yerousim  BeipanuBanus (Ceccarelli et al., 1987). CpaBuenue 3Tux
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o0pasIoB MOKa3ayio, 4TO O0pas3ilbl ¢ YEPHBIMH 3EPHOBKAMHU 0OJie€ YCTOWYMBHI K
X0JI0Jy M 3acyxe, ueM obpasiel ¢ OenbiMu 3epHoBkamu (Ceccarelli et al., 1987;
Weltzien, 1988). MccnenoBanust 3alUTHRIX (PYHKIIUN METaHUHA B 36PHOBKE SIIMEHSI
B YCJIOBHSIX 3aCOJICHHS, 3aCyXH W 3arps3HEHHSI HOHAMU KaJIMUS C UCTIOJIB30BaHHEM
NOYTH-U30TCHHBIX JIMHUN, KOHTPACTHBIX MO HAJIWYMIO MEJIaHWHA, MMOKA3aiH, YTO
MEJIaHUH HE JaeT MPOPOCTKAM SUYMEHS KaKUX-THOO MPEUMYIIECTB B YCIOBHUSX
adbuotnueckoro crpecca (Glagoleva et al., 2019). Jlpyrue maHHBIC O 3aIMUTHBIX
(GYHKIHAX METAHWHOB OBUIM IOJNyYeHBI MPH TECTHPOBAHWU YCTOWYMBOCTH K
naroreHam. Copra sYMEHsI M OBCa C TEMHOM OKPACKO# KOJIOCa MEHbIIIE MTOPAKAIIHCh
dby3apro3om, ueM copta ¢ HeokpaineHHbIM 3epHoM (Loskutov et al., 2016; Zhou et
al., 1991). Taxxke Ha pPeKOMOMHAHTHBIX MHOpemHbIX JmHUsAX stumeHs (RIL) ¢
YepHBIMH W OCNIBIMH 3CPHOBKAMH ObLIa TPOJECMOHCTPUPOBAHA CHIDKCHHAS
3a0oneBaeMOCTh  (hy3apuOo30M U  MEHbIIee HAKOIUIEHHE MHUKOTOKCHHA Y

yepHookpamieHHbIX RIL 1o cpaBHenuto ¢ Heokpamienubivu (Choo et al., 2015).

W3BecTHO, YTO COCAMHECHUS, HAKATUIMBAIOIIUECSA B 000JI0YKE CEMSH, BIIUSIOT
Ha TIEPUO/T MOKOs M CKopocTh ipopactanus (Debeaujon et al., 2000; Gu et al., 2011).
DT0 BepHO B ciiydae (IaBOHOWIHBIX MUTMEHTOB, HO B ClIy4ac MeEJaHUHA ObLIA
MOJIYYCHBI TIPOTUBOPCUMBBIC PE3yNbTaThl. Hampumep, y MyTaHTHBIX pPacTCHHMH
TOMaTra C YEepHOM OKPACKON O0OOJIOYKH CEeMsSH, OOYCIOBJICHHOM HaKOILJICHHEM
MeJIaHWHA, Obljla TOKa3aHa CHUYKCHHAs CKOPOCTh MPOpPACTaHUS CEMsH, a TaKKe
CHI)KCHHOE COJIep KaHUe BOJIbI M THOOEpEIIMHA IT0 CPAaBHEHHIO C CEMEHAMU JIMKOTO
tuna (Downie et al., 2003). OmHako, CpaBHHMTEILHBIM aHAIHM3 BCXOXKCECTH M
NPOPACTaHUsl CEMSH IMOYTH-U30TCHHBIX JIMHHA SYMCHS HE BBIIBAJ 3HAYHMMBIX

OTJIMYHMI MeX Ty Oesto3epHbIMU U uepHo3epHbiMU opmamu (A. Y. Glagoleva et al.,
2019).
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1.2.3 Me1aHUHBI B KOJIOCE STYMEHSHA

1.2.3.1. IIpu3HaK YepHOIl OKPACKH KOJIOCA STYMEHS

[IurmeHTanuMs 36pHOBKH SIBJISICTCS] BAXKHBIM TAKCOHOMUYECKUM MTPU3HAKOM U
UCIIOJIB3YETCSl HCCIEAOBATEeNIIMU B KJIaCCU(PUKALUA PA3HOBUIHOCTEH SUMEHSI.
UepHass W KOpUYHEBAas OKpacka IEpUKapla M IBETKOBBIX YEIIYH SBIAECTCS
pacnpoCcTpaHEHHOM, ¥ COTTIACHO KJIacCU(PHUKAIINN STIMEHS, UCIIONIb3yeMoit B Poccun,
TaKOW TUN MUTMEHTaluu onucad st 43 pazHoBuaHocTer stumeHs (KoObuistHCKMiA

and JlykesiHoBa, 1990).

Eme B Hauane XX Beka npu MOMOIIM XUMUYECKUX TECTOB OBLIO MOKAa3aHO,
YTO MMUTMEHTHI, 00YCIIaBIMBAIOIINE OKPACKY 3€PHOBKH SIYMEHS, MOKHO Pa3/IeIUTh
Ha JIBE TPYMIIbI: aHTOLIMAHBI, PACTBOPUMBIC B CIAOBIX KHUCJIOTHBIX U INEIOYHBIX
pacTBopax, U mpuoOpeTarone po30Bbii IBET B KUCJIOW Cpelie U ToJyOoil 1IBET B
IIEJIOYHOM Cpele, W MEJaHUH-TIOJIO0OHBIC TMHMIMEHTBI, HEPACTBOPUMBIC U HE

MEHSIFOIIME CBOM IBET B KucioTe U mmeiaoun (Harlan, 1914).

braarogaps  sipkoMy  (QEHOTHIIMYECKOMY  MPOSBICHHUIO,  XapakTep
HACJIC/IOBAaHWsI TpPU3HAKa YEPHOH OKPAacKW 3CPHOBKM aKTHBHO HU3ydaycs
uccienoBatessaMu. [Ipu aHanu3e CKpeIMBaHUi YSPHO3EPHBIX U OEI03epHBIX (hopm
SUMEHST B TMoOkoJieHMu F; HaOmomamock JBa (EHOTUIIMYECKUX KJacca,
COOTBETCTBYIOIIUX OKPACKE POIUTEIBCKUX (POPM C JOMUHAHTHBIM MPOSIBICHHEM
4yepHOil okpacku. bosee Toro, ObUIO MMOKA3aHO, YTO YEPHAsT OKpAacKa Mepukapra u
I[BETKOBBIX YCIIyl BCErJa HACIEIyeTCS COBMECTHO U KOHTPOJHPYETCS OJHUM
nokycom (Buckley, 1930; Woodward, 1941). Jlokyc, KOHTPOJUPYIOIIUN JaHHbIH
npu3HaK, nonyuni HazBanue Bb (Black), u Obut HaHecen Ha reHeTHYECKyIO KapTy
ssamens B rpyme cremienus 2 (Roberson and Deming, 1930). BrocneactBuu jgokyc
obut mepeumenoBad B Blpl (black lemma and pericarp 1) u nokanu3oBaH Ha
JUTAHHOM TUIeYe XpOMOcOoMbl 1H, coriacHo HOMEHKIAType XpOMOCOM SIYMECHS,

npunsaTor B 1996 rony (Lundqvist et al., 1997).
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B 3aBHCHMMOCTH OT WHTEHCHBHOCTU MPOSBJICHUS YEPHOW OKpPACKH, OBLIO
BBIJICJICHO HECKOJIbKO (DEHOTHIMUYECKUX TPYII: HACHIIICHHBIA dYepHBIH (dense
black) — stamens ¢ MHTEHCUBHOW YepHOW OKPACKOH NepUKapIia, IBETKOBBIX YEIIYid
u ocreil; yepuwrd (black) — c dYepHOW oOKpackod dYemyld W TepUKapria, HO
HCOKpAIICHHBIMU OCTSIMH; yMepeHHO uepHbiii (Medium black) — sumens ¢ Oonee
CBETJIOH OKpacKoW dYellyld W Tepukapma; cepblii (gray) — sSUMEHb C Cepod W
CEpOBATO-KEJITOM OKPACKOW 3E€pHOBKH. BBUIO MOKa3aHO, YTO ONMCAHHBIC BHIIIE
(EHOTUNBI ~ SABJIAIOTCS CTAOWIBHBIMH W WHTCHCUBHOCTh HMX HUTMEHTAIUU
COXpaHsJIaCh BHE 3aBUCHUMOCTH OT ycioBuid cpeabl (Woodward, 1941). [Tpu ananu3ze
pacIIerieH!i, TOJXY4YeHHBIX B pe3yjbTaTe CKpPEIIMBAaHUN 0O0pasloB SUYMEHS C
IIATMEHTUPOBAHHOMN 3€pHOBKOU c 0es103epHbIM SYMEHEM, OBLIO
IPOIEMOHCTPUPOBAHO, YTO MEJTAHWHOBASI TUTMEHTAIINS BCET]a UMEET MOHOT€HHOE
JOMUHAHTHOE HacienoBanue. [Ipu ckpeuiBanuud (GopM SUMEHS C pazIHYHOU
WHTCHCUBHOCTHIO TIMTMEHTAIlMM Bcera HaOII0Aanoch JBa (EHOTUIMHYECKUX
KJlacca, COOTBETCTBYIOLINX (PEHOTHIIAM POAUTENEH, B COOTHOIIEHUH 3:1, Te Gomee
TeMHasi OKpacka JOMHHUpoOBajga Haja Oojee cBerioil. I[lOCKOJIbKY MOTOMKH,
MOJIyYEHHBIE B PE3yJIbTaTe CKPEIIMBAHUM (POPM SUMEHSI C MHTEHCUBHON YE€pHOU U
YEpHOW OKpAaCKOW OBbUIM TPAKTUYECKH HEOTIUYUMBI MEXKIy CcO00M, ObLIO
IIPE/IIOJIOKEHO HAJIMYKME TOJBKO TPEX JOMHHAHTHBIX ayuienei Jokyca Blpl: Blpl.b
(B), Blpl.mb (B™) u Blpl.g (BY), onpenensromux 4epHbIi, TEMHBIH U CEPhI LBET
3epHOBKH siuMeHs1, cooTBeTcTBeHHO (Woodward, 1941, 1942; Lundqvist et al.,
1997).

1.2.3.2. KaprupoBanue Jiokyca Blpl

[TockonbKy YepHasi OKpacKa 3€pHOBKH SIBJISIETCS] TPU3HAKOM, KOTOPBIN JIETKO
ONIPENICNIUTh BU3yallbHO, JIOKyc BIpl HaHeceH Ha MHorue pa3paOOTaHHBIC
MOJIEKYJISIPHO-TEHETHUECKHUE KapThl Kak Mopdororuueckuii mapkep. Hampumep,

agokyc Blpl Obur kaptupoBan B mosuiuu 129,5 ¢cM mexny AFLP mapkepamwu
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E38M61-75 (126,3 cM) u E32M49-81 (132 cM) B KapTHpyOIIEH MOMyJISAINN
muramtonnos Oregon Wolfe Barleys (Costa et al., 2001).

Jloxyc Blpl 01 kapTupoBan B no3utuu 201,6 cM mexay EST mapkepamu,
orpannuuBatonumu paiion 188,2-201,6 cM xpomocomsl 1H Ha MomnekynspHO-
TeHETUYCCKOM KapTe Ha OCHOBe momyssiuu RILS (pekoMOMHAHTHBIX MHOPEIHBIX
JIMHUMN), TIOJYYCHHBIX B pE3yJIbTaTe CKPCIIMBAHMS HEIMUTMEHTHPOBAHHOTO COpTa
Haruna Nijo ¢ auxum stumenem H. spontaneum H602, oGnagatomum depHOH

okpackoii 3epHoBku (Hori et al., 2005).

B kaprupytromeit nomynsuuu Fy, moaydeHHONW HAa OCHOBAaHUM CKPEUTUBAHUS
oenmo3eproro sumens copra Cheri ¢ gukum samenem ICB181160 ¢ yepHo#
NUTMEHTauMed  3epHOBKHM, Jiokyc BIpl Ob1  jOkanu3oBaH B paiioHE
npotsokeHHOoCThI0 10 ¢cM mexny CAPS mapkepamu CAPS026 u CAPS030. Ilpu
COTIOCTaBJICHUN TIOJYYEHHON MOJEKYISIPHO-TEHETHIECKON KapThl ¢ (U3HUECKON

OBLJIO YCTAHOBJICHO, YTO B WACHTHU(UIIMPOBAHHOM paiioHe mpenackazano 104 rena

(Bungartz et al., 2016).

B 2017 romy Jia ¢ coaBTropamMu yAalloCh 3HAYUTEIIBHO CYy3UTh pailoH
nokanu3anuu BIpl mpu momoru moaxoga MacCcoBOro CErperaloOHHOrO aHalln3a
(BSA, Bulked segregant analysis) coBMecTHO ¢ METOJIOM CEKBEHHUPOBAHHUS JIOKYC-
cnenuduunbix amriimkoHoB (SLAF-seq, Specific-locus amplified fragment
sequencing) (Jia et al., 2017). CrHauana Obu1a MOJyYeHA KapTUPYOIIAs MOMYJISIIHS
F, Ha ocHOBaHMHM ckpemuBaHus copra stameHs: Hatiexi No.1 ¢ uepHoit 3epHOBKOH U
HeokpameHHoro copta Zhe5819, kotopas Brirovana 551 pacrenue ¢ uepHou u 172
pacTeHuit ¢ 6eyoi 3epHOBKOM. 3aTeM, TIOJyUYCHHbBIE PACTEHUS ObLITH 00BETUHEHBI B
JIBa IyJIa — C YEPHOU U C OeJof 3epHOBKOM, KOTOpPbIE ObUIM CEKBEHHPOBAHBI MpPU
nomomu SLAF-seq. B pesynpraTe ananmumza accommarui BoIsBICHHBIX SNP ¢
NPU3HAKOM YEPHOM OKpacKH ObLIa ompejesieHa Jokamu3aius rena Blpl B paitone
IPOTSKEHHOCTRIO 5,68 Mb. [Ins eme Gosbliiero cy»KeHHs JIOKyca, BbIJICICHHAsS
o0nacTh ObUIa JTOMOJHUTENHHO HackimeHa SNP-mapkepamMu, 4TO, B KOHEYHOM

cuere, MO3BOJIMJIO JIoKaau3oBaTh BIpl mexay mapkepamu HZSNP63 u HZSNP59,
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GIaHKUPYIOMIMMHE  pailoH MOpOTsLKeHHOCTho 1,66 MO, B KoTOpoM  OBLIO

npenckazano 42 rena (Jia et al., 2017).

B 2019 roxy npu nomonu SNP-reHoTunupoBaHusi OMYJISIIUN YABOSHHBIX
rarionIoB, IMOJIYYCHHOH Ha OCHOBE CKpemruBaHus coptoB Hindmarsh ¢ Gernoit
okpackoil u qukoro stamenst W1 € uepHoit oKkpackoH, ¢ MOCiIeyonuM HaChIIIIEHUEM
nokyca InDel mapkepaMu 1 UCTIONB3Ys TOTIOJTHUTEIBHO MaTepHall TPEX MOIMYJISAIUH
PCKOMOWHAHTHBIX MHOPEIHBIX JUHHK, JIoKyc BIpl Oblm kapTupoBaH B paiioHe

npotskeHHoCcThIo 0,8 Mb Ha xpomocome 1H, B koTopom nipenckaszan 21 ren (Long

etal., 2019).

HecMmoTpst Ha IpeANPUHSITHIC MTOTBITKUA TOYHOTO KapTUpoBaHus Jokyca Blpl,
reH-KaHIuAaT, OTBETCTBEHHBIM 3a (pOpMHpOBaHUS MEJIAHMHOBON MUIMEHTaLUU
[IepUKapIia ¥ IBETKOBBIX YELIyi, OCTACTCS HEBBIJEICHHBIM, YTO, B IIEPBYIO 0YEPE/b,
CBA3aHO C HENOCTAaTOYHOM M3YyYECHOCTBKO MEXAHM3MOB TI'€HETHUYECKOM PETYJISIUU

CHHTC3a MCJIaHWHA Yy AUMCHA U paCTeHI/Iﬁ B IIC€JIOM.

1.2.3.3. Bausinue rena Blpl na cuHTE3 APyrMX NUrMEHTOB B 3ePHOBKE STYMEHS

1.2.3.3.1 Bausinue rena Blpl Ha cuHTe3 aHTOIMAHOB

MenaHWHBI ¥ aHTOLMAHBI SBISIOTCS MUTMEHTaMU (EHOJBHON MPUPOABI U
UCTIONIB3YIOT B KauyecTBe CyOCTpaTOB COENWHEHHUs, OOpasylomuecss B IyTH
OonocuHTe3a (HEHUITPONAHOUIOB, OJTHAKO, OHH UMEIOT Pa3IMYHYI0 XUMHUUECKYIO U
TCHETHYCCKYIO MpHUpoay. [TurMeHThl suMeHst ObUTH pa3ziefieHbl Ha aHTOLUAHBI U
MEJIaHWHBI ele B Havaje npouwioro Beka (Harlan, 1914), u B mociencTBum
HOSIBIISUIOCH BCE OOJIBIIE JAaHHBIX, MO3BOJISIONIUX PA3[CiUTh JIBE STH TPYIIIBI

COEIMHEHUN.

[Ipy mOMOIIM  CPaBHHUTEIBHOTO  aHAIW3a OKCIPECCHH  KIIFOYEBBIX
CTPYKTYpHBIX T'eHOB OumocuHTe3a antouuanoB (Chs, Chi, F3h, F3°h, Dfr, Ans), a

takxke reHa Ant2 (bHLH), perymupyromiero ¢uosieToByro OKpacKy mepuKapra
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STYMEHS1, OBUTO TIOKa3aHO, YTO SKCIPECCHS TAHHBIX TCHOB HE MOBBIIIACTCS B OTBET
Ha TMOSBJICHUEC MEJIAHWHOBOW MUTMEHTAIMM W 3HAYUMO HE OTJIMYAeTCs OT
HemUrMeHTHpoBaHHOTO copta Bowman (Shoeva et al., 2016). /lanHoe HaGmroneHwe
OBLIO 3aTeM TMOATBEPIKACHO MPHU MOMOIIU CPABHUTEIBHOTO TPAHCKPUIITOMHOIO
aHanm3a; OBUIO YCTAHOBICHO, YTO B [OYTHU-U30TCHHOW JIMHUU  STYMEHSI,
HAKAIJIMBAOIICH MEJIaHWH, TeHbI MyTH OMOCHHTE3a (DIABOHOWIOB HE MOBBIIIAIOT
CBOIO DOKCIPECCHIO, OJHAKO HAOJIOMAeTCsl MOBBIIMICHHAS DKCIPECCHs T'eHOB,

KOAMPYIOIIMUX KJIIOUYeBble (PEepMEHThl MyTH OHOCHHTE3a (HEHUIMPOIIAHOUIOB

(Glagoleva et al., 2017).

B oTnmume ot murMeHTOB OeTajanHOB, KOTOPHIS, KaK U METAaHWHBI, SBIISTIOTCS
MPOU3BOJIHBIMU TUPO3MHA M MX OMOCHHTE3 MPOUCXOJUT MPHU Yy4acTUU (HEepMEHTOB
tuposuna3 (Britton, 1983; Harris et al., 2012; Solano, 2014), menaHuHBI MOTYT
CUHTE3UPOBATHCS W HAKAIUIUBATHCS OJTHOBPEMEHHO C aHTounaHamu. OJIHAKO, JBE
ATH TPYNIbI MUTMEHTOB 00YCIaBIMBAIOT pa3HbIC MATTEPHBI MUTMEHTALIUU, & TAKKE
WX TIOSIBJICHUE MPOMCXOIUT HA Pa3HBIX CTAIUAX CO3peBaHMS Kojoca. [losBieHue
AHTOIIMAHOBOM OKPACKM TEpUKapria SUYMEHsI MPOUCXOJUT Ha CTaJMH MOJOYHO-
BOCKOBOH CITEJIOCTH 3€PHOBKH, TPUYEM OKpacka IepuKapria cpazy CTaHOBHUTCS
pPaBHOMEPHO PO30BOM M MO MEpe CO3peBaHUsl MpHOOpeTaeT 0o0Jyiee HACHIIECHHBIN
et (Pucynok 4). MenaHnHOBas MUTMEHTAIUS TOSBISACTCS Ha OoJiee MO3THEH
CTaiWM — BOCKOBOH, M, B OTJIMYME OT AaHTOIMAHOB, MEJIAHWMHOBAS OKpacKa
nepuKapna pa3BUBACTCSl MOCTENEHHO;, CHAaYajia TMOSBISIOTCS OTACIbHBIC TSTHA,

KOTOPBIC YBEIIMYUBAIOTCS M CIIMBAIOTCS 110 Mepe co3peBaHus pacteHust (Pucynok 4)

(Glagoleva et al., 2022; Shoeva et al., 2020).
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Pucynok 4. (A) Pa3BuTue MenaHMHOBOW MHUIMEHTAlMK 3epHOBKU ymHUK 1:BWBIp1l o mepe ee

CO3peBaHI/I}I. (B) PaBBI/ITI/Ie aHTOHHaHOBOﬁ IIUIMEHTAILUU 110 Mepe C03peBaHI/I}I KOJIOCa B JIMHUN
i:BwAnt1Ant2.

N3ydyeHne nouTn-u30reHHou JIMHUY STYMEHS, HECYILIEW JIOMUHAHTHBIE AJUICIIN
redoB Blpl, Antl u Ant2 um XxapakTepusyrollelcs COBMECTHBIM HAaKOIUICHHEM
AHTOIIMAHOB M MEJIAaHWHOB B MEpUKapre, mokaszamo, uro red BIpl, xote u He
BOBJIEYEH B CHHTE3 AaHTOIIMAHOB caM II0 ceOe, OKa3bIBaeT BIIHMSHUE Ha
MHTEHCUBHOCTh UX HakoIUIeHUs. [Ipu cpaBHEHNM TaHHOMW JTUHUM C POJIUTEILCKUMU
JUHUSMHU, KOTOpPHIE XapaKTEPHU3YIOTCS HAKOIUIEHHEM JIMOO aHTOIMAHOB, JHOO

MEJIaHMHOB, OBLTIO OTMEYEHO, YTO B MPUCYTCTBUU JOMUHAHTHOTO ayuiens reHa Blpl
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IPOUCXOANT aKTHBAIMsI T€HOB MyTH OMOCHMHTE3a aHTOLIMAHOB Ha Oosiee paHHEH
CTaJuU CO3PEBAaHMA KOJIOCA, 4YE€M B pOAUTEILCKOW muHUU. B pesynbrare
KOJIMYECTBEHHOW OIICHKM COJEp)KaHHS aHTOIIMAHOB B  3€PHOBKE  OBLIO
IIPOJIEMOHCTPUPOBAHO, YTO B JAHHOMW JIMHUM MPOUCXOJINUT 3HAYMMOE YBEIUYECHUE
KOJIMYECTBA AHTOLMAHOB II0 CPABHEHMIO C POAUTEIBCKOM JIMHUEH Ha CTagusax
MOJIOYHO-BOCKOBOM U BOCKOBOM CIIEJIOCTH, OJHAKO B 3PEIIOM 3€pHE KOJIMYECTBO

aHTOILMAHOB 3HAYMMO He oriauuaercs Mmexnay iuausmu (Glagoleva et al., 2022;

Vikhorev et al., 2021).

1.2.3.3.2 BzanMojeiicTBHe MeJIAHUHA U XJIOpodmLIa

bpu10 MokaszaHo, YTO HAKOIIJIEHWE MEJIAaHWHA B 3€PHOBKE STYMEHS IIPOUCXOIUT
B KJIETKax MEpUKapra W IBETKOBBIX YEHIyW, U MATTEPH JIOKAIU3ALUU MEIaHUHA
coBnagaer ¢ (moopecrenmeit xmopodpumia (Pucynok 5). Ha ocHoBanuu 31oro
OBLJT cZIeTaH BBIBOJI, YTO HAKOTUICHUE MEJTaHUHA TPOUCXOIUT B IIIACTU/IAX, KOTOPHIE

NOJYYHITH Ha3BaHKUe MenaHoriacTel (Shoeva et al., 2020).

Hccnenys modTru-u30TeHHBIC JIMHWM SYMEHS C MEJIaHWHOM B 3€PHOBKE, C
YJaCTUYHBIM aJIbOMHU3MOM IICpHKapIia M IBETKOBBIX UCIIyH, a TaKyKe TMOPHIHON
JUHUYU, XapaKTepU3YIOMICHCs OJHOBPEMCHHBIM HAKOIUICHHEM MEJIaHWHA W
OTCyTCTBUEM xJiopodpuima B 00070YKaxX 3€pPHOBKH, OBUIO  BBIIBUHYTO
MPEANOJIOKEHUE O TOM, YTO XOTS IpoIecchl (POTOCHHTE3a M MeEJIaHOTEeHe3a He
CBSI3aHBI HAMPSMYIO, CYIIIECTBYET OINPEACICHHAS CBS3b MEXKIY (PYHKITMOHAITBHBIM
COCTOSIHUEM TUTaCTH U cuHTe30M Menanura (Mursalimov et al., 2022). TTokasano,
4TO OTCYTCTBHE XJOpoWutla HE TPEMSITCTBYET Pa3BUTHIO MEJIAHWHOBOKN
MUTMEHTAIlMU Yy sYMEHs, OoJHako 3amemnier e€ mossiaeHue (Mursalimov et al.,
2022). Hamuure xaopoduinia B 000JI04YKaX CEMSIH HE SIBISIETCS HEOOXOIUMBIM ISt
pa3BUTHS MEJIAHMHOBOM IMUTMEHTAIMA W TOJATBEPXKIACTCS TEM, YTO MEJaHUH
CUHTE3UPYETCS] B CEMEHaX, HE TOJIBEP)KEHHBIX BO3JICWCTBHIO COJIHEYHOTO CBETA,

Hanpumep, y kymkyta (Wang et al., 2020) wnu apoysa (Li et al., 2020; Mavi, 2010).
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Tem He MeHee, II0OKa3aHO, 4YTO CHHTE3 MEJAaHWHA HE IIPOUCXOIUT B
HeaubepeHIMPOBaHHBIX IJIACTUAAX, B KOTOPHIX HE pPAa3BUTHl BHYTPEHHHE
MeMOpaHHbIE CTPYKTYpPbl — THJIAKOHMBI. BBUIO MOKa3aHO, YTO B JIMHUHU SYMEHS,
XapaKTepU3yIOIIeHcs OTCYTCTBHEM XJIOPOUILIA B IIBETKOBBIX YEHIYSX U MMPUKApIIE,
HaKOIUICHUE MEJIAHWHA MPOUCXOAUT MPEUMYIIECTBEHHO B IIBETKOBBIX YEIIYSX, T]IE
IJJACTUbI UMEIOT Pa3BUTYI0 BHYTPEHHIOK CTPYKTYPY, CXOXKYIO C KOHTPOJBHOU
auHuE. B To ke BpeMs, IJIACTUIbl B KJIETKAaX NEPUKApIIa B LEJIOM OCTarOTCS
HeaPPepeHIIMPOBAHHBIMY MPOILIACTUIAMH, U HAKOIUICHUE MEJaHMHA B HUX HE

npoucxoaut (Mursalimov et al., 2022).

B mpomecce cuHTe3a MenaHWHA y slIMEHS OblUla IMOKa3aHa IOCTETICHHAS
Jerpajganus MiacTUd, ¢ XapaKTepHBIM YIPOIIEHUEM HX BHYTPEHHEH CTPYKTYpHI
BILJIOTB JIO TIOJTHOTO paspyieHus. OiHaKo, TUTacTUABI B iepukapiie auaun i:BwBIpl
(cuHTE3WpyeT W MENAHWH, W XJOPOoQWIT B 3EPHOBKE) XOTh M 0O0Jamanu
XapaKTEepHBIMU ~ TPHU3HAKAMHU  pacnajga IulacTU]l, TaKUMHU Kak  HaJIu4due
KOHIIeHTpU4Yecknx meMOpan (Parra-Vega et al., 2015) u HakoIUIeHUE MIACTOTIIO0Y T
(Wijk and Kessler, 2017), He pa3pyluaiuch MOJHOCTHIO J1a)Ke HA CaMbIX MO3IHUX
CTausAX CO3peBaHms Kooca. Takas 0cOOEHHOCTh CTPOCHHS TUTACTH] OTPAHHYNBACT
pacnpenefieHue MeJTaHWuHA W TPEAONpeAessieT OKPYyriayl ¢GopMy BKIOUCHHM
MmenanuHa B mepukapre (Pucynok 6). Ilpu 3TOM, B IIBETKOBBIX HYEIHIysX
HAOI0JAIOCh TOJTHOE pa3pylIeHHEe CTPYKTYpPhI IJIACTHI 1O MEpe CO3pEBaHUs
36pHOBKHM, M MEJIaHUH OBbUI pacmpeneiieH B BHUAEC OECCTPYKTYPHBIX KIETOUYHBIX
BrimoueHnid  (Mursalimov et al., 2022). O Hajauuuu TPOIECCOB JCTpaaalliu
(OTOCHHTETUYECKOTO ammapara U CTPYKTYPhl TUTACTH]I CBUACTEIBCTBYIOT TaKXKe
JTAHHBIC CPABHUTEIILHBIX TPAHCKPUIITOMHBIX HWCCIEAOBAHHWM, TA¢ B JIUHUH,
aKKyMYJIUPYIOIIEH MeTaHWuH OBbUIO OTMEYEHO CHIIKEHHUE TPAHCKPHUITIIMOHHON
AKTUBHOCTUA TEHOB, CBS3aHHBIX C TaKUMU TEPMHUHAMU TEHHOW OHTOJIOTMH Kak
«poTtocuHTe3Y, «THIAKOUY», «PoTocCHHTETHUECKass MeMOpaHay, «doTocuctema |1y
10 CPAaBHEHMIO C KOHTPOJIBHOM JUHUEU. [IpruemM, CHUKEHNE DKCITPECCUN JTAaHHBIX
T€HOB TPOMCXOJUJIO HA CTAalUd MOJIOYHO-BOCKOBOW CIEIOCTH 3EPHOBKHU IO

MOSIBJICHUS MEJIAaHUHOBOM IMUIrMCHTAWMH, YTO CBUACTCIILCTBYET O TOM, UTO IICPECXO]
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oT (OTOCHMHTE3UPYIOUIMX  XJIOPOIUIACTOB K HE(POTOCHHTE3UPYIOLINM

MeJIaHOIUTacTaM sIBIIIETCSl TeHeThuecku aeTepmuuupoBanubiM (Glagoleva et al.,

2017; Vikhorev et al., 2021).
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10 MKm

Pucynox 5. (A) ITonepeunsie cpesbl 3epeH copra Bowman (Bepxuwuii psi) u 1:BwBIpl (Hmxauit
psin) Ha MO3MHEH BOCKOBOM CTaaumu crenoctd u3 crath Shoeva et al., 2020. True colors —
peanbHOe oOkpammBanue cpe3oB, DIC+Red - auddepennmanpaas uHTEpHEPEHITHOHHO-
KOHTpPAaCTHasi MHKPOCKOIIUS ¢ KpacHO# aBTodutoopecueHnueii  xmopodpmmura, Red —
aBTo(roopecteHius xjaopoduiia. al — aneldpoHOBEIH ¢i10H, te — TecTa uiu 00009Ka 3e€pHa, Pe
— mepukapn, hu — nBetkoBas dernys. (b) Hakoruienue menanmHa u XJopoduiia B KIETKax
nepuKapra 3epHoBkr Bowman (Bepxuwuii psa) u i:BWBIpl (HwkHuUi psin) Ha mo3HEH BOCKOBOM
cTaguu cnenocty u3 cratbu Shoeva et al., 2020.
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nepuKkapn

Bowman

UuBeTKoBas vyewys

nepuKkapn

BwBIp1

UBEeTKOBaA yewysn

PucyHok 6. YIbTpacTpyKTypa IUIaCTH I B IIEpUKapIIe U LBETKOBBIX uenrysix Bowman u i:BwBlpl
Ha Pa3HBIX CTAMIX CO3pPeBaHuUs 3epHOBKHM U3 crathu Mursalimov et al., 2022. 1 — monouHo-
BOCKOBas, 2 — paHHsIsl BOCKOBasi, 3 — BOCKOBAsi, 4 — IMO3/IHsIsI BOCKOBAs CTa/IUU CIIEJIIOCTH 36PHOBKH.
Po30BbIe cTpenKHM yKa3bIBalOT Ha IJIACTOTTIOOYNbI, Toiybas CTpelka — Ha KOJIBIEBYIO
MeMOpaHHYIO CTPYKTYpy. MaciirabHas auneika — 0,5 MKMm.
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1.3. IoaudeHoI0KCHIa3bI pACTEHU I

1.3.1 Ctpykrypa U pyHKuuHN noJandeHoT0KcHaa3

[Momudenonokcunaszsl (PPO) — 310 mupoko pacnpocTpaHeHHble (PepMEHTHI
KJlacca OKCHAOpPEAYyKTa3, KOTOPhIE BCTPEUAIOTCS BO BCEX IAPCTBAX JKUBBIX
opranu3moB.  OOmuM 1 JaHHOrO  Kjacca  (PEepMEHTOB  SIBISIETCS
BBICOKOKOHCEPBATUBHBIM TUPO3UHA3HBIN JIOMEH, coJiepKaIIuii JiBa
KOHCEPBAaTHBHBIX Me/Ib-CBsi3bIBaronux gomeHa: CUA u CuB (Marusek et al., 2006).
Kaxnpiii U3 9TUX JTOMEHOB COJEPXKUT OKOJIO S50 aMUHOKHUCIOTHBIX OCTAaTKOB,
KOTOpPBIE CBSI3aHbI IMHKEPHBIM pernoHoM (okoio 100 a.o.). CUA 6onee BapuabereH,
yem CuB, mpu stoM wm3MmeHeHus B gomeHe CUA cBsi3aHbl C CyOCTpaTHOM
cneunpuanocteio pepmenta (Tran et al., 2012). IMomudeHonokcuaaspl MOTYT
IPOSBIIATH JBA THUIIA aKTUBHOCTH: MOHO(eHoa3Hyro aktuBHOCTh (E.C. 1.14.18.1),
KaTaJM3upys o-TUIPOKCIIMPOBAHNE MOHO(MEHOJIOB ¢ 00pa3oBaHueM TU(EHOIOB U
mudenonasnyio (E.C. 1.10.3.), okucsis o-nmudenonsl o o-quxuHoHoB (Nicolas et
al., 1994). 3areM o-AUMXWUHOHBI KOO TMOABEPrarwTCs HEPEPMEHTATUBHOU
MOJINMEPHU3AIINH, JTMOO0 B3aUMOACHCTBYIOT C IPYTUMH COCIUHEHUSIMHU, TAKUMH KaK
THOJIBI, aMUHOKHCIIOTHI, IENTHABI C 00pa30BaHUEM OKPAIICHHBIX TTPOTYKTOB; JINOO
MOTYT MEJJICHHO B3aMMOJICHCTBOBATh C BOJIOM, B pe3yjbTaTe 4ero oOpas3yroTcs

TpU(EHOJIBI WIIH MPOUCXOAMT BOCCTAHOBJICHHE JI0 MCXOAHBIX (eHOJIOB (PrcyHOK 7)

(Nicolas et al., 1994).
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Pucynok 7. Peakuuu, karanusupyemsbie nomdenonokcunazou (A u B), u peakiuu o-xuHona (1-
6) o Nicolas et al. (1994). bnaromapss MmoHO(heHOIA3HOW (MM KPEe30JIa3HOH) U Tu(eHOIA3HON
(nnm karexoJyia3Hoi) akTUBHOCTSIM PPO ruapoKCcHIIMpyroT MOHO(EHOIIBI 10 0-TU(pEHOIOB (A) U
BIIOCJICJICTBUU OKHUCIISIOT O-AU(PEHOJIBI 10 0-XUHOHOB (B), cootBeTrcTBeHHO. OOpa3yrouecs o-
XMHOHBI MOT'YT pearupoBaTh C JPYroi MoJieKyIoi (eHosa ¢ 00pa3oBaHuEeM AUMEPOB UCXOTHOTO
¢denona (peakuus 1). DT AUMeEpHI ¢ O-AUPEHONBHON CTPYKTYPOIl MOTYT OBITh OKHCIIEHBI JINOO
(dbepMeHTaTUBHO, TMOO IPYTUM O-XMHOHOM J0 TEMHOOKPAIIEHHBIX MOJIMMEPHBIX COEIMHEHHH.
[Tyrem HykI€0()UIBHOIO MPUCOETUHEHNUS O-XWHOHBI MOTYT B3aWMOJIEHCTBOBAaTh C THOJOBBIMU
rpynnamMu (peakuust 2) WIM aMUHOTPYNIaMH aMHHOKUCIOT WJIM HenTHIoB (peakuus 3), B
pe3yibTare 4ero o0pa3yroTcsi COEJMHEHUs ¢ 0-JU(PEHONBHOM CTPYKTYpOH, KOTOPbIE MOTYT OBITh
JIOTIOJTHUTEIBHO OKUCIIEHBI (JJAKKAa30M MM KMCIOPOAOM) MIIM PEArUpYIOT ¢ U30BITKOM O-XUHOHOB
¢ o0pa3oBaHHEM OKpallleHHbIX MPOAYKTOB. IIpu 100aBiIeHHUH BOJIBI MPOUCXOIUT OOpa3OBaHHE
TpU(EHOI0B, KOTOPBIE MOTYT ObITh OKHcIeHbl PPO miin 0-xuHOHamMu ¢ 00pa30BaHUEM I-XUHOHOB
(peakuust 4). B pesynbraTe peakuuu ¢ aCKOpOMHOBOM KMCIOTOW WM Cylb(pUTaMU TPOUCXOAUT
BOCCTaHOBJIEHHE UCXOHOT0 (peHona (peakuus 5). Bee peakuuu sBistoTcs He(hepMEHTaTUBHBIMH,
3a HCKITIOUEHUEM peakiuid ¢ makka3oi u PPO. AA-NH* — aMHHOKHCIIOTHI WUIM TTENTHIBI; ASc A—
ackopOuHOBasi kuciora; R’-SH— mainble THOJOBBIE COENMHEHUs (HampUMep, LUCTEHH WU
TJIyTaTHOH).

[Nonudenonokcuaassl pa3HbIX BUOB PACTEHUH MOTYT IPOSBIISATH PA3IUUYHYIO
cyOcTpaTHyIO crienuduIHOCTh, a Takke M1 pa3Hbix PPO xapaktepHbl pa3nuuus B
ONTUMAJIBHBIX TEMIIepaType u PH, pu KOTOpbIX (PepMEHT NPOSBIIIET HAUOOIBITYIO
aktuBHOCTH (Jukanti, 2017). B nesnom, depmentsr PPO sBIISIOTCS aKTHBHBIMH B

noBosibHO mupokoM crektpe PpH 4,0 — 8,0, ognako, ontumanbsHble 3HaYeHus pH
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MOTYT CYIIECTBEHHO BapbHpOBaTh KaK MEXAy BUAAMH, Tak W Ay pasHeix PPO
BHYTpu oaHoro Buja. K mpumepy, PPO GaknakaHa aeMOHCTpUpPYET HIUPOKUM
ontumyM pH B 3aBucuMOCTH OT MOHO(EHOIA3HON WK AU(PEHOTA3HOM AKTUBHOCTH
dbepmenTa. B cmydae MoHO(EHOMA3HONW aKTUBHOCTH HAOMIOAANICS OoJiee MUPOKUH
nuanasoH ontumyma pH (5,0—6,5) npu ucnonb3oBaHUU B Ka4ecTBE CyOCTpaToB 4-
METHJIKaTeXoJla U TPeT-OyTHIIKaTexoa, TOrAa Kak Ay JudeHOoIa3H0N aKTUBHOCTH
HaOMofalics eIMHUYHBIN MakcuMyM pH 7,5 mpu ucnonb3oBaHUU M-Kpe3oJia B
kauecTBe cyOctpara (Pérez-Gilabert and Garcia Carmona, 2000). C npyroi
ctoponbl, PPO BuitHu 1 KITyOHUKH UMEIOT y3Kuid ontuMyM pH ~4,5 1 ucnons3yior
B KauecTBe cyOcTpara 4-metuikarexon (Wesche-Ebeling and Montgomery, 1990).
Jna PPO TBepmoli M MATKOM NIIEHWIBI, KOTOPBIE MCHOJB3YIOT B KadeCTBE
CyOCTpaToB KaTexoll M 4-METUJIIKaTeXos, ONTUMAaJIbHBIMU SIBISIIOTCS OoJiee
HelTpanbHbie 3HaueHus pH — 6,5 u 6,9, coorBercTBenHo (Altunkaya and Goékmen,
2012; Interesse et al., 1980). TemmeparypHbiii onTumMym aktuBHOCTH PPO
BapbHUpYyET B IKUPOKOM auamna3zone oT 15°C no 65°C u otnuyaercs y pa3HbIX BUJIOB
pacTeHul, a TAKXKE 3aBUCUT OT CyOCTparTa, ¢ KOTOPbIM B3aUMOJAECHCTBYET (hepMEHT
(Jukanti, 2017). Hampumep, monmdeHoIOKCHIa3a MIUIIOBHUKA MPOSBISAET OoJjiee
HU3KUHW TeMIIEpaTypHbIN ONTUMYM, BCTyNasi B peakiuio ¢ TueHoTaMu, TAKUMHU KakK
karexon (25°C) um Tpudenomamu (muporamwton;, 15°C) um Oornee BBICOKUU
TEMIEPATYPHBI ONTUMYM pearupysi ¢ MOHO(EHOIbHBIMU CyOCTpaTaMH, TaKUMHU

kak tupo3uH (65°C) u n-kpe3ou (60°C) (Sakiroglu et al., 1996).

PPO pactenmii yuacTBYIOT B OTBETE€ Ha MOPAHEHUS, MHBA3HUIO HACEKOMBIX,
MaTOreHOB U Ha Jpyrue OMOTHYECKHWE M aOMOTHYECKHE CTpecchl. B pesynbTaTe
HapyIIeHNs KJIETOYHON KoMnapTMeHTanu3anuu, pepmentsl PPO, nokann3oBaHHbIE
B IUTACTHUIAX, BCTYMalOT B peakinuio ¢ (EHOJbHBIMH  CyOCTpaTamu,
JOKaJM30BaHHBIMA B BaKyousix. [Ipm 3TOM MPOUCXOIUT OKHUCICHHWE MOHO- H
TU(GEHONIOB 10 BBICOKOPEAKTUBHBIX JTUXWHOHOB, KOTOpBIE MOJMMEPHU3YIOTCS C
00pa3oBaHMEM YEPHO-KOPUYHEBBIX MenaHWH-on00HbIX coenunenuit (Nicolas et
al., 1994). JlanHblii mpolecC MOJYYHJI Ha3BaHHE «peakius (HEepMEHTATHBHOIO

noreMHeHus»  (enzymatic  browning reaction). I[lomuMo HeEXeJIaTEILHOTO
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MOTEMHEHUSI MPOAYKTOB, JTUXUHOHBI, 00pa3yIOLIUECs B XOJ€ PEaKIUU CIIOCOOHBI
KOBAJICHTHO MOIU(HUIMPOBATh aMHUHOKHUCIOTHI W Oenku kietku (Mason and
Peterson, 1965), a Ttakke BBI3BIBaTH BBHIOPOC AKTHBHBIX (DOpPM KHCIOpOJA,
TOKCUYHBIX JJIsl TMAaTOT€HOB. AKTHUBHBIE (POPMBI KHCIOPOAAa WHAYLUUPYIOT T€HBI
MMMYHHOI'O OTBETa PACTEHUN U YBEIMYMBAIOT 0Opa30oBaHHE JIMTHUHA, U3MEHSIOT
ctpyktypy HAHK, oxkucnsior ¢peHoabHbIe COSAUHEHUS, JIUMUIBI U OCIKH, HapyIIas

az:cop6umo B HHHIGB&pHTGHBHOﬁ CUCTEMC HACCKOMBIX U TPAHCIIOPTHBIC ITPOLICCCHI

(Yoruk and Marshall, 2003).

[Tockosmbky PPO BBI3BIBAIOT HEXENATENbHOE IIOTEMHEHUE HPOIYKTOB,
OKa3bIBasl CyIIECTBEHHOE HEraTMBHOE BIMSHHUE HA X NOTPEOUTENbCKUE KayecTBa,
noJM(EHOJIOKCUAA3bl SABISIOTCA OJHUMHU M3 HauboJiee MHTEHCUBHO M3y4YaeMbIX
depmentoB pacrenuid (Jukanti, 2017). B mociemHee Bpemsi MOSIBISIOTCS HOBBIC
JaHHbIE O JPYTUX BO3MOXKHBIX QyHKIUsAX PPO, moMumo 3alUTHBIX (YHKIMM Tpu
MEXaHUYECKOM HapyILICHWH LIEJIOCTHOCTH TKaHel pacteHuil. K mpumepy, HOkayT
€IUHCTBEHHOTO TeHa, koaupyromero PPO y rpernkoro opexa, mpuBen K NOSIBICHAIO
TEMHBIX HEKPOTUYECKUX MSATEH Ha JIMCThAX, YTO OBLJIO CBSI3aHO C HapylLICHHEM
MeTaboJiM3Ma THPO3WHA M HAKOIJIEHUEM TOKCHYHOTO COEAMHEHUS THUpAMHUHA B
kiaetkax (Araji et al., 2014). YV kaprtodenst, HokayT reHOB PpO Takke okasal
CYUIECTBEHHOE BJIMSHUE Ha (EHONbHBIH MeTadonMu3M, 4YTO TMPHUBEIO K
MOBBIIIEHHOMY  HAKOIUIEHUIO  KOHEUYHBIX MPOAYKTOB IyTH OHMOCHHTE3a
(eHWINPONaHoONI0B B MYTAHTHBIX JIMHUSAX MO CPaBHEHHUIO C JUKUM THUIIOM, U
MOBBIIIIEHUIO WX ycroiuuBoctu K (utodroposy (Llorente et al., 2011, 2014). C
JIPYTrOM CTOPOHBI, CPABHEHNE MYTAaHTHOM MOMYJIALIMM KPACHOTO KJIEBEPA C HU3KOMU
akTUBHOCTBIO PPO B JHCTBIX ¢ MONyJALMENd JMKOrO TUNA MOKA3aJlo, YTO
OTCYTCTBUE TOJIU(PEHOJOKCUIA3HON AaKTUBHOCTH HE OKAa3bIBAaeT BIMSHUS Ha
HaKoIUIeHHE (DEHOJIbHBIX COEIWHEHUH, OJHAKO, CHUKAET >XKU3HECIMOCOOHOCTh U
ypoxkaiiHocTh pactenuit (Boeckx et al., 2017). ITockonbky PPO nokamusyercs B
XJIOPOILIACTaxX, TO 00CYKAaeTCsl BO3MOKHAs pOJib MOIU(PEHOIIOKCH Ia3 B IIpoLiecce
dotocuHTe3a M 3amuTe (POTOCMHTETUYECKOTO ammapara OT IOBPEXKICHUN B

yciaoBusx abuornueckoro crpecca (Boeckx et al., 2017).
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1.3.2 I'enbl moIU(eHOJTOKCHIA3 PACTEHUI

I"ens1, kogupytomue PPO y pacTeHuiA, MOTYT CYIIECTBEHHO OTINYATHCS APYT
OT Jpyra 1Mo CTPYKType, HO KOHCEPBATUBHBIC YYACTKU, KOAMPYIOUTUE MEIIb-
ces3eBatonie  omeHbl CUA m  CuB, N-koHIEBOW TpaH3WTHBIN TMENTH],
HeoOXouMBbIN J1s 3akperuieHuss PPO Ha BHyTpeHHeW meMOpaHe Tuiakou10B, u C-
KOHIICBOW JTOMEH OOBIYHO COXPAHSIOTCS Yy aKTUBHO TPAHCKPUOHMPYIOIIUXCS TCHOB
(Pucynoxk 8) (Tran et al., 2012). Pasmep cemetictB renoB PPO MokeT CyIeCTBEHHO
BapbHUPOBATH Yy Pa3HbIX BUIOB, nocturas 13 renoB Ppo y mxa Physcomitrella patens
u 11 reroB y cou (Glycine max) u Tomosst (Populus trichocarpa) (Tran et al., 2012),
Wik OBITh TNPEACTABICHHBIM CIMHUYHBIM T'€HOM, HamlpuUMep, y TPEIKOro opexa
(Juglans regia) (Araji et al., 2014), 1100 MOTyT IOJHOCTHIO OTCYTCTBOBAThH B
T€HOME pacTeHus, Hampumep, PpO He ObUIM BBIABIECHBI y apaduaorcuca

(Arabidopsis thaliana). (Jukanti, 2017).

N —] | [ CuA ] [ CuB ] | DWL | KFDV [—C
H HH HH H

Pucynok 8. Cxemarnunas crpykrypa nentugaa PPO cormacho Tran et al., 2012. Conepxur N-
KOHIIEBOH TPaH3UTHBIN MENTH (3€JIEHBIN ), OTHICTTICHHE KOTOPOTO MPOUCXOTUT MO ATAHHHOBOMY
MoTuBY (cTpenouka); nomersl CUA u CuB, copepxamue mo tpu ructuanna (H), HeoOxoauMbIx
JUIL COEMHEHMsI ¢ aroMaMu Menu; C-KOHIIeBOW JTOMEH (OpaH)KeBbIi), BKIFOUYAIOMINN JTOMEHBI
DWL u KFDV, xapakrepusie 1y PPO BeicIMX pacTeHuit.

[Tpu momoIy PuIoreHeTHuecKoro aHajin3a B 25 reHoMax pas3JInuHbIX BUJIOB
pacTeHuil OBLJIO TIOKa3aHO, YTO TaKOe pa3sHOOOpaszme B pa3Mepax CEMEHCTB IeHOB
Ppo siBisieTcst ciaeACTBUEM HE3aBUCHUMBIX TaHJEMHBIX IYTUIMKAIMM, 4TO TaKXke
MOATBEPKIACTCS XPOMOCOMHOM JoKanu3anuend reHoB PpO B BuIe KiacTepa,
XapakTepHO# a1 MHOTHX BUa0B pactenuii (Tran et al., 2012). K nmpumepy, reHsl,
KoJupytome 1oiaudeHoIoKeHIa3y y pacteHuid cemeiictBa I[lacieHoBbie

(Solanaceae), nmokanan3oBaHbl HA XpOMOCOME 8 M MMEIOT OAUH 3K30H. OIHAKO, HX
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KOJINYECTBO MOYKET BApbUPOBATh Y BUIOB PACTEHUI BHYTPH CEMENCTBA: OT 6 T€HOB
Ppo y Gaknaxkana (Solanum melongena) no 9 renos y kaprodens (Solanum
tuberosum) (Taranto et al., 2017).

V 351aK0B, KOJIMYECTBO F'€HOB, KOJUPYIOIKX PPO MOKET BappUpOBATH OT IBYX
reHoB y puca (Oryza sativa) 1o BoceMu reroB y copro (Sorghum bicolor) (Jukanti,
2017; Tran et al, 2012). ¥V pwuca, OAMH U3 TCHOB, KOAHPYIOIIUX
oy eHOJIOKCH a3y, U3BECTeH Tarkke 1oy HazBanueM Phrl (phenol reaction 1),
HapymieHre (YHKIMA KOTOPOTO CBS3aHO C TIOSBJICHHUEM (DEHOJI-HEraTUBHOTO
¢denorumna (Yu et al., 2008). Cemena puca, morpyxeHHbIC B pacTBOp (eHOJIa HIIN
TUPO3MHA TOCTETICHHO NPUOOpETaroT TeMHBIA IBET 3a cyeT akTuBHocTH PPO,
OJIHAKO pacTeHHs ¢ HepaboTarommmM reHoM Phrl He TeMHEIOT, T.€. IEeMOHCTPUPYIOT
(dbeHoNI-HeraTUBHBIN (PEHOTHIT. YYacThue B (DEHOIBHON peakIuy SBJISCTCS Ba)KHBIM
TaKCOHOMHYECKUM TPU3HAKOM JUIsI pa3IelieHUs ABYX IMOABUAOB puca. M3BecTHO,
4TO ceMeHa mojaBua indica AeMOHCTPUPYIOT (HEHOJ-TIO3UTHBHYIO PEAKIIMIO, B TO
BpeMs KaK CEMCHa IOJBHAA japonica He TEMHEIOT NpPU BO3JCHCTBUHU (eHoJia
(Morishima and Oka, 1960). ITpruem, ObLTIO MOKA3aHO, YTO JAHHBINA MPU3HAK KMEET
MOHOTEHHOE HAaCJICJIOBaHUE, U TOJIBKO OJUH U3 JIByX reHOB PPO puca ydacTByeT B

ero ¢popmuposanuu (Yu et al., 2008).

N3ydyeHne cemeicTB TeHOB MOJM(EHONOKCUIA3 y APYTHX BHUJOB 3JIaKOB
TaK)K€ HAYMHAJIOCh C KapTUPOBAHUSI JIOKYCOB, CBA3AHHBIX C (DEHOJI-HEraTUBHBIM
dbenotunom. [{ns MArkoil v TBep10il NieHUIbl (PeHOIbHAS peakus Oblja OTKPhITa
B 1922 roay u nmony4uia MMpOKOe MPUMEHEHHE KaK JIJIsl KiIacCU(UKAIIMK COPTOB,
TaK W JUJIsl ONpe/esieHNs KayecTBa 3€pHa, MOCKOJIbKY MPOJYKThI, MOJIyYCHHbIE U3
3epeH (DeHOJI-HEraTUBHBIX COPTOB, HE TEMHENM CO BPEMEHEM U JIOJIbIIIE€ COXPAHSITU
norpedureasckue kauectsa (Bernier and Howes, 1994; Murukan et al., 2018). Bewuio
MOKa3aHo, YTO JAHHBIM NMPU3HAK MMEET MOHOTE€HHOE HaclieJoBaHue, U (eHOJI-
MO3UTUBHBIA (PEHOTUIT JOMHUHHUPYET HaJ (DEHOI-HETaTUBHBIM, HCTOYHUKOM
koToporo sBisercsi A-reHom (Bhowal et al., 1969). BnocnenctBum y MArkoit

MIIEHUIIBI OBUTH BBISIBJICHBI 1IECTh T€HOB, Koaupytomux PPO, tokann3oBaHHBIX Ha
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TOMEOJIOTUYHBIX XPOMOCOMaxX BTOPOM TPYIIBI M pa3ielieHbl Ha JBE TPYIIBI
napanoroB: Ppo-1 u Ppo-2 (Jimenez and Dubcovsky, 1999; Jukanti et al., 2004,
2006). HanGonpmas aktuBHOCTh, PPO Obla cBsI3aHa ¢ reHaMH, JIOKaJIU30BaHHBIMU
Ha XpoMocoMe 2A, XOTs 7 HEKOTOPBIX COPTOB MSTKOM U TBEPAOH MIICHUIIBI ObLIa
nokazaHa akTuBHOCTh PPO, cBs3anHas ¢ GeHONBHON peakiuei, 00yCIOBICHHOM
reHamMu Ha xpomocomax 2B um 2D (Jukanti, 2017). Bonee Toro, Obuta mokaszaHa
aktuBHOCTh PPO, cBs3aHHas C JpyruMu TpYNINaMH XpPOMOCOM IIIIECHUIIbI, B

gactHocTH 3A u 4B (Jimenez and Dubcovsky, 1999).

VY sumenst (Hordeum vulgare L.), mokyc Phr takxke cBsizan ¢ pa3ButuemM
(beHOoJI-HeraTUBHOTO (PeHOTHUIIA U JIOKAITM30BaH Ha JUIMHHOM ILIeYe XpOoMOocoMbl 2H
(Takeda and Lin Chang, 1996). BaxxHO OTMETHTb, YTO B OTJIMYHUE OT MIICHHUIBI U
puca, peHOI-HeTaTUBHBIA (PEHOTHUI PEJIKO BCTPEUACTCS Y SIMCHS, U ObLI BBISBIICH
TOJNILKO y TATHIACCATH OJHOrOo oOpasna cpemud Oojee YeM JCBSATH  THICSY
POaHATM3UPOBAHHBIX 00pa3IOB KaK JTUKOT0, Tak M KyabTypHOro sumens (Takeda
and Chang, 1996). 3atem, aBa TymIMIMpoBaHHbIX reHa Ppol u Ppo2, koaupyromnumx
oM ()EHOJIOKCHIa3y, OBLIM BBIICICHHI W KapTHPOBaHBl HA JIMHHOM ILICYC
xpomocomsel 2H B nokyce Phr (Taketa et al., 2010). Beiio mokaszaHno, 4To JBa 3TUX
reHa o0J1alaloT pa3HbBIMU MATTEPHAMU DKCIPECCHH B 3€pPHOBKE siumeHst; redH Ppol
HKCIIPECCUPOBANICS B OCTSAX M IBETKOBBIX YEINIysX, B TO BpeMs Kak TeH Ppo2 Obun
TPAHCKPUIILIMOHHO aKTUMBEH B mnepukapne. IIpu 3toM, ¢ (eHonpHON peakuuen
CBsI3bIBAIOT akTUBHOCTH reHa Ppol (Taketa et al., 2010). Tem He MeHEe, MOXKHO
MPENOJIONKUTh HAIMUKME JOMOJHUTENIbHBIX TeHOB Ppo Ha xpomocomax 3H u 4H,
UCXO/S M3 JaHHBIX, MOJyUYEeHHBIX Ha JukoM sumeHe Hordeum chilense Roem. et.

Schult (Rodriguez-Suarez and Atienza, 2014).

1.3.3 Pouib mos1u¢eHO0I0KCHIA3 B CHHTE3€e MeJIAHUHA

VYuactue HOJ'II/I(I)CHOJIOKCI/II[EB B CHHTC3C MCJIaHMHA B HCIIOBPCIKIACHHBIX

TKaHSAX PACTEHUM HA JTAHHBIM MOMEHT SIBJISIETCS HEONPEAEIEHHBIM. Jl0 HETAaBHETO
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BPEMECHHM CUYUTAJIOCh, YTO HAKOIICHHE MEJaHHHA MPOHMCXOJIUT B MEKKJICTOYHOM
IpoCTpaHcTBe, (GopMupys ¢puToMenanuHoBbIi ciaoi (Pandey et al., 1989), uto
UCKITFOUaIo OblI ydacThe B cuHTe3e MenannHa PPO, mokamn30BaHHBIX B TUIACTHIAX,
W TpeAmnojaraio Obl ydacTue Jpyrux (HEPMEHTOB, OKUCISIOMUX (PEHOIBI,
HampuMep, CBA3aHHBIX C KiIeTouHoM creHkoi jakkas (Wang et al., 2015). Onnako,
JOKaJTM3aIys MEJIAHWHA B TUIACTH/IAX, SBIISIOIIUXCSI IPOM3BOTHBIMU XJIOPOILJIACTOB,
B 3epHOBKe stumeHs (Shoeva et al., 2020), cTtaBuT 1o BONpoC CBS3b MEJIaHHHA U
¢uromenannHOBOro ciyosi. dUToMENaHMHOBBIA CIOW OBUT ONKMCAH Kak YEpHBIH,
TBEP/bIM, YCTOMYMBBIN K JEUCTBUIO PACTBOPUTEIIEH MaTeprall, KOTOPBIN 3aII0JHSAET
MEKKJICTOYHBIE TTPOCTPAHCTBA MEK/Ty THIIOJCPMON B CKICPEHXHMOM B TIEpUKapIie
HEKOTOPBIX BUIOB cemeiicTBa Asteraceae (Pandey and Dhakal, 2001). Xumuueckas
CTpyKTypa (UTOMENIaHWHA JO0 CHUX TIOp He ompeaeneHa. HekoTopeie aBTOPHI
MPEIONIarafoT, YTO OH HE SIBJISICTCS MEIAHWHOM, W CUYHUTAIOT €T0 MPOW3BOJIHBIM
MOJIMBUHWIIOBEIX apoMatudeckux cnuptoB (Pandey and Dhakal, 2001; Jana and
Mukherjee, 2014). OnHako 0JHOBPEMEHHOE IIPUCYTCTBHE PUTOMEITIAHUHOBOTO CJIOSI
¥ MEJIaHWHA B CEMEHAX HEKOTOPBIX BUIOB, HAIIPHMEP, B MICITYXe MOICOHECYHUKA
(Thomas, 1955; Rogers and Kreitner, 1983; Gracheva and Zheltobryukhov, 2016),
3aTpyqHSET WX paszaeneHue. llockoimbky oOpa3oBaHME MeEJaHWHA TMPOWCXOJUT
BHYTpHKJIETOUHO B Mactugax (Shoeva et al., 2020), a BHEKICTOYHBIHA
duTOMENTAaHMHOBBI  ciioli  QopMmHupyeTcss B pe3ysbTrare  pa3pylieHUs
runoaepMaibHbIX KiaeTok (Pandey and Dhakal, 2001), M0OXHO MpeAnoNoXuTh, 4TO
CHHTE3 MeEJIaHWHa W (OPMHPOBAHHE (PUTOMEIAHMHOBOTO CJIOSI — 3TO Pa3HBIC

KJICTOYHBIC IIPOLCCCHI.

Tem He MeHee, TaHHbIE O IUIACTUAHOW JIOKAIM3ALUN MEJIaHWHA Y STYMEHS, a
TaKXe 0 MPUCYTCTBUU (eHOJIBHBIX cyOcTpaToB PPO B Xjoporutactax (Zaprometov
and Nikolaeva, 2003; Boeckx et al., 2017), mo3BoJAIOT IPEANONI0KNUTh, uT0 PPO
SIBJIIETCS. OCHOBHBIM (DEPMEHTOM, YYacTBYIOIIMM B MeJaHoreHe3e pacteHuil. O
cesi3u PPO ¢ cHHTE30M MeNnaHMHA TakKe CBUIECTEIBCTBYIOT MOJIECKYJISIPHO-
FEHETUYECKUE JIaHHbIE. Y  puca, YepHas OKpacka I[BETKOBBIX YEIIYH

KOHTPOJIUPYETCS JBYMsI KOMIUIEMEHTApPHBIMH I'€HaMH, OJWH M3 KoTopbix Phrl,
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Koaupyrommii onmudenonokcuaasy, u Bhd (black hull 4), koropsiii xomupyer
tpancrnoptep tupo3una (Fukuda et al., 2012), X0oTs CTOMT OTMETUTH, YTO TEMHBIM
IUTMEHT B CEMEHAX pHca Tak W He ObLI ONpeje/ieH KaKk MEJaHWH MPH MTOMOIIH
BBIIICOMTMCAHHBIX (PU3UKO-XUMHUCCKUX TOIX0A0B. Y apOy3a, reH, KOAMPYIOIIHii
PPO, Obu1 HemaBHO HICHTH(DUIIMPOBAH KaK T€H-KaHAWIAT, OTBCTCTBEHHBIN 3a
cunte3 MmenanmHa (Li et al., 2020). Take, MOBBIMICHHAS SKCIPECCHS TCHOB,
KOJUPYIONIMX MOJM(PEHOIOKCHIA3y, B CEMEHAX, HAKATIMBAIOIINX MEJIAHMHBI, ObLIa
BBISIBIICHA B CPaBHUTEIBLHBIX TPAHCKPUIITOMHBIX HCCIeI0BaHMIX Ha apaxuce (\Wan

et al., 2016), ssumene (Glagoleva et al., 2017) u xkymxyte (Wang et al., 2020).

3akJIIoUYeHue

TeMHas OKpacka CEMsIH SIBJISIETCS IIMPOKO PACIIPOCTPAHEHHBIM ITPU3HAKOM Y
pacteHuid. CuuTaercs, 4To TeMHas OKpacKa sIBIISIETCA aIaTUBHOM, U MOXKET JaBaTh
pPacCTEHUSIM OMpPENECTICHHbIC TPEUMYIIECTBA B YCJIOBUAX aOMOTHYECKOTO U
onoruyeckoro crpecca. [ OOIBIIMHCTBA paCTEHUN Takas OKpacka o0yclIOBIeHa
MUTMEHTaMu  (PEHOJIbBHOW  TPUPOJbI, KOTOpBIE SIBJISIIOTCS  ITPOU3BOIHBIMU
dbeHunanaHHa WIK TUPO3WHA. Y SYMEHS, MUTMEHTHI, MPUHAJJICKAIUE K TPYIINe
(h1aBOHOUIOB — aHTOLIMAHBI U MPOAHTOLUAHUANHBI, HAKAIUIMBASICh B Pa3IMYHBIX
CJIOSIX 3€PHOBKH, MOTYT MPHIaBaTh CEMEHaM ToJiyooi, PuoJIeTOBBIM WU KEJIThIN
nBer. TkaHecnmenupUYECKUd CHUHTE3 TUTMEHTOB (DIIABOHOUTHOW MPUPOJBI
HAXOJUTCS MOJ KOHTPOJEM TpaHCKpUNUMOHHBIX (hakTopoB MYB, bHLH u WDA40,
KOTOpbie 00pa3yst koMmiuiekc MBW, perynupyroT 3KCIIpecCHio CTPYKTYPHBIX TEHOB

ATOr0 METabOINYECKOrO MYTH.

B 10 e Bpems TeHETHUECKUE MEXAHU3MBI, OIPEACIIAIOIINE YEPHYIO OKPACKY
CeMsIH  pacTeHud, OOYCJIOBJIIEHHYIO HAKOIUIGHHMEM MEJIaHMHA, OCTaloTCA
OpaKTHUeCKU Heu3yuyeHHbIMU. OJHAaKo, B TOCJEAHHE TOAbl HaOMII0IaeTCs
3HAUUTEIBHBIM MpOrpecc B M3YYEHMHM MeNaHoreHe3a pacrteHuid. K depHbIM

IMUTMEHTAM PACTEHUW CTaJl MPUMEHHM TEPMUH «MEJAHWH», KOTOPBIA DPaHBIIIE
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yIOTPEOIISIICS B OCHOBHOM TOJIBKO 10 OTHONICHHIO K YE€JIOBEKY M )KUBOTHBIM, ObLITH
OTpEJENeHbl TOJAXOAbl IS DKCTPAKIMU M WACHTH(PUKAIMMU MeEIaHuHa. ITO
MOCIOCOOCTBOBANIO OKOHYATEILHOMY pa3JeleHUI0 (DJIaBOHOUJIOB M MEJAHUHOB,
OBIJIO TIOKa3aHO, YTO JIBE T TPYNILI COCTUHEHUN 001aaf0T Pa3HON XUMUIECKON
U TEHETUYECKON NpUpOJoH. DbII BBIIEIEH HOBBIM THUIl IUIACTHA, B KOTOPBIX
IIPOUCXOIUT HAKOIUIEHUE MEJIAHWHA — MEJAHOIUIACTBI, & TaKXe MPEAINOJIOKEHO
ydyactue QepMeHTa NoJu(EHOTOKCHAA3bl, JIOKAIM30BAaHHOTO B IUIACTHAAX, B

ICHCTUYCCKU JCTCPMUHUPOBAHHOM MCJIIAHOTI'CHC3C B TKAHAX paCTeHI/Iﬁ.

Y s4YMeHs, CHHTE3 MeJaHWHAa MOHOTCHHO KOHTpojmpyercs reHom Blpl,
TOYHAs JIOKaJIu3auus U (PYHKUUs KOTOpOro He Obuin omnpeneneHsl. lloatomy,
OCHOBHOM 3aJa4e€il JaHHOIO MWCCIENOBaHUA CTajl0 TOYHOE aCCOLMATUBHOE
KApTUPOBAaHUE JAHHOTO T€Ha C TMPUBICYECHUEM MaTepuaia OHUOPECYpPCHBIX
kojuiekuuii ssumens BUP u Uul’ CO PAH. TlomuMmo 3TOro, CpaBHUTENIbHBIN
aHaJIn3 HKCIPECCUU T€HOB, KOJUPYIOUINX KIHOUYEBbIe (PEPMEHTHI MyTH OMOCHUHTE3a
(eHUIIPOINaHOUA0B, B MOYTH-U30T€HHBIX JIMHUSX SIUYMEHSI B IMHAMHUKE Pa3BUTHS
KOJIOCA, MO3BOJIUT OINPEAEIUTh POJb I'€HOB JTaHHOTO METa0OJIMYECKOro MyTH B
CUHTe3¢  MenaHuHa. MaeHTudukanuss W aHaJId3  CEeMEHCTBa  I'€HOB
noJUu(EHOJIOKCUAA3 SYMEHS JaCT BOZMOXKHOCTh NpoBepuTh yuactue PPO B cunTese

MCJIaHHHA B KOJIOCC AYMCHA.
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I'/TABA 2. MATEPHUAJIBI U METO/IbI

2.1 PacrurenbHblii MaTepuall, Bbiaeaenue JJHK

Jliis acconmatuBHOTO KaptupoBanus reHa BIpl ma xpomocome 1H, a Taxke
UCCJIEJOBaHMsI BOSHUKHOBEHUS M paCIIPOCTPAHEHUs aJulesiei, CBSI3aHHBIX C YEPHOU
OKpacKoW KoJjioca, ObUIM WCIOJIBb30BaHbI 00pasmbl sumeHs (Hordeum vulgare u
Hordeum spontaneum) ¢ TeMHO# OKpacKoit 000704eK 3EPHOBKH U C HEOKPAIIICHHOM
36pHOBKOM, IOJIyYEHHBIE W3 KOJUIEKIHHM SYMEHS BCEepOCCHUCKOTO HHCTUTYyTa
reHeTHYeCKuX pecypcoB pactenuii umenu H.M. Basunosa (B1P) (232 oOpa3uoB), a
TaKKe U3 KoJuleKunu ssuMmeHsi I'eHArpo (MHcTuTyT nuronoruu m resetuku CO

PAH) (161 o6pazen). Criucok 06pa3ioB npuseneH B [Ipunoxxenun 1.

Jlis CpaBHUTENBHOTO aHaIM3a SKCIPECCHH TEeHOB, Komupytommx PPO wu
KJIFOUEBbIe ()epMEHTHI YT OMOCHHTE3a (DEHUIIIIPONIAaHOUAOB, ObLIAa HCIOIB30BAHA
noyTH-u3oreHHas jwmHus sumens 1:BwBIpl (‘black lemma and pericarp 1,
karajgoxHeli HoMep B koywiekumu NordGen NGB20470), xapakTepu3yromascs
NPUCYTCTBUEM MeEJaHWHA B I[BETKOBOM Yellye W TEepUKapre 3epHa, a TaKKe
HECyIIas BCTaBKy JOHOpHOTOo (hparmenTa Ha xpomocome 1H ot copra Jet (Druka et
al., 2011). JlanHas avHMS TOJyYeHA HA OCHOBE HEOKpaIlleHHoro copra Bowman
(‘Bowman From Fargo’, NGB22812), myTeM MHOTOKPAaTHBIX O3KKPOCCHPYIOIIUX
ckpemrBaHui. Jluauu ObuH Mr00e3HO TipeaocTanieHsl [p. Auapeacom bépuepom

(IPK-Gatersleben, I'epmanus).

JInst mpoBepKy ydacTHs TeHOB PPO B cuHTE3e MeTaHnHa ObLTH UCTIOIb30BaHbI
muann stamers 1677 u U004, momyuennsie u3 Institute of Plant Science and

Resources (Yuupepcuter Okasima, Snonums, http://www.rib.okayama-u.ac.jp/) u

HecyIue perieccuBHble aytenan renoB Ppol u Ppo2 (Taketa et al., 2010). Ha ocHoBe

OTHX JIMHUHM U TOYTH-U30TeHHOM nuHuM 1:BWBIP1 nonydensr nee nomynsiuu Fo:

1677 x 1:BwBIp1 (202 pactenus), U004 x i:BwBIpl (124 pacrenus).


http://www.rib.okayama-u.ac.jp/
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Jna Beinenenus JJHK pactenus BbIpamyBanuch B yCIOBHUAX TEIUIMYHOIO
xomruiekca (IIKIT JIMBP) UIlul' CO PAH ¢ 12-4acoBbIM OCBEIIICHUEM B JCHb MIPH
temriepatype 20-25°C B mepuoibl OCCHHEW M BECEHHEH BereTalluid, U B TOJIEBBIX
YCIOBUSIX celleKIMOHHO-TeHeTndeckoro konmiuiekca WMIulm CO PAH B nepuon
JETHEH Bereralnuu, a Takke B KiIuMaTudeckoil kamepe «Rubarth Apparate»
(RUMED GmbH) ¢ 12-yacoBbeiM ocBenieHneM B ieHb ipu Temnepatype 20°C. JJHK
MOYTHU-U30TE€HHBIX JIMHUM, a TaK)Ke KOJUICKIIUN TYMEHS ObLTa BBIJICJICHA U3 JIUCTHEB,
cornacHo mpouexaype, onucannoi Plaschke et al. (1995). [ns xaxmoro obpasma
KoJuiekui suMens Boigenenue JJHK npoBoauinocs myteM 00beuHEHNS MaTepuaa
U3 TISITH PACTEHUM; NIl TEHOTUITUPOBAHMS PaCTeHUI B momysiiusix F» Beiienenue

I[HK IMPOBOAUIIOCH HHINBUAYAJIbHO N3 KaXXKI0I'O paCTCHUA.

2.2 ®eHOTMNIMPOBAHUE 00PA310OB C TEMHOI OKPACKOH 3epPHOBKH

JUist Bcex wuccaeayeMbIX O0Opa3loB SIUMEHS MPOBOAMIIOCH BU3YalbHOE
ONpPENEICHNE OKPACKM 3€pHOBKH. Omnpenensuicss HBET LBETKOBBIX YEIIyH IS
IJIEHYAThIX 00Pa3LoB U I[BET IEpUKAapIIa y F0JIO3epHBIX 00pa3LoB. B ciayyasx, korna
BU3YyaJlbHOE OIPEJCIIEHUE OKPACKH ObUIO 3aTPyIHUTENbHBIM, MUTMEHTAIUIO
3€pHOBKH OLICHHBAJIA HE TOJBKO B 3PEJIOM 3€pHE, HO U B IIPOLIECCE €0 CO3PEBAHUS
W pa3BUTHs OKpacKku. JIJisi yTOUHEHUsS] MUTMEHTHOIO COCTaBa 3€pHa MPOBOIMIUCH
KayeCTBEHHbIC pEaklMU Ha aHTOLMaHbl M MenaHuHbl. s sroro, mo 10 3epen
KOKJIOTO 00pa3lia M3MENbUYaJuCh MPU TMOMOIIM PYYHOM MEIbHULBI, 3aTE€M K
HaBeckaM 1o 0.2 r goOasmsnmu mo 1 mun 1% pactBopa HCI B Meranone ains
AKCTPAKIMU aHTOIMaHOB U 2% pactBop NaOH mist onpenenenust menaHuHoB. B
cily4ae IpUCYTCTBUS aHTOlMaHOB, pacTBop HCl B MeTaHosne mpuoOpeTan po30oBblit
I[BET, a B Cllyyae NMPUCYTCTBUS MEITAHUHOBOB HAOIIOAATIOCH TOYEPHEHNE pacTBOpa

npu uakyoammu ¢ NaOH.
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2.3 Pa3padorka IIIIP-mapkepoB U reHOTUIIMPOBAHNE

2.3.1 In silico anam3 HyKJI€OTHIHBIX MOCJIEA0BATEILHOCTEN 1
pa3padorka IIL{P-mapkepos

[Touck moauMopdHBIX Y4acTKOB TeHOB U3 JIokyca Blpl mpoBoaumics B cemu
TEHOTHUIIAX STYMEHS: IBa TEHOTHUIA C YEPHOU OKPACKOM 3€pHA U JIBAa HEOKPAIIEHHBIX
reHOTHIIa, onmyOmkoBaHHbIX Long et al., 2019, a Takxke TpU OTCEKBEHHPOBAHHBIX
reHotuna: Bowman, Morex wu Barke, nmoctymueix ©Ha IPK Gatersleben

(https://webblast.ipk-gatersleben.de/barley ibsc/). MHOXeCcTBEHHOE BRIpaBHUBAHHE

MOCJIEA0BATENBHOCTEN MPOBOAUIIOCH ¢ moMoibto nmporpammbl MULTALIN 5.4.1
(Corpet, 1988). [y pa3paboTKH MapKepoB K BEIOpAHHBIM MOJUMOP(HBIM caliTam
ObL1a HCTI0JIb30BaHA rporpamma IDT PrimerQuest

(http://eu.idtdna.com/PrimerQuest/Home/)  Tabauima ¢  XapaKTepUCTHKAMH

npaiimepoB npuBeseHa B [Ipunoxenun 2.

2.3.2 'eHoTHNIHPOBaHME KOJUIEKIIHI H KapTHpoBaHue reHa Blpl

I'eHOoTHIIMPOBaHKE KOJUIEKIIUM STYMEHS C YEPHOU OKPACKOM U HEOKPAILIEHHBIM
36pHOM TMPOBOJWIOCH C HcHoib3oBaHuemM wMetona IIIP ¢ mnocnexyronmm
pa3iesieHheM NPOJAYKTOB B arapo3HOM Telie, a TaKKe C IOMOIIbI0 aJllelb-

cnenuduynoii I11{P B peaibHOM BpeMeEHHU.

[P mpoBoamnm B o0beme 20 Mk, coaepskameit 100 ar JITHK-maTpuisr, 1X
[THP oydep (67 MM Tpuc-HCI (pH 8.8), 1.5 MM MgCl2, 0.01% Tween 20, 18 MM
(NH4)2504), o 0.2 MM kaxaoro ntHT®, no 0.25 mxM npsimoro u oOpaTHOTO
cnenuduyeckux mpaiimeposn, 1 ex. Tag JJHK-momumepassr (Helicon, Mocksa), B
cienyronux ycnousix: — 1 mus 50 cex npu temmnepatype 94°C, nenaryparus — 30
cek ripu 94°C, omxur matpulsl ¢ npaiiMmepamu — 30 cek ripu 55°C , nonumMepuzanus
— 45 cex npu 72°C, konuyecTBoO MUKIOB —45, noctpauBanue [TLP-dpparmenToB — 5

MUHYT Tipu 72°C. XapakTEpUCTUKU HCIOJIB3YEMBIX MPAMEPOB MPHUBEIEHBI B


https://webblast.ipk-gatersleben.de/barley_ibsc/
http://eu.idtdna.com/PrimerQuest/Home/
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Tabmume 1. Busyanmzammst npoayktoB TP mpoBomunace B 3% wm 5% HR
arapoznom rene (HR Agarose PCR Grade, HydraGen, NJ, USA) ¢ nmomoibto

cucteMbl JokyMmeHTtanuu reneir Molecular Imager Gel DocTM XR+ System (Bio-

Rad).

Jns  waeHTUUKAIUKA — OAHOHYKJICOTHIHBIX  MOJTUMOPPU3MOB  OBLI
UCTIONIb30BaH MeTojl ajuteb-crenuduunoii [P B peansHOM Bpemenu. K kaxmomy
U3 ameneid ObuM pa3paboTanbl 3'- cnelMHUUHBIN TpsIMON MpaiMep, a Takke
oOmmmii 0O6paTHBINA TpaliMep. [ eHOTUITUPOBaHNE KOJIICKIIUU JTaHHBIMH MapKepamu
npoBowioch Ha pudope QuantStudio 5 RealTime PCR System (Thermo Fisher
Scientific Inc., Waltham, MA, USA) ¢ ucnons3oBanuem Habopa SYNTOL SYBR
Green | kit (Cunrom, MockBa, Poccus). TloiaHas Wi YacTUYHAs
KOMIUIEMEHTApHOCTh MpaiiMepa K aMImTUUIUPYEeMOH TOCIeA0BATEILHOCTH

ompesesiach yepes nokaszareib Ct.

B kadecTBe KOHTpOJII TOYHOCTH pa3[eliCHUs allielield, a Takke s
BBISIBJICHHS aJUleliell T'eHa-KaHaumata Ha poib BIpl B KoJuIeKIuM sSUMEHS,
IPUMEHSIJICS METOJT ceKBeHHpoBaHus 1o CeHrepy. 1)1 3T0ro aMIuTH(pUIIMPOBaHHBIS
dbparmenTsl Bbiensu u3 1% arapo3Horo rens ¢ ucnosiab3oBanueM Habopa diaGene
qutst amounu JIHK u3 araposnoro renst (JuaM, Poccust). CekBeHupytoias peakuus
npoBouiIack npu nomoinu Habopa BigDye™ Terminator v3.1 Cycle Sequencing
Kit (Thermo Fisher Scientific Inc., Waltham, MA, USA) c¢ mnocienyroimieit
neTekiueil Ha kamwnisipHoM cekBeHarope ABI PRISM 310 Genetic Analyzer
(Perkin Elmer Cetus) B IIKII «I'enomuka» CO PAH.

OO0paboTka pe3ynbTaTOB TEHOTUIUPOBAHMS, BKIIOYAs TIOJCYET YACTOT
ajuiesiel B KOJUICKIUAX sTYMEHS C MEJTAaHWMHOM B 3€pHE U 0€3, onpeieieHue 3HauYeHU !
¥? u p-value mig xaxaoro mMapkepa, ObLIa BBIIOJHEHA MPU MOMOLIM IPOrPaMMEI

Haploview (Barrett et al., 2005).
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2.4 In silico anaams mociex0BaTeIbHOCTE FeHOB

[Torck TOMOJIOTHYHBIX TIOCIIEIOBATEIBHOCTEH ICHOB STUMEHSI, a TAKKE IPYTHX
BUJIOB 3JIAKOB OCYIIECTBIBUICS mpu momornu anroputMa BLAST B 6azax maHHBIX
NCBI (https://www.ncbi.nim.nih.gov/) u Ensembl Plants (c6opka reroma sameHs
IBSC v.2, Beimyck 47, https://plants.ensembl.org/index.html). MuoxkecTBeHHOE
BBIPABHUBAHKME IIOCIICI0OBATEIIBHOCTEH MPOBOAMIOCH MPH IMOMOIIU MPOrPAMMBI
MUSCLE (Madeiraetal., 2019). [Ipencka3anue CTpyKTypbl T€HOB OCYIICCTBIISIIOCH
B nporpamme FGENESH+ (Solovyev, 2004). ITouck ¢pyHKIIMOHATBHBIX TOMEHOB H
(GyHKIMOHAIbHAS aHHOTAIMS TE€HOB IPOBOIMIACH C IOMOIIBIO 0a3bl JaHHBIX
InterPro  (Mitchell et al., 2019). MonenupoBanue TPETUYHONH CTPYKTYPBI
NpeCKa3aHHBIX aMHHOKHCIOTHBIX IIOCII€AOBATEIBHOCTEH BBINOIHIIOCH IIPH
nomoniu nporpammel SWISS-MODEL (Waterhouse et al., 2018). [ nmoctpoenus
¢dutoreHeTHYECKOro JiepeBa Obliia ucmonb3oBana mporpamma MEGA X (Kumar et

al., 2018), metox Neighbour-joining ¢ 6yrctpen momaepxkoii 1000.

2.5 Anaiau3 nonyasiuuii F2, Hecymux peneccuBHbie ajiean
re1os Ppo

Jlist mpoBepKHM ydacTus TeHOB PpPO B cuUHTE3e MellaHWHa ObUIO MPOBEIAEH
aHaJIU3 MonyJisiiui Fo, OTy4eHHBIX B pe3yibTare ckpemuBanuii: 1677 x i:BwBIpl,
U004 x i:BwBIpl. OnpeneneHre MUTMEHTAIIUN IIBETKOBBIX YCIIYH W MepHKapna
3€pHOBKH IIPOBOJIUIIOCH BU3YaIbHO, XapaKTep HAacIeJOBaHUs IPU3HAKA OLIEHUBAJICS
IpU MOMOIIU KpuTepus y2. s reHoTunupoBaHust 00pa3oB ObUIH UCIIOJIb30BAHbI
npaiiMepsl k reHaMm Ppol u Ppo2 u3 crateu Taketa et al., 2010, a Takxe npaitmepsl
k redy Blpl, nokasaBiire HauboibIIee CICIUICHUE C MPU3HAKOM YEPHON OKPACKH

3epHOBKH B jaHHOM padore ([Ipmioxenue 2).



58

2.6 AHAJIM3 SKCIIPeCcCHH

2.6.1 Boigesnenue PHK

Jliis ananm3a skcrpeccun Obuia BeimesnieHa PHK muamm i:BwBIpl u copra
Bowman B kosneonTuiie, KOpHSX, JUCThIX, CTEONIAX, pa3BUBAIOIIMXCS KOJIOCKAX,
IepuKapre u nBeTKOBbIX yemysx. st Beraenenns PHK u3 xopuen u koneonrtuie
CeMEHa IMpopalluBaiu B KIUMaTudeckoil kamepe «Rubarth Apparate» (RUMED
GmbH) npu temneparype 20°C ¢ 12-tu yacoBbiM ocBemenueMm B JieHb. PHK
BBIJICIISUIM HA CTaJUU MATUAHEBHBIX POpocTKOB. [yt Beiaenenust PHK u3 nucthes,
cTeOJiel, pa3BUBAIOIINXCS KOJIOCKOB, IIBETKOBBIX UEHIYW U MEpUKapIa pacTeHUS
osun BeIpamiensl B LIKIT JIMBP WIul’ CO PAH B ycnoBusx 12-yacoBoro
ceeroBoro mHs mpu temmeparype 20-25°C. Oo6pasusr PHK u3 mmctheB Obutn
NOJYYCeHBI Ha cTaauu KymieHus (25-i naenp mocie nocea, BBCH (Biologische
Bundesanstalt, Bundessortenamt and Chemical industry) xox 22), u3 crebieii — Ha
CTaauu yaJuHEeHus ctebns (46-i1 nens mnocine mnoceBa, BBCH xox 37), us
Pa3BUBAIOIIMXCS KOJIOCKOB HA CTAJUU BBIXOJIa B TPYOKY (46-1 neHb MOCIe MoceBa,
BBCH kona 49), u3 nepukaprna 3epHa ¥ IBETKOBBIX YEHIyWd KOJOCa Ha MOJIOYHO-
BOCKOBO#1 (67-1 neHb nocie nmoceBa, BBCH kox 77) u BockoBoit (71-i neHp mocie
noceBa, BBCH kon 83) cragusix cnenoctu. O6pasisl PHK Obutn BbI€NIEHBI B TpEX
OMOJIOTMYECKUX TOBTOPHOCTSIX, KaxKJIas OMOJIOTHYECKAsl MOBTOPHOCTH MOJIydeHa
nyTeM OOBEIWHEHHs MaTepualia ¢ TpeX pa3IMyHbBIX pacTeHuid. BrineneHue
npoBoaAwiIochk ¢ nmomomipkio Habopa RNeasy Plant Mini Kit (QIAGEN, Hilden,
Germany), Bximrodas craguio oopadorku JJHKazoit | (QIAGEN RNase-Free DNase
Set). Konuenrpaunto PHK B KOHEYHOM pacTBOpe OMNpEAesUIM C MOMOUIBIO

cnexkrpodoromerpa NanoDrop™ 2000/c (Thermo Fisher Scientific Inc., Waltham,

MA, USA).
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2.6.2 IIIIP B pexxuMe peajibHOT0 BpeMeHHU

k/IHK Obu1a cuntesupoBana u3 1 mxr cymmapnoit PHK ¢ momortisio o6patHoii
TpaHckpuniuu, ucnoiab3ys (dT)is mpalimep u Habop pearenToB RevertAidTM kit
(Thermo Fisher Scientific Inc., Waltham, MA, USA). [1IlIP B pexxume peaabHOro
BpeMeHH TpoBoAwin ¢ ucnonb3oBanueM Habopa SYNTOL SYBR Green I kit
(Cunton, MockBa, Poccus) cormacHoO MPOTOKONY, PEKOMEHIOBAHHOMY
IIPOU3BOIUTENIEM. AMIUTH(HUKAIUSA OCYIISCTRILIach Ha mpubdope QuantStudio 5
RealTime PCR System (Thermo Fisher Scientific Inc., Waltham, MA, USA). B
Ka4yeCTBE BHEIIHETO KOHTPOJIs ObliIa B3sTa SKcmpeccus reHa Actin (von Zitzewitz et
al., 2005). Kaxnas peakinuss TpoBelCHA B TPEX TEXHUYCCKHX ITOBTOPHOCTSIX.
[ToncyeT OTHOCUTENBHOTO YPOBHS 3KCHPECCUU MPOBOIWIICS C IOMOILBIO METOJa
dCt (Schmittgen and Livak, 2008). JloctoBepHOCTb OTJINYHI B YPOBHSIX IKCIIPECCHU

ompenensyiach Mpu noMou Ttecta ManHa-Yutau (U-test) B mporpamme

STATISTICA 6.
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I')TABA 3. PE3YJIBTATHBI

3.1BrIsiBJIeHHE reHa-KaHAuaaTa, KOHTPOJUPYIOIIETO0 IPU3HAK qepHOﬁ
OKpPaCKH Ko0J10Ca AIMEHHA

3.1.1 Insilico ananu3 moaumopdHbIX yuacTKoB B Jiokyce Blpl u
pa3padorka IIL{P-mapkepos

Jliis BeIsIBIICHHS TeHa u3 Jiokyca Blpl, xonTposmmpyromero ¢popMupoBaHue
MeJIaHUHA B KOJIOCE STUMEHS, B JAHHOU paboTe MPUMEHSIICS METO/1 aCCOITMaTUBHOTO
kaptupoBaHus. [lms 3TOoro OBUT TIPOBENEH aHAIW3 YacTOTHl BCTPEUYAEMOCTH
noJIMMOP(GU3MOB U3 JIAaHHOTO JIOKyCa B KOJUIGKIMSIX SUYMEHS C YEpHOM U C
HEOKpAIIeHHOW  3€pPHOBKOM Uil  TOCHEAYIOIIET0  TMOWCKa  accolualnui
noJuMOop(U3MOB ¢ HaJIWYueM OKpacku. Ha nmanHblii MomMeHT B Jiokyce Blpl
npezckasad 21 ren (Long et al., 2019), npuyeM, MHOTHE U3 HUX SBJISIFOTCS TeHAMHU

¢ Heu3BecTHOU (pyHkuuent (Tabnuma 1).

Taoauua 1. [ensl, nmpezckazanubie B okyce BIpl (cormacho Long et al., 2019). I'ensr, k
KOTOPBIM OBLITIH pa3pabOTaHbl MApKEPbI, BBIACICHBI IIBETOM.
[To3umst rena Ha XpomocoMe

HasBanue rena Omcanve QyHKIMM
Hayano rena | Kownen rena

1| 537853387| 537855444[HORVU1Hr1G086680JHK-cBsi3pIBaOIINii TPAHCKPUNIIMOHHBIH (pakTOp
2 537863644 537867161|HORVU1Hr1G086690 |yOMKBHUTHH-KOHBIOTMPOBaHHBIN (hepMEHT

3| 537927379 537929246|HORVUI1Hr1G08671(rndeppeinH-2-0KCHAA3a

4 538027910 538028853|HORVU1Hr1G086750 [0Oemnok, yuacTBYHOIIMIA B CHIDKEHUM XJI0popecrmpariu 31
5| 538112693 538114398|HORVUI1Hr1G08676(03-keToanna-CoA-cunrasa 5
6

7

8

9

538129366 538130155|HORVU1Hr1G08678(¢ynkuns Heus3BecTHA
538135107 538135937|HORVU1Hr1G08679( ¢ynkunst Heu3BecTHA
538165644 538167079|HORVU1Hr1G086810 |rubeppesms-2-okcHaasa
538354329 538354592|HORVU1Hr1G086850 |dyskims HensBecTHa
10 538376764 538378072|HORVU1Hr1G086870 |¢yHkims Hem3BeCTHA
11 538382554 538386693|HORVU1Hr1G086890 |B-dpyxrodypanosunaza
12 538390618 538391311|HORVU1Hr1G086900 |kameMomysue-riogo0HbIil 6esok 43
13 538410294 538411437|HORVU1Hr1G086910 |¢yHkims HeM3BeCTHA
14 538415191 538416824|HORVU1Hr1G086920 |mmroxpom P450
15| 538422799 538426687|HORVU1Hr1G08693( ¢popMuH-noao0HbIi GeJioK
16 538479086 538482522|HORVU1Hr1G086970 |dyHkims Hem3BeCTHA
17 538479944 538489715|HORVU1Hr1G086980 |3-me30KkcH-MaHHO-OKTYI030HATIMTUITWTITPAHC hepasza
18 538502209 538505728|HORVU1Hr1G087010 |d¢uonerosast kucnas docdarasza 27
19 538509273 538509396|HORVU1Hr1G087020 |kaspipii-3aBHCHMAast IPOTCHHKHUHA3A
20 538553991 538555536|HORVU1Hr1G087040 |mamepon Dnal
21| 538582520| 538585595|HORVUI1Hr1G087050peuenTop-nogooHasi npoTre tHKUHa3a 4
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[Touck monmuMOp(HBIX PaliOHOB oOcCymIecTBIseTcs mpu nomomu In sSilico
aHaJIM3a HYKJICOTUIHBIX MOCIEA0BATEIbHOCTEN JAHHOTO JOKYCa Y CEMHU IT'€HOTHUIIOB
ssaMeHs: nByx 4depHookpameHHeix (W1, X1) um nByx HeokpameHHbsix (Baudin,
Metcalfe) u3 cratem Long et al., 2019, a Takke y Tpex COPTOB C HEOKPAIICHHBIM
sepHoM: Bowman, Morex, Barke, reHomMHBIC TOCIIEIOBATEIBHOCTH KOTOPBIX
HaXOATCSI B OTKPBITOM jJocTyrne B 6a3e nanubeix |PK. BrisiBieHne moaxomsmimx
NoJIUMOP(GU3MOB  MIPOU3BOAMIOCH CIEIYIONUM 00pa3oM: MOCIEN0BATEIbHOCTH
T€HOB, BKJIOYas CIEIUICHHBIE C HHUMH IIOCJIEIOBATEIBHOCTH — B CPEJHEM IO
2000 mH. B 5'- W 3 -HEKOAMPYIONIMX O0JACTSIX, BBIPABHUBAIUCH [JII CEMU
BBIILIEYKA3aHHBIX T€HOTUIIOB. 3aT€M, BBIOMPAIHNCh TAKUE OJIUMOP(U3MBI, KOTOPHIE,
BO-TIEPBBIX, ObLTN TIPEICTABICHBI, T.€. HA0IIOIaICh XOTS OBl B IBYX T€HOTHUIIAX, U,
BO-BTOPBIX, ObUIH YAOOHBI 17151 AETEKIUU ITPU IOMOIIIU 3JIEKTpoopes3a B arapo3HOM
reiie (MHCepuuu/nenaenuu oT 6 1mH. W 0Oojiee) WIM NpU TOMOIUIM aJuIelb-
cneuuduynoit I[P (omHoHykIeoTHIHBIE 3aMmeHbl). Jlajiee K BBIOpAHHBIM
noamuMop(dHbIM  yyacTkaM  Obuin  paspaboransl  [II[P-mapkepsr  ans
TeHOTUITUPOBAHUS KOJUIEKIIMI YEPHOTO W HEOKPAIIEHHOTO siuMeHs. i neTekuuu
uHCcepluit/aenennii Obu MoAOOpaHbl MpaiMepsl, (PIaHKUPYIOLIME BBIOPAHHBIN
noauMop(hu3M, HO MPH 3TOM CaMHU TMOCJIEI0BAaTEIbHOCTH TMpaiiMEpOB SBISIIHNCH
KOHCEPBATUBHBIMU I BCEX CEMU T'€HOTHUIIOB. JIJIsl ETEKIIMU OTHOHYKIICOTHIHBIX
noJIMMOpGU3MOB ObUTH pa3paboTaHbl MpaiMepsl CO CrieU(PUIHBIM 3 -KOHIIOM JIJIst
KOKIOTO amienss W o0muil oOpaTHbId mpailmMep, HeTEKUHsl pe3yIbTaToB
MPOBOAWIIACH TIPU TTOMOIIM asuienb-crieruduunoit [P B peasibHoM Bpemenu. s
JTaTbHEHIIero aHaiu3a HCIOIb30BaIUCh TOJIbKO OuanmenbHbie [ILIP-Mapkepsi,
KOTOpbIE 3aTeM ObLIM YCIOBHO 0003HaueHnl OykBamu A u B. Eciu B xone
TCeHOTUIIMPOBAHUS KOJUICKIMI BBISBISUIMCH JOIOJHUTENBHBIE ajuleid, TO TakKue
MapKepbl HCKITIOYAINCh U3 JalbHENIIero aHaiu3a. B urore, Oblin BBIOpAaHbI IEBATH
[TIP-mapkepoB: mecTs ObLIM pazpaboTaHbl B XOJE AAHHOW pabOThl, a TaAKXKE TpU
InDel mapkepa Obutu BbIOpaHbl U3 ctatbu Long et al., 2019, kotopsie 1eTUKOM

oxBaTbIBaIoT JIokyc BIpl. Xapakrepuctuku MapkepoB npuBeacHbI B Tadmurie 2.
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Taoauma 2. Xapakrepuctuku [II[P-mapkepoB. Mapkepsr MC 1570156, MC 42987,
MC 488351 B3stel u3 cratbu Long et al., 2019.

Ho3unms 3'-koHIAa MPAMOro O0o3HaveHHe ajnenei
Ha3Banue rena/mapkepa .

npaiimepa Ha xpomocome 1H Aneas A AJLtean B
MC_1570156 537854953 ﬂgﬁ;ﬂm HeT JieNenu
HORVU1Hr1G086710 537930267 ’fgﬁ;ﬂm HeT JeMeluH

neenus

HORVU1Hr1G086760 538112126 15bp HET AeJIeIUU
HORVU1Hr1G086780 538129479/538129481 SNP: G SNP: C
MC_42987 538130584 i‘gﬁ;ﬂm HeT JieNeru
MC_488351 538131255 jgﬁ;”“" HeT JeMeluH
HORVU1Hr1G086790 538135113 ggﬁ‘;ﬂm HeT JeMemyH
HORVU1Hr1G086930 538426060 HeT JeNeluH ﬁg‘;““"
HORVU1Hr1G087050 538583765 HeT JieTeruH fgﬁ;ﬂm

3.1.2 Tloa6op u TeCTHPOBAHUE PACTUTEIbHOI0 MaTepuaJia sl
aCcCOLMAaTHUBHOI'0 KAPTHPOBAHUSA

JInst mpoBeneHWsT aCCOIMATHBHOTO KapTwpoBaHus rTeHa BlIpl Obuio
HEOOXOUMO MOoA00paTh JAOCTATOYHOE KOJMYECTBO OOpPA3IOB SUMEHS C UYEpHOM
OKpPACKOM 3epHa U C HEOKPAILIEHHBIM 3€PHOM, a TAK)Ke YOeTUTHCS B TOM, UTO YEpHast
OKpacka o0yclioBJI€Ha HMEHHO MEJITaHMHOM, a He APYTUMHU MUTMEHTaMH (DEHOJIbHOM
OpUPOABl — aHTOLMAaHAMM W IPOAHTOLUMAaHWIWHAMU. Enie OJHMM Ba)KHBIM
KpUTepueM Imoadopa MaTepuanga Obula €ro TEeHETHYecKas pPa3sHOPOIHOCTS,

HIOJpa3yMeBaroIas pa3InuHOE reorpaduueckoe MPOucXokIeHre o0pasIioB.

OcHOBHYIO 9acTh 00pa3lloB ¢ HEOKPAIIEHHBIM 3€PHOM COCTaBHJIN OOpa3Ilbl
u3 kosuekuu staumenst Uul™ CO PAH, a oOpa3iibl ¢ TeMHOM OKpacKol 3€pHOBKHU
ObUIH MOJY4YEHBI IPEUMYILECTBEHHO U3 Kosutekuuu sumens BUP. Takum o6pazom,
JUTsL TallbHEWIero ananusa Obuto BhIOpaHo 232 obpasma u3 kosuiekiuu BUP,
BKJTItoYas 6 00pasnos aukoro ssumens (Hordeum spontaneum Koch.), u 161 o6pa3en
n3 komnekuuu UIul” CO PAH.
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Jlis  yTOUHEHUST TMUTMEHTHOTO COCTaBa 3€pHa ObUIM  HCIIOJIBb30BAHbI
Ka4eCTBCHHBIC peaKkIny Ha aHTolmaHbl U MenanuH ([Ipunoxenue 3). B kauectse
KOHTPOJISI OBUTM B3STHl TOYTH-M30TEHHBIE JMHUM SYMEHS C H3BECTHBIM
NUTMEHTHBIM COCTaBOM. Pe3ynbTaThl (heHOTUNHpOBaHHS OOpa3lOB C MOMOIIBIO
Ka4eCTBEHHBIX pEaKIUil MpeACTaBICHbl B TaONWIE C ONUCAaHHEM MaTepuaa.
OnHako, Ba)KHO OTMETHTb, YTO MPHU J00AaBICHUH LIEIOYH MPOUCXOAUT OKUCICHUE
HE TOJIBKO MEJIaHMHA, HO ¥ MPOAHTOIMAHUINHOB, HAKATUIMBAIOLINXCS B CEMEHHOU
000JI0OUKE W B HOPME BCEr/a MPHUCYTCTBYIOIIMX B 3€pHE SUMEHS, MOSTOMY
oTpesieNieHNe MPUCYTCTBUS METTaHIMHA TT0 MHTEHCUBHOCTH MOJIYY€HHOTO PacTBOpA B
HEKOTOPBIX CIy4asX MOXKET ObIThb 3aTpyJHEHO. B Takux ciydyasx NpOBOIWIN
HaOJIoIeHne 3a TOSABJICHMEM U Pa3BUTHEM OKpPAaCKUW 3E€pHOBKH B Ipoliecce
co3peBaHus Kkojioca. [loCKoNbKYy TMOSBIEHHE AaHTOLMAHOBOM W MEJIAaHHMHOBOM
OUTMEHTAllMU Yy SIUMEHS MPOUCXOISAT Ha Pa3HbIX CTAAMSIX CIEJIOCTH 3epHa —
MOJIOYHO-BOCKOBOM M pPaHHEHl BOCKOBOH, COOTBETCTBEHHO, TO TakKuM 0Opa3oM
MOKHO OIIPENEIUTh OOYCJIOBJIE€HA JIM TEMHAas OKpPacKU 3€pHOBKU TOJBKO
aHTOIMaHAMH, HAKaIUTMBAIOMIMMHCS B TIEPUKApIE 3€pHA W/UIM B aJICHPOHOBOM
CJIO€, MJIK COBMECTHBIM HAKOTJIEHUEM aHTOIIMAHOB M MEJTAaHMHOB. TakuM 00pazom,
UCHIONB3Ysl JaHHble Meronbl, s 207 o0pa3uoB sYMeHs ObUIO OMPEIENICHO
NPUCYTCTBHE MEJIaHWHA B 000JI0YKax 3epHa, a A 186 o0pa3uoB ObUIO MOKAa3aHO

€ro OTCYTCTBHE.

3.1.3 I'eHoTUNUpPOBaHHE KOJLUIEKIIUM U NMOUCK ACCONUALMI €

YEPHOH OKPACKOH KO0JI0CA

Jlns manpHEHIero aHajay3a U3 0ToOpaHHBIX 00pa3ioB OblIa BeieaeHa JJHK
nyTeM OOBbEAMHEHUS] MaTepHrasia U3 MATH PACTCHUN JJISl UCKITIOYEHUS BO3MOXKHOM
HEOHOPOHOCTH BHYTpH oOpasna. ['eHoTunupoBaHue KOJIJIEKIIUU TPOBEACHO JIJIst
nessatu [11[P-mapkepoB, ykazanabix Bbimie. B Tabmuiie 3 mpuBeneHb 4acTOTHI

alieneil g KaXJIOoro M3 MapKepoB B TPYINAX OKPAIIEHHOTO (YEpHbIE) U
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HEOKpalieHHOro (0enpie) SUYMEHs B TEHOTHUIIMPOBAHHBIX 00pasmax, a TakKkKe 3TO

OT06pa}KeHO C IIOMOIIBIO CXCMEI B HpI/IHO)KeHI/II/I 4,

Tabauua 3. YactoTs! asienei B o0pasiiax ¢ 4epHou u 0e10i OKpacKoii KoJoca.

Ha3Banue rena/mapkepa | % reHoTHNMPOBAHHBIX 00pa3L0OB Hepupie beapre x2 p-value
A% |B% | A% | B%

MC_1570156 95,9 4,5 955 | 42,9 | 57,1 | 159,704 | 1,313*10-36
HORVU1Hr1G086710 92,1 100 0 66,7 | 33,3 | 154,862 1,5*%10-35
HORVU1Hr1G086760 97,5 15 98,5 | 78,7 | 21,3 | 485,242 | 1,546*10-107
HORVU1Hr1G086780 94,4 0 100 | 96,1 | 3,9 | 679,981 | 6,745*10-150

MC_42987 96,2 1 99 40,7 | 59,3 | 191,88 1,235*10-43

MC_488351 92,1 0,5 99,5 | 57,2 | 42,8 | 302,873 | 7,796*10-68
HORVU1Hr1G086790 93,9 45,7 54,3 0 100 | 215,918 | 7,027*10-49
HORVU1Hr1G086930 98,2 100 0 85,7 | 143 | 62,495 | 2,671*10-15
HORVU1Hr1G087050 90,8 27,3 72,7 | 39,3 | 60,7 | 11471 7*10-4

BaxHO OTMETHUTB, 9TO I KOXKIOTO U3 MapPKEPOB aJlJIeN b OBLT ONPEACIICH HEe
JUISL BceX 00pas1ioB, HO He MeHee, ueM 111 90% 06pa3oB. IT0 0OBSICHAETCS TEM, UTO
aJIJIETN, KOTOPBIE OMPEACISUINCh KaK «TeTePO3UTOTHD) HCKIIOYAINCH U3 OOIIETro
aHaM3a, TOCKOJIbKY MaTepuall KOJUICKIUH SIBIISIETCS HEOJHOPOJHBIM U MOXKET
coJiep>KaTh MPUMECH.

N3 Tabmumpl BugHO, uTo aymenn Mapkepa k reny HORVU1Hr1G086780
HanOoJiee CBS3aHbI C HAJUYMEM WJIM OTCYTCTBHEM YEpPHOM OKpacKu KoJioca, 1o
CPaBHEHHMIO C OCTaJIbHBIMU. Y JaHHOTO Mapkepa ajuienb A mpencrasieH B 96,61%
0o0pa3LoB ¢ HEOKpalleHHbIM KojocoM, a amienb B B 100% oOpa3uoB ¢ yepHoi
OKpackoil kojoca. Cpenu nmpoaHaATIM3UPOBAHHBIX 00pA3IOB MO TAHHOMY MapKepy
HECOOTBETCTBUE ajiesisi U (eHOTUIIA HAOII01alIOCh TOJIBKO Y ceMU 00pasIoB, s
KOTOPBIX OBUT BBISBICH ajjienb B, HO mpu ATOM HanuyWe MelaHWHAa HE ObLIO
ompesieneHo. Takoe HeCOOTBETCTBUE MOXKET OBITh CBA3aHO C HEOJHOPOJIHOCTHIO
UCCIIEyeMOT0 MaTepuana, BKIIOYArOIe HaTu4ue MpuMecei B o0pasiax, a Takke
HAJIMYHUEM OTPECICHHON MOTPEITHOCTH, KOTOPBIE MOTYT J1aBaTh BBIIICONMCAHHbBIE
METO/Ibl (PEHOTHIMPOBAHUS W TCHOTUIIMPOBaHUA. TeM He MeHee, /Uil Mapkepa K

reny HORVU1Hr1G086780 wnabGmiomaercs HamOOJbllee 3HAYEHHE %> PAaBHOE
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679,981 npu HamMeHbIeM 3HaYeHUA P-value. Takum 06pa3oM, MOYKHO 3aKITFOUHNTH,

4TO JAaHHBIN y4acTok Jokyca BIpl accoruupoBan ¢ UccaeyeMbIM IPU3HAKOM.

3.2 Amnamau3 resa HORVU1Hr1G086780 — kanauaara Ha poab Blpl

3.2.1 Onpenesienne CTPYKTYPbI U QyHKIHMYU FeHa

[TockonbKy BBISIBICHHBINM TeH-KaHIUAAT paHee He ObLI aHHOTHPOBAaH B
TeHOME SYMEHsI, TO CHayala ObLIO0 HEOOXOAMMO OMPEACIUTh CTPYKTYpYy T'eHa, a
TaK)K€ BBIIBUTH Ipeanoiaraemyro (QyHKIHUO Oenka, KOTOpblil OoH Konupyer. Jis
aToro, mpu nomoinu nporpammbl FGENESH+ Obimn npejckaszansl ctapt Havania
TPAHCKPUIIUHU, CTAPT-KOJIOH U CTOM-KOJOH, CalT nojauaaeHunupoBanus (PucyHnok
9) JlaHHBIH reH MpencTaBiIsIeT COO0M MOCIeA0BaTEIbHOCTE 681 1.H., BKJIIOYas 5 - U
3'- HeTpaHCIUpyeMble paioHbl JIMHONH 172 MmH. U 242 I.H., COOTBETCTBEHHO.
benok-koaupyromnias nociaea0BaTeIbHOCTh UMEET JIMHY 267 T.H. U HE COIACPKHUT
UHTPOHOB.

AHHOTalMsl (PyHKIMU T€HA MPOBOJUIIACH MPU MOMOIIM TEPMUHOB T€HHOMU
onroioruu (I'O) m 06a3wl mansbx INterPro. beulo mpenckasaHo, 4TO aHHBINA reH
KoaupyeT nentu AmuHoi 88 amuuokucior u3 cemerictea CLAVATA3/ESR (CLE)
(InterPro ID 1PR039616) u conxepkur N-KOHIIEBOH CHUTHAJIBHBIA TCHTHII,
coJieprKallliid 27 aMUHOKHCIIOT, a TaK)K€ y4acTOK mentuaa ¢ 28 no 88 a.o. sABisieTcs
00JacThIO, JIOKAJIM30BAHHOW BO BHEKJIETOYHOM IPOCTPAHCTBE BO BpEMs
3aKpeIUICHHs TenTHaa Ha MeMOpaHe, u Biarouaromel C-xonneBoit CLE-gomen,
KOTOPBIM COJIEPKUT KOHCEPBATUBHYIO IMOCIEAOBATEIBHOCTh U3 13 aMHUHOKHUCIOT
(Pucynok 9).

Taxoke niist JaHHOTO TeHa OBLIO BBISBICHO YeThipe TepMuHa ['O, CBSI3aHHBIX ¢
€ro KJIETOUYHOM Jokanmm3aiueit u pyakuueit (Tadbmuia 4). Takum 0O6pa3om, JaHHBIHA
red KoaupyeT curHanbHblii CLE-menTua, KOTOpeIl SBIISCTCS MHTETPUPOBAHHBIM
KOMIOHEHTOM kietouHoil memOpanbsl (GO:0016021, GO:0016020), yuacTByeT B

CBS3BIBAaHUM pEUENTOPOB cepuH/TpeoHuH kuHazbl (GO:0033612), a Ttakxke B
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nepeaade CUTHAJIOB MEXAY KIETKaMH, yYacTBYIOIIMMH B OTNPENCICHUU CYIhOBI
kietku (GO:0045168).

Tabauua 4. Tepmunsl rennoit onronoruu (I'O), cesazanusie ¢ reHom HORVU1Hr1G086780

Home
P HazBanue Tepmuna I'O Homen I'O
Tepmuna 'O
N KJIETOYHBIN
G0:0016021 BCTPOCHHBIA KOMITIOHEHT MEMOPaHBbI
KOMITOHCHT
MOJIEKYJIIpHAs
G0:0033612 CBSI3BIBAHHUE PEICITOPOB CEPUH/TPEOHHH KHHA3BI YIUAp
hyHKIHISA
GO:0045168 nepeiaya CUTHAIIOB MEXY KIIETKAMH, yYaCTBYIOIIUMH B OHMOJIOTUYECKUI
' OTIPECICHUH CYIbOBI KIICTKH nporecc
KJIETOYHBIN
G0:0016020 MeMOpaHa
KOMITOHECHT
CHT CTAPT-koAOH CTOMN-koAOH noAuA
A ' ! y V
S-HIP 3'-HTP
B 5'-HTP CTAPT-koAOH
} } Vi Voo ' '

H.vul_Bw - - -ACTCGCAGAGTTGCCGTGGCATTTGCGTTGAGCGGTTCACTTGCTGTACATA--CCAGGTAGAGGTTCCTAACCTTTGCATTTT]
H.sp_W-69 - -ACTCGCAGAGTTGCCGTGGCATTTGCGTTGAGCGGTTCACTTGCTGTACATA--CCAGGTAGAGGTTCCTAACCTTTGCATTTT(
H.sp_W-90 - -ACTCGCAGAGCTGCCGTGGTATTTGCGTTGAACAGTTCACTTGCTCTACATATACCAGGTACAGGTTCCTAACCTTTGCATTTT

H.vul_BLP - -‘ACTCGCAGAGCTGCCGTGGTATTTGCGTTGAACAGTTCACTTGCTCTACATATACCAGGTACAGGTTCCTAACCTTTGCATTTT(

ATC

CUrHAAbHBIM NENTUA CLE3-aomeH
B T

L J

OBAQCTb NENTUAQ, AOKAAM3OBAHHAS BO
BHEKAETOYHOM NPOCTPAHCTBE

AAvHa nenTtuaa 88 a.o.

Pucynok 9. (A) Crpykrypa rera HORVU1Hr1G086780. CHT — caiiT Hauaia TpaHCKPHUIIIUH,
noMMA — caiit nonuaneHunuposanus, 5'- u 3'- HTP — 5°- u 3 -Hetpancnupyemsie paiionsl. (B)
®parment HykieoTuaHOM nocneaoatenbHocT reHa HORVUIHr1G086780, cexkBeHnpoBaHHOM
B JBYX reHotumnax sumens H.vulgare: Bw — Bowman (6enoe 3epro, BLP — i:BwBIpl (ueproe
3€pHO), U B IBYX T'€HOTHNaX AuKoro sumens H.spontaneum: W-69 (6enoe 3epuo) u W-90 (uepnoe
3epHO). KpacHbiMH cTpenkamMu 0003Hau€Hbl MOIMMOP(U3MBI, KOTOpPbIE acCCOIMHUPOBAHBI C

Hanuuvem MenaHnHa B 3epHe. (B) Crpykrypa mentuaa, KOTOpPBIM KOAMPYET TI€H
HORVU1Hr1G086780.

3.2.2 CexkBeHHPOBaHUE U NMOUCK aJlJIeJiell reHa B pa3IMYHbIX 00pa3iax
KOJUIEKIMH TYMEHS

C uenbio BBIABJICHUS ajUjlesiell TeHa-KaHAWJaTa B Pa3UYHBIX 00paslax

KOJUICKOWH SAYMCHA, HYKJICOTHIHASA IIOCICA0BATCIbHOCTL AAHHOI'O I'CHA OblL1a
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CeKBeHHMpOBaHa B 24 oOpasuax siameHst Hordeum vulgare ¢ HeokpaimeHHBIM 36pHOM
u B 20 oOpasnax ¢ MeJIlaHMHOM B 3€pHE, a TaKke B 6 00paslax JUKOTO SUMEHS
Hordeum spontaneum, 5 W3 KOTOpBIX WMEIOT 4YepHOE 3epHO W 1 oOpaser ¢
HEOKpAIIeHHBIM ~ 3€pHOM.  Takke I JaTbHEHIIEr0  BBIPABHUBAHUS
MOCJIEIOBATEIBHOCTEW TeHa ObUIM TO0OABJIEHBI IMOCIEI0BATEILHOCTH T€HOTHUIIOB
ssumens Baudin, Metcalfe, W1, X1 u3 crateu Long et al., 2019; Morex, Bowman,
Barke u3 6a3p1 mannbeix IPK u Haruna Nijo u3 0a3sl manaeix NCBI (AK370999).
[TonHOE BBIpaBHUBAHUE MOCIEA0BATENBLHOCTEN MpeicTaBieHo B [Ipunoxkennn 5. Ha
Pucynke 9 (b) mnpencraBneHo BwIpaBHHBaHHE S’ -(parMeHTa HYKICOTHIHON
II0CJIeIOBATEIbHOCTH T'€HA JIJIS IBYX T€HOTHITOB siuMeHs H.vulgare: Bw — Bowman
(6enoe 3epuo), BLP — i:BwBIpl (uepHOe 3¢pHO), U B JABYX TI'€HOTHIAX JIUKOTO
sumens H.spontaneum: W-69 (6enoe 3epno) u W-90 (uepHoe 3epHo). bbiio
BBISIBJIGHO JICBATH TMOJUMOP(PHU3MOB, KOTOPBHIE HACJIEIYIOTCS CIEIUIEHO U
OTIIMYAIOTCS Y YEPHOTO M OEJI0T0 SIMEHS BO BCEX MCCIIETyeMbIX o0pa3iax. Cemb u3
JIEBATH TIPEACTABJICHBI OJTHOHYKJICOTUIHBIMHU MOJIUMOp(HU3MaMu, a TaKkKe OIHOU
JIBYHYKJICOTUITHOM HHCcepiueil TA, HaOmo1aeMoil y 4epHOOKpaIIeHHBIX 00pa3IioB,
B 5'-HeTpaHciaupyemoil oOiactu TeHa. Emie JaBa  OJHOHYKJIEOTHIHBIX
noyimMopdu3Ma JIOKaIM30BaHbl B OeJIOK-KoAUpYIoliei obnactu rena. OIUH U3 HUX
HAXOIWTCS B TICPBOM IMO3MIIMHU IIIECTOrO KOJIOHA U MPUBOJIUT K 3aMeHe BayimHa (Val)
Ha u3osneiiuH (l1e), koTopbie OTHOCATCS K HEMOISPHBIM aMUHOKKCIIOTaM, BTOPOH —
B TPETHCH MOZHUIIMH CETLMOTO KOJOHA ¥ TIPUBOIUT K 3aMEHE KJIacCa aMHUHOKHUCIIOTHI
— OCHOBHOTO apruHuHa (Arg) Ha HEeNOJAPHBIH JiehiuH (Leu).

BaxxHO OTMETHUTbH, YTO BBIIICONMCAHHBIE 3aMEHBI OBLIIM BBISBIICHBI /I BCEX
58 reHOTHIOB STYMEHS BHE 3aBUCUMOCTH OT UX reorpauuecKoro MpOUCXOXKIACHHS
¥ OBLJIM aCCOLMUPOBAHBI ¢ HAJTUYHEM WM OTCYTCTBUEM MEJIAHWHOBOW OKpPACKH.
Hcxons u3 3TOro, MOKHO TPEANOJIOKUTh, YTO BBISBICHHBIC JCBATH COBMECTHO
HAacCJIeAyeMbIX 3aMEH (POPMHPYIOT JBa TaIlJIOTHIIA, OJUH M3 KOTOPHIX XapaKTepeH
JUIs 00pa3IloB SUMEHS C MEJIaHHWHOM, a BTOPOM i 0Opa3iioB Oe3 MelaHHWHA.
[TockonbKy, TaIIOTHIT, XapaKTEPHBIHN N7 00pa3IioB ¢ MEJIAHMHOM HaOJIFO1aJICs Kak

y KYJBTYPHOTO STYMEHSI PA3IMYHOTO reorpaduueckoro MpoUCXOXKICHUS, TaK U Y
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JHUKOI'O SAYMCHA, MOXXHO CACJIaTh BBIBO/], 0 €ro MOHO(i)I/IJ'IeTI/I‘-IeCKOM

IMPONUCXOXKIACHHUU.

3.2.3 AHaJIu3 IKCNPeCcCUM FeHa-KaHAUIaTa B MOYTH-U30TeHHbIX
JUHHUAX AIMEHS

Bbul mpoBeeH CpaBHUTEIBHBIA aHAIW3 TPAHCKPHUIIMOHHOW aKTUBHOCTH
rera HORVU1Hr1G086780 B mouru-u3orennoi muauu i:BwBIpl u poaurenbckom
copre Bowman B cienymomux opraHax: KOJICONITHJIC M KOPHSX Ha CTaJud
ISATUJIHCBHBIX IMPOPOCTKOB, JIUCTE HA CTAaUM KYIIEHHWsA, CTeOJe Ha CTaauu
DIIOHTAIMH CTEOJIS, B PA3BUBAOIIEMCSI KOJIOCE Ha CTa/IUU BBIXO/Ia B TPYOKY, a TaKKe
B TIEpPHKApIie W I[BETKOBBIX YCIIySX 3epHAa HA MOJIOYHO-BOCKOBOW W paHHEH
BOCKOBOM CTaJIUSAX CIIEJIOCTH 3¢pHA. MOKHO OTMETHTh, YTO JAHHBIA T€H SIBIISICTCS
TPAHCKPUIIIIMOHHO aKTUBHBIM Yy SI[AMEHS, MpPUYEeM HauOOJBIINA YPOBEHb
AKCITPECCUU HAOJTFOIaeTCs B KOPHAX Ha cTaauu nmpopoctkoB (PucyHok 10). B komoce
HaOJIroJaeMasi SKCIPECCUsl JIAaHHOTO I'eHa MPUMEPHO Ha TOPSAIOK HIDKE, YeM B
KOPHSIX, H B IICJIOM MOXET paccMaTpuBaThcs Kak (oHoBas. OmHAKO B KOJOCE
HaOJII0/1a1ach 3HAYMMO TOBBIIICHHAs JKcrpeccus B Bowman mo cpaBHEHHIO ¢
I:BWBIpl Ha cTagusx MOJOYHO-BOCKOBOM U paHHEH BOCKOBOH CIIEJIOCTH 3EpHA, UTO
MOJKET OBITh CBSI3aHO C N3MEHEHHEM aKTUBHOCTH JAHHOTO T€HA B IIPOIIECCE CUHTE3a

MCJIaHHUHA.
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HORVU1Hr1G086780
Blpl-xanauaat

0,006

IKcHpeccHs B KoJloce
0,005
0,00025
0,0002 * *
0,004 0,00015
0,0001 -
5 g i
: mm
0,003 Bw i:BwBlpl Bw i:BwBlpl Bw i:BwBlpl
1 2 3
0,002
0,001
. mm mm — i i R

Bw i:BwBlpl Bw i:BwBlpt Bw i:BwBlpt Bw iBwBlpl Bw i:BwBlpl Bw iBwBlpl Bw i:BwBIp1

Koneontune KopeHs TNuer Crebens 1 2 3
Konoc
Pucynok 10. OtHocuTenbHBINH ypoBeHb 3kcnpeccun reHa HORVU1Hr1G086780 B pazmuvHbIX
opraHax suMeHs. | — pa3BHBaIOLIUIICS KOJIOC Ha CTa/IUU BbIXOJa B TPYOKY, 2 — CTausi MOJIOYHO-
BOCKOBOM CIIEJIOCTH 3€pHA, 3 — cTaJusl paHHEH BOCKOBOM criesocTy 3epHa. [Inmanku norpemsoctu
OTPaKalOT CTAH/IAPTHOE OTKJIOHEHHE. * - OTIIMYUS ABJSAIOTCS CTATUCTHYECKHU 3HauuMbIMu (U-test,
p<0,05) mexny nunueit i:BwBIpl u Bowman Ha cooTBeTCTBYIOIICH CTaMK Pa3BUTHS.
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3.3 AHAJIM3 IKCIPECCHH reHOB OMOCHHTe3a (PEeHMINPONAHOUI0B B NOYTH-
U30Te€HHBIX JIMHUSAX STYMEHSI, KOHTPACTHBIX M0 HAJTUYUIO MEJIAHUHOBOM
OKPAaCKH 3ePHOBKH

JIu1st pOBEPKY HATTMYUS CIISUPUIHON peryssinuu JIokycoMm Blpl renos mytu
OnocuHTe3a (PEHWINPONAHOUI0B, B paMKaxX JaHHOW paOOThl MPOBOJUTCS aHAIIN3
AKCIIPECCUU KITIOUEBBIX T€HOB IAHHOTO METab0IMYECKOTO IMMyTH B TOYTH-U30TEHHON
JVHUU STUYMEHS C MEJAaHMHOM B 3€pHOBKE M HEOKpallleHHOM copTe Bowman B
JMHAMUKE pa3BUTHS KoJioca. [IpoBesieH cpaBHUTENBHBIN aHAIU3 SKCIPECCUH TPEX
T€HOB, KOIUpyromuXx (hepMeHThl PeHmnananniamMmuakinnasy (PAL), nuanamar-4-
ruapokcunazy (C4H) u 4-xymapatr:KoA nwurazy (4CL). Jlanubie QepMeHTHI
OCYIIECTBISIOT TPH HAYaJbHBIX PEAKIMH JAHHOTO IyTH, KOTOPBIE SBISIOTCS
oMU Juisi BeeX (EeHUIPONaHoua0B. Takke B aHAIN3 ObLUIM BKJIIOYEHBI TEHBI,
KOAMpYIOIIHEe (EepMEHThl HayalbHBIX JSTaloB OMOCHUHTE3a MOHOJMIHOJIOB:
rugpokcunimHamMona-KoA  tpauncdepasy (HCT), mmkumar-3 -rupokcuiasy
(C3'H). Jlns kakaoro u3 3THX T'€HOB ObLIM pa3pabOTaHbl MPaiMEpPbl ISl OICHKH
CymMMapHoM  akcmpeccud. Jma  anmanm3za  marrepHa  akcnpecenn  O-
meTmiTpancdepassl  kodeinort  kuciorel  (COMT)  Obun  paspaboTaHbI
cnernuuynsie npaiimepsl k reHy HORVU1Hr1G011930, noBsiiieHHas SKCIIpeccus
KOTOPOTO B YEPHOOKPAILIICHHOM sTYMEeHe ObLTa onrcana panee B ctarbe Glagoleva et
al., 2017, mockoibKy M3-3a OOLIMPHOCTH ceMelicTBa reHoB O-MmetunTpancdepas y
SYMEHS CyMMapHasi OIlEHKa JKCIPECCHU MOXKET ObITh 3aTpyaHeHa. Pe3ynbrarhb

aHanu3a npenacrasiieHbl Ha Pucynke 11.

Hcxonss m3 MOMyYEHHBIX JAaHHBIX MOXHO CJeNaTh BBIBOJ O TOM, YTO B
Pa3BUBAIOIIEMCS KOJIOCE TTPOUCXOUT aKTUBAIINS BCEX BBINICYKAa3aHHBIX TEHOB BHE
3aBUCUMOCTH OT HAJIMUWS MEJIaHUHA B 3€pHE, 3a uckioueHneM rena Comt. Ognako,
B nunuu 1:BWBIpl naGnromaeTcst 3HaYMMO MOBBIMICHHBIH YPOBEHb 3KCIPECCHH
renoB Pal, C4h, 4Cl u C3’h na ctaguu paHHel BOCKOBOM CIEIOCTH (M Ha MOJIOYHO-

BOCKOBOM criesioctd s rena Pal) mo cpaBuenuio ¢ Bowman Ha Toii ke cTaauu.
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DTO MOXKET CBHUIACTCIILCTBOBATh O HAJIM4YHMHU BTOpH‘-IHOﬁ AKTHUBAllMU KIIIOYCBbBIX

(GbepMEeHTOB JaHHOTO MYTHU B MPOIECCe METaHOTeHe3a.

bonee toro, mis rera Comt HaOMr01aI0Ch HATMYUE SKCIPECCHH TOJBKO B
muanE 1:BWBIp1, xoTopas yBenmunBaercs mo Mepe co3peBaHuUs KOJIoca, OJJHAKO B
kKojoce Bowman »skcnpeccwss AaHHOrO TeHa HE Oblla BbIABICHA. MOXKHO
IPEINOIOKNATh HaIM4Yue creruduueckor aktuanuu reHa Comt remom Blpl, u

Y4aCTHUC JaHHOI'O I'CHA B ITPOLICCCC OnocHHTE3a MeJIaHWHA.

Pal C4h
0,05 0.5
0,04 0.4
0,03 * 0.3
0,02 0,2 *
0.01 I * g 0.1 £
0 i — 0 I
1 2 3 1 2 3 1 2 3 1 2 3
Bowman i:BwBIp1 Bowman i:BwBIp1
4C1 Hct
0.4 0,016
03 0,012
0,2 % 0,008
0,1 |—I—| 0,004
0 0
1 2 3 1 2 3 1 2 3 1 2 3
Bowman i:BwBIp1 Bowm an i:BwBIp1
C3'h Comt
0,2 0,05
0.15 0,04
0,03
0.1 *
0,02
0,05 *
0,01
|—1:—| *
0 = 0 S S — S
1 2 3 1 2 3 1 2 3 1 2 3
Bowman i:BwBIp1 Bowman i:BwBIp1

Pucynok 11. OtHocuTenbHbIH ypoBeHb dKcrpeccuu renos Pal, C4h, 4Cl, Hct, C3'h, Comt B
JTUHAMHUKE CO3PEBaHUS KOJI0ca TIMEHS. | — pa3BUBAIOIIHIICS KOJIOC HA CTAJMH BBIXOJIA B TPYOKY,
2 — CcTaJusl MOJIOYHO-BOCKOBOM CIENIOCTH 3€pHA, 3 — CTaaus paHHEW BOCKOBOH CIIEJIOCTH 3€pHA.
[[1aHKW TOTPEITHOCTH OTPaXKArOT CTAaHJAPTHOE OTKJIOHEHHWE. * - OTIMYUS  SBISIOTCS
craructruecku 3HauuMmbiMu  (U-test, p<0,05) mexny nuuueidr 1:BwBIpl u Bowman nHa
COOTBETCTBYIOIIECH CTAIUH PA3BUTHSL.
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3.4 Ananu3 cemeiicTBa renoB noaugenonokcunas (Ppo) sumens

3.4.1. UnenTudukanus reHoB ceMeiicTBa Moau()eHOJIOKCHIa3 TYMEHS U UX
CTPYKTYPHasl OpraHu3anus

Ha ocHOBaHWM W3BECTHBIX IocienoBarenbHocTeli reHoB Ppol (NCBI:
AB549330) u Ppo2 (NCBI: AB549331) c ucnons3oBanuem anroputma BLAST B
0a3e manHbix EnsemblPlants mo romosoruu ¢ KOHCEpBATHBHBIM THPO3WHA3HBIM
JOMEHOM B TCEHOME SUMEHS ObUTM UACHTUGUIIMPOBAIM €II¢ JBa TIeHa
nonudenonokcuaassl: HORVU3Hr1G077790, nokann3oBaHHBIM B JUCTaIbHOM
paiione mmHHOTO Tuieda xpomocomel 3H, uw HORVU4Hr1G090870,
JIOKaJIM30BaHHBIN B IUCTAJIbHOM paiilOHEe JUIMHHOTO Tuieda XxpoMocoMbl 4H. J[anHbIe

reHbl OpLIH 0003HaueHbI PP03 1 PPo4, cOOTBETCTBEHHO.

OcHOBBIBasICh Ha MpEJCKa3aHUU CTPYKTypbl reHa B EnsemblPlants u mpu
nomomn FGENESH+ Obuto  ycTaHOBIEHO, dYTO JJIMHA  HYKJICOTHIHOU
nocienoBaTenbHocT TeHa Ppo3 cocrasnser 2084 m.H., u3 KOTOphiX 1743 m.H. —
o0jlacTh T'eHa, KoJupylomas nenTtuj] aivHod 581 a.o.,, a Takxke 5- u 3'-
HETPAHCIUPYEMbIE palioHbl JIMHOM 115 mH. u 226 m.H.,, COOTBETCTBEHHO. B
cTpykTrype reHa Ppo3 He Obuto oOHapyxkeHo HMHTpoHOB (Pucynok 12). Jlnuna
HYKJICOTUTHOM MmoceaoBaTeabHoCcT TeHa Ppo4 coctasusiet 2851 1.H., BKiItoyas 5 -
1 3'- HeTpaHCAUpyEeMble palloHbl AIMHON 53 1.H. u 621 1.H., COOTBETCTBEHHO. B
OenoKk-Koaupyrolei yactu rena Ppo4 Obut npeackasaH oJuH UHTPOH aiuHOM 491
I.H., ¥ ABa 3k30Ha JuinHOM 807 m.H. u 879 n.H. (PucyHnok 12), konupyromniye nenTu
JuHON 562 a.0. M3 cpaBHEHUSI CTPYKTYpHOW OpraHu3allid T€HOB CEMEMCTBa
oM EeHOJIOKCU/Ia3bl SUMEHS BUIHO, 4TO reHbl PP03 1 PP04 otinuaroTcs o cBoei
HK30H-UHTPOHHOW CTPYKType OT ONHUCaHHBIX paHee reHoB Ppol u Ppo2,

COZICp KAIIMX TI0 TPY 3K30HA U JiBa UHTpoHa (PucyHok 12).

HecMoTpst Ha pasnuuus B CTPYKType INeHoB PpPO, a TakKe HX BBICOKYIO
BapuabeNbHOCTh BHYTPU CEMEICTBA, BCE YEThIPE r'eHa 001a1atoT PyHKIIMOHAIbHBIM
TUPO3UHA3HBIM JIOMEHOM, BKJIIOUYAIOUINM J1Ba KOHCEpBATUBHBIX CU-CBS3BIBAIOLINX

motuBa ([Ipunoxenue 6). Takke mpu MOMOIIN MOACIUPOBAHUS CTPYKTYPhI Oelika



73
B nporpamme SWISS-MODEL 065110 moka3aHo, 4TO BCE€ YEThIpe T'€Ha 00JagaroT
CXO/IHOM TPETUYHOH CTPYKTYpOH Oelika W HEMOBPEKICHHBIM aKTUBHBIM LIEHTPOM

(ITpunoxenue 7).

85 1L.h. 96 1.1. 122 n.h. 145 n.u.
I 590 mn. H 296 mu. H] 876 m.n. . Ppol
54 n.u. 205 1.1 90 1.1. 263 n.H.
| o —z-0 e
115 n.u. 226 ..
. I 1743 nn. - Ppo3
53 621 n.u.
491 1.n.
I 807 mn. H] 879 nn. - Ppo4
i i i i f } f i f i f i i i f
0 1000 2000 3000
B 5 - w3 -HTP [ | Cu-cemswisarommii nomen I (57 mu.)
[ oxsomm I Cu-cesssisaronmii gowen 11 (129 mm.)

[ MHTPOHbBI

Pucynok 12. CpaBHeHHe CTpYKTYpHOI opranusanuu reHoB Ppo ssumens. CtpykTypa resos Ppol
u Ppo2 6p1na onucana panee (Taketa et al. 2010), a renoB Ppo3 u Ppo4 — B nannoii pabore. HTP
— HETPaHCIUPYEMBbIE PAiOHBI.

3.4.2 KnacrepHblii aHaau3 renoB Ppo

Hcrosb3ysi aMHHOKHCIIOTHYEO TIOCIIEA0BATEIBHOCTh THPO3MHA3HOTO TOMEHA
reHoB Ppo sumens (Hordeum vulgare), npu momomnmm anroputma BLAST Obiiu
UICHTU(DUIIMPOBAHBI MTOCIIEIOBATEIILHOCTH TeHOB PPO y JIpYrUX BUOB 3JIAKOBBIX,
BKJTIOYas npezcraButesied TpuOwl [Timenurnessie (Triticeae) — Triticum aestivum,
Triticum urartu, Aegilops tauschii, Hordeum chilense; a taxxe puc (Oryza sativa),
KyKypy3a (Zea mays), opaxunoauym (Brachypodium distachyon), copro (Sorghum
bicolor). B kadecTBe ayTrpymmbl ObUTa HCIIOJIb30BaHa TOCea0BaTeIbHOCT PPO
ruaen (Dioscorea rotundata). ®uoreHeTwueckoe IepeBO, MOCTPOCHHOE Ha

OCHOBaHWH ITHUX TOCIEI0BATEILHOCTEH, mpeacTaBieHo Ha Pucynke 13. IlomHbri
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CIHCOK MOCJIEI0OBATEIbHOCTEN I'€HOB C YKa3aHUEM HACHTU(UKAIIMOHHBIX HOMEPOB

u3 6a3bl nanHbIX Ensemble Plants npexcrasnen B [punoxenun 8.

CornacHo (umoreHeTHUECKOMY JIepeByY, TeHBI PPO MOKHO pa3/enuTh Ha JBa
OOJIBIINX KJTACTEPa, B KAKIOM M3 KOTOPBIX MOYKHO BBIZICIIUTH I10 JIBA MOJKJIACTEPA.
B nepsriit kitactep, o603HaueHHbI kKak PPO-1, Bomuu rersr Ppol u Ppo2 ssumens
(Hordeum vulgare u Hordeum chilense) u BbICOKOTOMOJIOTHYHBIE K KaKIOMY U3
ATUX TCHOB ITOCJIEI0BATEILHOCTH MrKoM meHuisl (Triticum aestivum), srumorc
(Aegilops tauschii) u ypapty (Triticum urartu), a Taxxe puca (Oryza sativa),
KyKypy3bl (Zea mays), Opaxumoamyma (Brachypodium distachyon) u copro
(Sorghum bicolor). Bayrpu nanHoro kmacrepa mocienoBarenbHoctd PPO BHIOB
Triticeae pasmenstorcst Ha aBa moakiacrepa — PPO-1.1 m PPO-1.2, xoTopbie
IIPEJICTABJICHBI IBYMs TPYIIIIaMy JTYIUTHIIMPOBAHHBIX TE€HOB Ha XxpomMocome 2. s
kinactepoB PPO-1.1 u PPO-1.2 6pun uaeHTUGUIIMPOBAHBI 10 OJTHOMY TI'EHY B
remomax A, B u D msarkoii mmenuipl, a takke Aegilops tauschii (D-renom). st
Triticum urartu (A-rerom) ObL1a UIACHTU(DUIIIPOBAHA TOJIBKO

noclneaoBareabHOCTel reHa u3 kinactepa PPO-1.1, vo He u3 knacrepa PPO-1.2.

Bo BTOopom kiacrepe, o603HaueHHOM Kak PPO-2, Taxke MOXHO BBIJICTUTH
nBa moxakiactepa PPO-2.3, chopmupoBannsiii renamu PPO ¢ Tperbeit rpymisl
xpomocom Triticeae, u PPO-2.4, chopmupoBannsiii reHamu PPO ¢ deTBepToii
rpynnsl xpoMocoMm. B kiacrepe PPO-2.3, kyna Bxoaut ren Ppo3 sumens Owbuin
TaKKe WIACHTH(GHUIIMPOBAHBI IOCIeAOBaTeAbHOCTE Triticum urartu, A- u B-
TeHOMHBIE IOCIIe0BaTeapHOCTH Triticum aestivum. B kmacrepe PPO-2.4,
BKJIIOUawmieM redH Ppo4 sumeHs, ObLIM HACHTU(UIIMPOBAHBI JBa TI'E€HAa Ha
xpomocome 4D u oauH ren Ha xpoMmocome 4B Triticum aestivum, a Takxe ofuH I'eH
Aegilops tauschii. TTomumo mpenacraBurteseid Tpubsl Triticeae B kmacrep PPO-2

BOIILJIM 110 OJTHOMY T€HY puca, KyKypy3bl, Opaxunoguyma u copro.

I'enst B knactepax PPO1 u PPO2 oGnamaroT pazanvHON 3K30H-MHTPOHHOM
ctpykrypoir. B rpynme PPOl GombIMHCTBO TEHOB HMMEIOT TPH SK30HA, 3a

uckimoueHueMm renoB PPO-A2 u PPO-D2 msrkoii mieHuIbl, KOTOPhIE UMEIOT JBa
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9K30Ha, a Takke reHa PPO1l Opaxumomnyma, y KOTOpPOTO MOCIIEAOBATEIbHOCTD
npecTaBieHa OAHUM dK30HOM. [t reHoB u3 rpymnmbel PPO2 B 1ienom xapakTepHo
HAJIMYUE JIBYX 3K30HOB, 0JHAaKO B moArpyime PPO-2.3 reHsl UMEIOT TOIBKO OJUH
9K30H, 3a uckiaroueHuem resa PPO-3 Triticum urartu. B moarpynme PPO-2.4 ren

PPO-4D2 Triticum aestivum umeeT Tpu 3K30Ha.

Takum 0Opa3zom, MOKHO cielaTh BBIBOM, UTO UACHTU(MUIIMPOBAHHBIE B X0J1€
TaHHOM paboThl reHbl PpPo3 m Ppo4 He ABISIOTCS YHUKATBHBIMH JUTSI STYMEHS,
MOCKOJIBKY TPEJICTaBIIEHbl OPTOJIOTMYHBIMU T€HaMHU y JIPYTrUX BUIOB 3JAKOB, H,

BCPOATHO, BOBHHUKIIH CIIC Y O6IHCFO IIpcaKa 3JIaKOBBIX paCTeHI/Iﬁ.
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PPO-1 Triticum urartu = # & ™

PPO-A1 Triticum aestivum * * %
PPO-B1 Triticum aestiviem * % #

PPO-1 Aegilops tauschii * = *

PPO-D1 Triticum aestivim # # %

I'I-Odd

PPO-1 Hordeum vulgare * # *

95

PPO-1 Hordeum chilense * # *

N PPO-2 Hordeum vulgare * # £ ] PPO- 1

PPO-2 Hordeum chilense # * *

o0 PPO-B2 Triticum aestiviim * * *

— =| r PPO-A2 Triticum aestivum * #

C1-0dd

*| 1 PPO-2 Aegilops tauschii * # *

PPO-D2 Triticum aestivium # #

100

PPO-1 Oryza sativa * # x

? PPO-1 Zea mays # # *

100

PPO-1 Sorghum bicolor * * %

PPO-1 Brachypodium distachyon #

PPO-2 Oryza sativa * *
- PPO-2 Sorghum bicolor * *
» PPO-2 Zea mays * *

PPO-2 Brachypodium distachyon * *

. PPO-3 Triticum urartu * #
10 ’_L PPO-A3 Triticum aestivum *

PPO-B3 Triticum aestivum *

i3

PPO-2

£7-0dd

—— PPO-3 Hordeum vulgare * -
3 *_

PPO-4D1 Triticum aestivum *

= PPO-4 Hordeum vulgare * *

0 PPO-4B Triticum aestivum * #

y"-0Odd

2| - PPO-4 Aegilops tauschii * *

"L PPO-4D2 Triticum aestivum * * #

PPQO Dioscorea rotundata

Pucynox 13. DuioreHeTH4ecKkoe AepeBO, IOCTPOEHHOE Ha OCHOBAHUM AMHHOKHMCIOTHBIX
MOCJIEI0BATEIbHOCTEH THPO3UHA3HOTO JIoMeHa TeHOB PPo ¢ ncnonb3oBanrem merona Neighbor
joining ¢ 6yacrpen moaaepskkoii 1000. * - 0603HaYaeT KOJIMUECTBO IK30HOB, MPEACKa3aHHBIX B
HYKJICOTHUIHOM MOCIIE0BATEIbHOCTH TCHOB.
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3.4.3 CpaBHUTeJbHBIN aHAJIM3 IKCNIPecCMU reHOB PPO B KoJ10Ce MOYTH-
U30Te€HHBIX JIMHUH STYMEHs

C uenpio mpoBepKd (YHKIIMOHAIBHOM aKTUBHOCTH T'eHOB PPO B Kojoce
SYMEHS, a TaKXKe BBISIBICHUS WX CBS3M C MEIIAHOTEHE30M, ObUT TMPOBEACH
CPaBHUTEJIbHBIN aHaIM3 SKCIPECCHH JaHHBIX reHOB B auHuH 1:BWBIpl u Bowman
B IMHAMUKE Pa3BUTHUsA Kosioca. [[js aToro k kaxkaoMy reHy PPo ObLiu nmogoOpaHsbl
cnenuduuHblie nmpaitmepsl. Pe3ynpTaThl ananu3a npencrasieHsl Ha Pucynke 14. U3
pUCYHKa BHJIHO, 4YTO BCE€ UeThblpe TreHa Ppo SBISIOTCS TPAHCKPUIILIMOHHO
aKTUBHBIMH B KOJIOCE€ SUMEHA, W B OTJIMYHE OT TEHOB IyTH OWOCHHTE3a
(eHWINPONaHo10B, aKTUBUPYIOTCS IO MEpe ero co3peBaHus. Hu oauH U3 reHoB
Ppo He sxcrpeccupyeTcs B pa3BUBAIOLIEMCS KOJIOCE BHE 3aBUCUMOCTHU OT T€HOTHIIA,
OJHAKO Ha OoJee MO3AHMX CTATUSAX CO3PEBAHHS KOJOCAa, MOXHO BBIICIHUTH
CHEeLMANU3allMl0 T[€HOB B  3aBUCUMOCTM OT HPHUCYTCTBUSL  MEJIaHUHA.
TpanckpunimoHHass akTUBHOCTh TeHOB PpP0l um Ppo4 yBenuuuBaeTcs 1mo Mepe
CO3pEBaHUA KOJIOCA, OJIHAKO 3HAYMMO HE OTJIMYaeTcss Mexay JuHusiMu. ['en Ppo2
HE SIBJIAETCS TPAHCKPUIIIIMOHHO aKTUBHHIM B BOWMman Hu Ha omHOW W3 cTaauid
pa3BUTHS KOJIOCA, TIPH ATOM OB MOKa3aH BBICOKUN YPOBEHb SKCIIPECCUH JAHHOTO
r'eHa B IMHUU C MEJIAaHWHOM B 3epHe — I:BWBIp1. MoxkHO Taxoke BbiaeauTh red Ppo3,
KOTOpBbIN 00aaeT CXOXKMM TATTEPHOM JKCIPECCHH, Kak U TeH Ppo2, omnako
YPOBEHB €ro IKCIIPECCHH MPUMEPHO Ha JBa MOPSAKA HUKE, U Pa3INuus B YPOBHSIX
HKCIIPECCUN MEXAY JIMHUSMH HE SBJISIOTCSI CTATUCTUYECKH TIOCTOBEPHBIMU. Takum
0o0pa3oM, MOXHO MPEIINOJIOKUTh, YTO OJWH W3 YEThIpEX T'E€HOB M3 CEMEICTBa
noau(eHONIOKCHAa3 siluMeHs, Pp02, yyacTByeT B OKHUCIEHHUU (DEHOJBHBIX

CyOCTpaToB B MPOIIECCE CUHTE3a MEJIaHHMHA.
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Ppol
P Ppo2
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0,15 0.8
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Pucynok 14. OTHOCUTENBHBIN YpOoBeHb dKcnpeccuu renoB Ppol, Ppo2, Ppo3 u Ppo4 B nunamuke
CO3pEeBaHMsI KOJIOCa STYMEHA. | — pa3BUBAIOIIMIACS KOJIOC HA CTaJIUH BBIX0/1a B TPYOKY, 2 — CTaaus
MOJIOYHO-BOCKOBOHM CHEJIOCTH 3€pHa, 3 — CTaaus paHHeW BOCKOBOH cnenocTu 3epHa. [lmaHku
MOTPEIIHOCTH OTPAKAIOT CTAHJAPTHOE OTKIOHEHHWE. * - OTINYMA SBISIOTCS CTATHCTUYECKH
3naunmMbiMu (U-test, p<0,05) mexay munueii i:BwBIpl u Bowman Ha cooTBeTCTBYIOMLICH CTAAUK
pa3BUTHSL.
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3.4.4 TIpoBepka yuyacTusi reHa Pp02 B cuHTe3e MeJIJaHUHA

Jiist mpoBepku ydactusi reHa PP02 B cHHTE3€ MeTaHMHA B IIBETKOBBIX YEITYSX
U TIepUKapIe SYMEHs, ObUTIO MPOAHATU3UPOBAHO PACIICIICHUE B MOKOJeHUU F;
CKpEIIMBAaHUI JIBYX JUHHH ¢ MyTarusiMu B reHax Ppol u Ppo2 ¢ muawmeii i:BwBIpl,
Hecymei nomuHanTHbIe TeHbl Ppol, Ppo2 u Blpl. JIunus U004 umeer myTaiuio B
481 mno3uruu mepBoro sk30Ha reHa Ppol, mpuBojsmield K 3aMEHE KOJOHA,
KOJUPYIOIIETO TTyTaMUH Ha CTOM-KOJOH, JIMHUS 1667 nMeeT 0MHOHYKICOTHIHYIO
BCTaBKy BO BTOpPOM 3K30HE reHa Ppol, a Takye BCTaBKy 8 I.H. B TIEPBOM IK30HE
reda Ppo2. Jlanubie muHUKM 0071a1af0T (heHos-HeratuBHBIM (penotunom (Taketa et
al., 2010). Ilpu ckpemuBaHuu JaHHBIX JUHUK ¢ 1:BWBIp1l Obutu mosydeHbl JBE
nomyssiiam F2: 1677 X 1:BwBIpl (202 pacrenuns), U004 x i:BwBIpl (124 pactenus).
OneHka pacHIeTUICHHs 110 OKpacKe 3€pPHOBKM B JIaHHBIX CKPEIIMBAHUSIX
npenacrasiena B Tabnuie 5. B nokonenun F1 11t BceX pacTeHHi, MOTYyYEHHBIX B
pe3ynbTaTe CKpenMBaHWi, HaOII0mamach YepHas OKpacKa IBETKOBBIX YEIIyH U
nepukapna kak B 1:BwBIpl. B mnokonenun F,, mogydeHHOM B pe3yibTare
ckpermuBanus ¢ guHued U004, naOmroganmch JBa (EHOTHIMHMYECKUX Kilacca,
COOTBETCTBYIOIIUX (DEHOTUIIAM POIUTENbCKUX opM (Pucynok 15), u pacmiernienue
M0 TPHU3HAKY YEPHOW OKPACKU 3EPHOBKM CTATHCTHUYECKH JOCTOBEPHO
cooTBeTcTBOBaJIO 3:1 (%°= 1,548, p-value = 0,213). [Ipu reHOTUITUPOBAHUH TAHHBIX
pacrenwuii [TI[P-mapkepamu k renam Ppol u Blpl Obu10 mokaszaHo, 4To MpUCYTCTBHE
MeJIaHUHA B 3€PHOBKE 3aBHUCHUT TOJILKO OT aJICIbHOTO COCTOsIHMS TeHa BIpl u He

3aBUCHUT OT ajuteneit rena Ppol (Pucynok 15).

B moxonennn F,, momydeHHOM B pesynbTare ckpemmBanus 1:BwBIpl c
muHuen 1677, Hecymieit penieccuBHbIe ayuienu reHoB PPol u Ppo2, 6110 BISIBICHO
TpU (PEHOTUNMUYECKHX KJlacca: 4YepHas OKpacka 3€pHOBKH, COOTBETCTBYIOILIAS
denoruny i:BwBIpl ¢ TeMHO# OKpackoii IBETKOBBIX YEITyil U MIEPUKapIia, H HHOT 1A
OCTeIi; cepast — ¢ 60JIee CBETIION, CepO-KOPUIHEBON OKPACKON 3€PHOBKHU U CBETJIHIMHU

oCTsIMU; Oejlasi — B 3€pHOBKE HET MEJaHWHA, UMEET Oelblid WiIM ToayOol IBET,
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coorBercTBYeT (eHoTuny ymHuU 1677 (Pucynok 16). UepHslii, cepblit u Oenblii
geHoTunuuecKkre Kiaacchl ObUIH NpeCcTaBiIeHsl B cootHomennn 9:3:4 (y? = 1,547,
p-value = 0,461). B pe3ynbraTe reHOTUMPOBAHUS JAHHBIX PACTCHUN TPU TIOMOIIH
[TL[P-mapkepoB k renam Blpl n Ppo2, O6buto ycTaHOBIIEHO, 4TO Y 24 pacTeHHUH U3
31, uMerImMX MPOMEXKYTOUHBIM (PEeHOTUN (Cephlii), OBLIO BBISBICHO HaJIUYHE
PEIECCHBHOTO ajuteisl reHa PP0O2 u mpucyTcTBrEe JOMUHAHTHOTO ajyutens rera Blpl
B romMo3urote win rereposurote (Pucynok 15). [Tpuyem, Bce pacTeHHs ¢ YSPHBIM
MUTMEHTOM B 3€pHOBKE UMEJH IOMHHAHTHBIN aiens BIpl, u Hu ogHO U3 pacTeHui,
HECYIIMX JOMHUHAHTHBIM amiens BIpl wu peneccuBHblil ammens Ppo2 He
XapaKTEpPU30BAINCh MOJHBIM OTCYTCTBHEM MeJlaHWHA. Takum 00pa3oM, MOXKHO
IPENONIOKNATh, YTO TeH PPO02 melicTBUTENHHO OKAa3bIBACT BIMSHHE Ha CHUHTE3

MCJIaHMHa B 3CPHOBKC A4YMCHA, OAHAKO, €TI0 IIPHUCYTCTBUC HC ABJIICTCA

HEOOXOUMBIM.
U004 x i:BwBlIp1 1677 x i:BwBIp1
124 pacteHuns 200 pacTteHui
Blp1_ Ppol_ bip1bip1 Ppol_ Blp1_ Ppo2_ bip1bipl1 Ppo2_
68 pacTeHui 26 pacTeHui 118 pacteHui 42 pacteHus
YyepHble benble 111 - yepHbIle

Bce benble
7 - cepble

Bip1_ ppolppol |bipiblpl ppolppol| | Blpl_ ppo2ppo2 | bipibipl ppo2ppo2

21 pacTteHue 9 pacTeHui 30 pacTeHum 10 pacteHui
yepHble 6enble 6 - 4epHble Bce 6enble
24 - cepble

Pucynok 15. ComnocraieHue pe3ynbTaToB (PeHOTUITMPOBAHUS U TeHOTHUIIMPOBAHUS PACTEHUH O
reram Ppol, Ppo2, Blpl B mokonenuu F2 ckpenmanuii U004 X i:BwBIpl u 1677 X i:BwBIpl. {ns
JBYX pacTeHuit n3 nonymsuuu 1677 X i:BwBIpl annens rena Ppo2 ve Obut onpeneneH.
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Ta6muma 5. Pacmensienue o okpacke 3epHOBKH B okosieHnu F2 ckpenanuit U004 X i:BwBlpl

u 1677 x i:BwBlIpl.

Oxunpaemoe Habntopgaemoe
CkpewmBaHue - - — - X2 p-value
YyepHbIN |6enbih  |4epHbI |benbli
U004 x i:BwBIp1 93 31 87 37 1,548( 0,213374
Oxugaemoe Habntogaemoe
— — — — — — X2 p-value
YyepHbI |cepbii  [6enblt  [yepHbi |cepbit  |benbi
1677 x i:BwBIp1 113,625 37,875 50,5 119 31 52 1,547| 0,461452

Pucynok 16. (A) Komnoces nuuuit i:BwBIpl, U004 u 1677, ucronszyembie s ananuza. (Bb)
Konoces pacrenunit F2 ckpemBanus 1677 x i:BwBIpl, uMeronmx mpoMeKyTouHblil (heHOTHIT
(cepplit), OTIMYHBINA OT OKPACKH 3€PHOBKU Y POAUTENHCKUX (HOPM.
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I''TABA 4. OBCYKJAEHHUE

4.1 BpiiesieHHe M aHAJW3 TeHa-KaHauaaTa Ha poJsb Blpl

4.1.1 AccounmaTHBHOE KAapTHPOBaHHe I'eHa B Jiokyce Blpl

UepHast oOkpacka ceMsH, OOYCIOBJICHHAass CHHTE30M M HAKOIUICHHEM
MeJIaHWHA, SBJSETCS PacHpOCTpPaHEHHBIM MPU3HAKOM y pacteHuid. [IpucyrcrBue
MEJTaHMHa B OO0OJIOYKaX CEeMsAH ObUIO TOATBEPKICHO MPU MOMOLIM (HU3HUKO-
XMMHYECKUX METOJOB I psjaa pacTeHuid, Bkmodas sumenb (Glagoleva et al.,
2020). HecmoTps Ha IIMPOKOE PAaCIpOCTPAaHCHHWE JAHHOTO IIPU3HAKA, €ro
reHeTHYecKasi MpPUPOoJia OCTAETCS Yy PACTEHUW MPAKTUYECKHM HEU3yuYeHHOU. Y
SYMEHS, YEepHas OKpacka 3€pHOBKM HAXOJUTCA I0J MOHOT€HHBIM KOHTPOJIEM
jokyca BIpl, nmokanm3oBaHHBIM Ha JJIMHHOM Iniede Xpomocombl 1H. HemaBHo
JIAHHBIA JIOKYC OBUT KapTHpPOBaH B paiioHe npoTsbkeHHocThio 0,8 Mb, B KoTOpOoM
obu1 mpenckazan 21 rem (Long et al, 2019), omHako KOHKPETHBIH TIcH,
OTBETCTBEHHBIN 3a HAKOIUICHHE MEJIAHWHA y SIAMEHS, TaK M HE ObLT BBIJEIICH.

OcHOBHOI1 3a/1aueli TaHHOTO MCCIEAOBaHUS OBLUIO TOUYHOE KapTUPOBAHUE U
BbIJICJICHUE TeHa-KaHauaaTra Ha poib Blpl. [{ns sToro, ObUT MCIOIB30BAaH METOJ
aCCOIIMATHUBHOTO KapTHPOBAaHUS C TNPHUBJIICUEHHEM MaTepuaia OUOPEeCYpPCHBIX
koJuiekuit stamerss BUP u ULul" CO PAH. B utore, 6b111 cO3/1aHBI BE BHIOOPKHU:
c menaHuHOM B 3epHe (207 o6pasuoB) u 6e3 MmenanuHa (186 oOpasmon). s
TCeHOTUITUPOBAHUS TOJTYYEHHBIX BBIOOpOK ObutOo BbIOpano 9 III[P-mapkepos,
KOTOpPBIC IISIMKOM OXBaThIBaIOT JIOKYc BIpl. B pesynbrare, s amieneii oqHOro u3
mapkepoB k reny HORVU1Hr1G086780 6siia nmokasana HauOOJbIAs acCOIUAIUs
¢ npucyrcTBueM MenanuHa (Tabmuma 3): amnens A Obl1 mpeacTaBicH B 96,61%
0o0pa3loB ¢ HEOKpalleHHbIM KojocoM, a amwieiab B B 100% o0pa3noB ¢ uepHoii
okpackoil. Takum 00pa3om, OBUIO BBIIBUHYTO WPEANOJIOXKEHUE, YTO TeH
HORVU1Hr1G086780 siBnsieTcst reHOM-KaHuIaToM Ha pois Blpl.

Panee Long ¢ xoieramu (2019) 6b110 ciemaHo IPEINON0KEHUE O TOM, YTO

BEPOSATHBIM KaHIUAaTOM Ha pojib BIp1l MokeT ObITH APYroii reH U3 JaHHOTO JIOKYyCa
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— HORVU1Hr1G087010, konupyromuii ¢puoseToByto kuciayrwo (ocdarasy (purple
acid phosphatase, PAP). IIpeamnosioxuTenbHo, akTuBHbIN (hepmeHT PAP cocoben
TCHEPUPOBATh AaKTUBHBIE (POPMBI KHUCIOpOAa, HEOOXOAWMBIC [UIsl Tpoliecca
OKHCJICHHS (PEHOJBHBIX KHCIOT B IMpoOIlecce CHHTe3a MeiaHuHa. [Ipu cpaBHeHHH
HYKJICOTHIHOH TIOCIIeIOBATEIILHOCTH IAHHOTO I'eHa y TMHUH sIMMEHS ¢ MEJTAaHHHOM
u 0e3, OBLIO BBHISBICHO 4 HECHHOHMMHUYHBIX 3aMEHBI B KOJUPYIOIICH 00J1acTh reHa
u 12 3ameH B 5'-HeTpaHCIUpPYyeMOW OOJACTH, YTO TMPEANOJIOKUTEIBHO MOMKET
OKa3bIBaTh BIMSHHE Ha €ro TPAHCKPUIIMOHHYIO AaKTHBHOCTh B 00Opasiax
OKpalreHHoro u HeokpameHHoro ssamens (Long et al., 2019). Onnako, B HacTosIIICH
pabote, s MapKkepoB K TEHaM, pacCIoOJIOKEHHBIX psgom ¢ PAP
(HORVU1Hr1G086930 m HORVU1Hr1G087050, Tabnuma 1) He OBLIO BBISBICHO

3HAYMMOM acCOLMAIMH C TIPUCYTCTBHEM MenanuHa B 3epHoBKe (Tabnuna 3).

4.1.2 AHanu3 cTPYKTYpbI M GyHKIMHU FeHA-KaHAUAATAa Ha poab Blpl

bru10 nipesickasano, 4To BhIACIEHHBINA T€H-KAaHIUIAT OTHOCUTCSA K CEMEUCTBY
CLE-renoB, koTOpble yd4acTBYIOT B AU(PPEPEHIIMPOBKE KIETOK MEPUCTEM W
opranorene3e pactenuii (Ni and Clark, 2006). /lannblit reH npeacraBisieT coOoi
TPaHCMEMOPAHHBIN MENTH, COCTOSIINN U3 CUTHAIHHOTO N-KOHIIEBOTO MENTUIA U
CLAVATASZ/CLE3-nentnga, ©Ha C-KOHIIE KOTOPOTO BBIACISIOT  BBICOKO
KOHCEPBAaTUBHBIN yuacTok JuyinHOM 13 a.0. — CLE-goMen (PucyHok 9). CurHanbHbIH
nyTe CLAVATA ydacTByeT B MOAAEpKaHUM TIOMYJSALUNA CTBOJOBBIX KJIETOK B
MepHUCTEMaxX KOpHA U o0era pacTeHUid, U COCTOUT U3 curHainbHoro nentuaa CLV3
(CLE), peuenTop-nogo6usix kuHa3 CLV1 u CRN, u pernentop-nogo0Horo 0esika
CLV2 (Jeong et al., 1999; Miiller et al., 2008). Cuurtaercs, uro 6enxku CLV1, CLV2
u CRN y3narot nentug CLV3, B pe3ynbTare 4ero mNpouCXOIUT WX aKTHBAIUS, YTO
B KOHEYHOM HTOre CHUxkaeT skcmpeccuto ¢akropa Tpanckpuniuun WUSCHEL
(WUS), criocobceTByrotiero mposudeparmu ctBojoBbIX KieTok (Brand et al., 2000;
Schoofetal., 2000). Bso mokazano, yto mytamuu B CLV1, CLV2, CLV3 wiu CRN

NPUBOJAT K yBelnueHHto Jkcnpeccun WUS © mocnenyromed SKCHaHCUU
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CTBOJIOBBIX KJIeTOK B Mepuctemax (Schoof et al., 2000). Takxke motepst ¢pyHKIHH
rena CLV3 npuBoauT k aeaudGepruHIMpOBKE U YCUICHHUIO posndepannu paHee

nudpepennupoannbix kietok (Reddy and Meyerowitz, 2005).

B nannoit pabote ObLT MPOBEEH CPAaBHUTEIBHBIN aHAIN3 SKCIIPECCHH TEHa,
komupytomero CLE-nenTua B pa3inyHbIX opraHax sSIUMEHs, a TaKKe B JIMHAMHKE
cospeBanust kosoca (Pucynok 10). Haubosbimas TpaHCKPHUIIIMOHHAS aKTUBHOCTD
JAHHOTO TE€Ha HAOJI0Janach B KOPHSIX MPOPOCTKOB, YTO XOPOIIO COTJIACYETCS C
JTAHHBIMU HCClieioBaHu 00 akTUBHOCTH TeHOB ceMeiicTBa CLAVATA B nporiecce
nuddepeHIIMPOBKHY KiIeToK MepructeMbl kKopHs (Yamaguchi et al., 2016). I1pu atowm,
HaOJFOTaeMBIi YPOBEHb AKCIIPECCHUU TEeHAa-KaHAWIaTa B KOJoce ObLI B IIEJIOM Ha
MOPSIJIOK HUKE YeM B KOPHSIX, OJTHAKO BBISIBJICHHBIC Pa3IUUMsl ObUIA CTATUCTUYECKU
nocroBepHbIMU Mexay 1:BwBIpl m Bowman Ha cragusx MOJIOYHO-BOCKOBOH H
BOCKOBOH CIEJIOCTH.

B nocnennee BpeMs B JIUTEpaType MOSBISIOTCS HOBBIC JaHHBbIE 00 y4acTUH
curHasibHoro nytu CLAVATA-WUSCHEL B nponieccax ¢popMHpoBaHUs COLIBETUH,
dbopMbI U pa3zmepa IMII0/I0B, a TAKKE ONPEACIICHHUS apXUTEKTYPhl KOJI0Ca y 3JIaKOB
(Basu et al., 2019; Liu et al., 2020). ¥V sumMeHns, ObUIO IOKa3aHO HAIUYHE
nuddepennmanbaon skcnpeccun reHoB CLV1, CLV2 u WUS Ha caMbIx paHHHX
cramusx pasButus u auddepeniuponke kojoca (Liu et al., 2020). Oxnako mis
ICHOB, KOIUPYIOIMX CUTHambHBIe mentuasl CLV3, marrepHsl dSKcmpeccuu
BBISIBJICHBI HE OBLIM, YTO, BO3MOXXHO, CBSI3aHO C MX HU3KOW TPaHCKPUITIIMOHHOMN
aKTUBHOCTBIO B KoJioce. boiiee TOro, B HEKOTOPBIX HCCIEIOBAaHUSAX ObUIH
BBIIBUHYTHl ~ TIPEANOJOKECHUSI O BO3MOXHBIX  IUICHOTPOMHBIX  (QYHKIIHSX
curHanbHbix  mentugoB  CLE,  Bkoouwas  BimstHme  Ha  MeTabonm3Mm
dbeHwImponaHonoB. Y apalujorncuca, MpU aHAIW3e€ MYTAHTOB IO TEHaM,
komupytomumM paznuaabie CLE-menTuapl, ObI1 onmucaH KapiMKOBBIM (DEHOTHTI, Y
KOTOPOTO JINCThS TPUOOPETAIN MHTEHCUBHYIO aHTOIIMAHOBYIO OKPACKY, KOTOpast HE
HaOmromanack y aukoro tuma (Strabala et al., 2006). B pe3ynbTarte cpaBHUTEIIEHOTO
TPAaHCKPUTITOHOMHOTO aHaJi3a B COIBETUSAX TOUYTH-M30TEHHBIX JMHUW TOMaTa,

Hecymux myTamnuu B reHax Clv3 u WUuS, Oblia BBISBJICHA MOBBIIICHHAS KCIIPECCHS
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T€HOB, BOBJICUEHHBIX B METa00JIM3M JIUTHUHA, OMOCHHTE3 (DTABOHOUIOB M OTBET HA
cTuMyJibl okpyxkaromieit cpeasl (Chu et al., 2019). Tem He MeHee, IPeaNION0KEHNE
0 BO3MOXHOW ponu rTeHa u3 cemeiictBa CLAVATA B cuHTe3e MelaHWHA
BBIJIBUHYTO BIIEPBBIE B JaHHOU padoTe.

Hyxneotunnas mociaenoBaTenbHOCTh TeHAa-KaHANAAaTa Obllla CEKBEHUPOBAHA
U TpOaHATM3MpPOBaHa B oOpa3lax sSYMEHS C MEJaHMHOM H 0€3, HMEIOUINX
pasnuyHoe reorpaduyeckoe MPOUCXOXKICHUE, BKIIIOYasi 00pa3ibl IUKOTO STUMEHS.
B pesynbTare ObUIM BBISBICHBI JIEBATH MOIUMOP(PU3MOB, KOTOPHIE HACIEIYIOTCS
COBMECTHO, (hOpMHpYsI TaruIOTHI, aCCOIMUPOBAHHBIN ¢ HATMYUEM OKpacku. CeMb
U3 JIEBATU NOIUMOP(PU3MOB JOKAIU30BaHbI B 5 -HETPaHCIMPYEMOM palioHe I'eHa, a
JIBa pacCIojioKeHbl B Oenok-koaupyromieit obnactu (Pucynok 9). Ilpuuem, o6e
3aMEHBbI B 0€JIOK-KOAUPYIOIIEH 00JIaCTH SBJISIFOTCS HECHHOHUMHUYHBIMU U IPUBOJIAT
K 3aMEHE aMUHOKHCIOTHI. MOXHO MPEANONOKUTh, YTO pa3Hble (PEHOTUIINYECKUE
MPOSIBJICHUSI T€HA-KaHAMWAATa CBSI3aHbl JIMOO C 3aMEHaMU B OEJIOK-KOJIUPYIOLIEh
YacTU TeHa, 1100 ¢ moauMoppu3MaMu B 5 -HETpPAHCIUPYEMON 00JacTH, KOTOphIE
MOTYT BIUATH Ha MNPOCTpaHCTBeHHYIO CTpykTypy MPHK u eé€ sddextuBHOCTH
CBSI3bIBaHMS C pOOCOMOM B MPOIECCE TPAHCIISALIUH.

beimo mokazaHo, 4YTO OJWH W3 BapUAHTOB OMKHCAHHOTO TaIUIOTHIIA,
BKJTFOUYAIOIIUI JEBSITH COBMECTHO HACIIEyeMbIX MOJTMMOP(PHU3MOB, BCTPEUACTCS Y
BCEX MPOAHATU3UPOBAHHBIX 00Pa3IIOB SUYMEHS C MEJIAHWHOM, a BTOPOW BapHaHT —
OBLT BBISBJICH TOJIBKO cpenu o0pa3ioB 0e3 MeinanuHa (Pucynok 9, [Ipunoxenue 5).
DT0 HaONIOICHNE TIO3BOJISIET MPEATNOI0KUTH, YTO TAMJIOTHUII, ACCOITMUPOBAHHBIN C
YepHOU OKpAacKoW 3€pHOBKH, HMEET MOHO(DUIETHYECKOE IPOUCXOXKIACHHE U
BEPOATHO BO3HHK €IIe O JOMECTHUKAIUW SYMEHS. JTO COTJacyeTcsl ¢ JaHHBIMHU
reHoreorpa)uyeckoro aHajiusa, IMpoBeleHHOro Ha 178 oOpa3max JTuUKOro u
KyJIbTYPHOTO SIUMEHSI, CPeAu KOTOpPbIX ObUI0 49 00pasioB ¢ 4epHOM OKpacKoi
3epHOBKH, Tipu oMoty 13 ITIP-mapkepos, cuenennubix ¢ gokycom Blpl (Long et
al., 2019). Uccnemyembie 0Opasibl pa3aeiisiIICh Ha TPH OCHOBHBIX KiacTepa:
NepBBIE JIBa KJAcTepa BKIIOYAIN TOJBKO OOpasllbl ¢ HEOKPAIICHHOW 3E€pPHOBKOM,

BHYTPHU KOTOPLIX IHMPOHUCXOAWJIO Pa3JCICHHUC Ha KJIACTCPbl MCHBIICTO IIOPAAKA B
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3aBUCUMOCTH OT TeorpadMyecKoro TPOUCXOXKIeHuss o0pa3ioB. OOpasisl,
npouspacraomme B obnactu bmmwxnero Boctoka (Cupusi, WUpan, W3paunn)
BBIJICTISTUCHh B OTJICJIbHBIE HEOOJbIIME KIacTephl, KaKk W 00pa3lbl U3 00JacTu
BocTtounoii A3uu u Tubera. B Tpetuil KpynHbIil KjacTep MoMail Bce 00pasibl C
YepHOM 3epHOBKOM, UMEIOILIUE PA3IMUHOE reorpaduueckoe MpoUCcX0oXkaACHHUE, YTO,
0 MHEHHMIO aBTOpPOB, YKAa3blBa€T Ha TO, YTO NPHU3HAK YEPHOW OKpPACKHU
OTHOCUTEIHHO KOHCEPBAaTUBEH U, BEPOSATHO, MPOU3OIIET OT OJHOTO HMCTOYHMKA,

CYIIECTBOBABIIErO0 A0 PA3JCICHUsI IUKOro siuMeHs Ha bmmkHem Boctoke n B

Tubete (Long et al., 2019).

4.2 nentudurkanus Ipyrux reHoB-y4acTHUKOB MeJIaHOTeHe3a Y STUMeHs

4.2.1 I'enbl myTH OMOCHHTE3A (DEHUITIPONAHONIOB

Panee Obula mpeAmnosoKeHa  TeCHas  CBsI3b MyTH  OHMOCHMHTE3a
(eHMINPONaHONI0B U MeJIaHOTeHe3a y pacTeHUi. CUuTaeTcs, YTo MPOMEKYTOUHBIE
COCMHEHHSI JAHHOTO METa0OIMYECKOT0 MYTH MOTYT BBICTYNAaTh B KadeCcTBE
(dbeHONMBHBIX CyOCTpaTOB B TMpoIlecce CHHTe3a MenaHuHa. Hampumep, ObLIO
YCTaHOBJIEHO, YTO MOHOMEPHI MEJIaHMHA OBCA IPEUMYIIIECTBEHHO MTPEICTABIICHBI I1-
KymapoBo# kuciotoi (Varga et al., 2016), koTopast SIBISETCSI OAHUM U3 KIFOYEBBIX
COCIMHCHUH B Mpollecce CHHTe3a (IaBOHOMUIOB U MOHONMTHONOB (Pucynok 1).
Taxxe B CpaBHUTENBHBIX TPAHCKPUIITOMHBIX HCCICIOBAaHMIX ObLIa IMOKa3aHa
MOBBIIIICHHAST HKCIPECCHUS TEHOB JTaHHOTO METabOIMYecKOTro MyTH B CEMEHax,
COJCPIKAIMX MEIIAaHWH, HA MO3IHUX cTaiusx ux co3peanus (Wan et al., 2016;
Glagoleva et al., 2017; L. Wang et al., 2020).

B pamkax pganHOW pabGoThl OBLT TIPOBENIECH CPABHUTEIBHBIM aHAIN3
OKCIIPECCUHM TEHOB, KOAMPYIOMIMX KIIOueBble (epMeHThl MyTH OHOCHHTE3a
bermmnpomnanongos — Pal, C4h u 4Cl, a takke remoB Hct, C3'h u Comt,
KOAMPYIOMUX (PEPMEHTHI, Y4YacTBYIOIIME B CHHTE3€ MOHOJIUTHOJIOB, B IOYTH-
U30TCHHBIX JIMHUAX SYMCHS B JUHAMUKe pa3Butus kojoca (Pucynok 11). Beuio

MOKa3aHo, B Pa3BUBAIOLIEMCS KOJIOCE HAa CTaJuU BbIXOJa B TPYOKY MPOUCXOIUT
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aKTHUBAIIMS TEHOB JAHHOTO METa00JIMYECKOTO MyTH BHE 3aBUCHMOCTU OT T€HOTHUIIA
pactenusi. OnHaKo, B JIMHUMW, HAKAIUTMBAIOIIEH MEJIaHUH B O0OJIOUKAX 3epHa —
i:BwBIpl, mpoucxoaut Bropuunas aktuBaius reno Pal, C4h, 4Cl u C3'h Ha
paHHEH BOCKOBOHM CTaauy CIEIOCTH, B TO BpeMs KaK B HEOKPAIICHHOM COPTE
Bowman ux skcmpeccusi MOCTENEHHO CHUXKAETCS MO MEpPEe CO3PEeBaHMs KoJoca.
Takum 00pa3oM, B JaHHOW paboTe ObUIO MPOAEMOHCTPUPOBAHO, YTO IE€HBI IyTH
OvocuHTe3a (PEHWINMPONAHOUIOB BOBJICUEHBI B MEJIAHOTEHE3 y SUMEHS, a TaKkXKe
BIICPBHIE TOKA3aHO HAJIWYUE WX BTOPUYHOW aKTHBAIlMM B OTBET HA CHHTE3
MEJTaHHUHA.

Bbonee Toro, B maHHOM WHCCIIEIOBaHWU Oblja BBISBICHA crelUpUYecKas
aKTHUBAIMSl SKCIPECCUU TIeHa, Kojaupyromero O-metuntpaHcdepasy KodelHon
kucioTel (COMT) B nuHUM ¢ METaHUHOM B 3€pHE Ha MOJIOYHO-BOCKOBOM M paHHEH
BOCKOBOM crtamuax cmemoctu (Pucynok 11). [laHHblii (GepMeHT B mporiecce
OWOCHHTE3a MOHOJUTHOJOB MOXET OCYIIECTBIISITh HECKOJIBKO pEaklHid, B
pe3yibTaTe KOTOPBIX MOTYT CUHTE3UPOBAThCS Takue (hEHOJIbHBIC COCTMHEHUS KaK
dbepynoBas ¥ CHHATUHOBAS KUCIOTHI, KOHU()EPOBBIM W CHHANTMIOBBIN aJIbICTHIbI,
koHudepoBblii u cuHamwioBbld cnupthl  (Marchiosi et al., 2020). Cpenu
MEePEUUCIICHHBIX COeTMHEHUN (pepysIoBasi KUCIOTa sBJsETCS Hanbosiee BEPOSITHBIM
MOHOMEpPOM MEJIAaHWHA y SYMEHS, TIOCKOJIbKY OBIJIO MOKa3aHO €€ MPUCYTCTBHE B
BBICOKHX KOHIIEHTpAIMAX B 000JI0YKaxX 3epHa y MieHuIbl v stumens (Hernanz et al.,
2001; Hemery et al., 2009; Barron et al., 2017). Taxxe ¢depynoBas Kucjiaora
CUMTaeTCsl Hanbosee MPEANOUYTUTEIBLHBIM CYOCTpaTOM IS TOJU()EHOIOKCHAA3BI

(PPO) y nmenuip (Laddomada et al., 2016).

4.2.2 T'ennl cemeiicTBa nosudenonocuaas (Ppo) sumeHst 1 ux poJib B
CHHTEe3e MeJIAHUHA

4.2.2.1 Anaau3s cemeiictBa reHoB Ppo

N3BecTHO, YTO MENaHUHBI SIBISAIOTCS pE3yJIbTaTOM (PEPMEHTATUBHOIO

OKHCJICHUA (bCHOJ'IBHBIX CoeJII/IHCHI/IfI J0 BBICOKOPCAKTHBHBIX XHUHOHOB
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nomdenonokcugazamu (PPO) ¢ wux mocnenyromeit monumepusanuen, dTo
IIPOMCXOAMT MPU MEXaHMUYECKOM ToBpexaeHun Tkanen pactenmii (Nicolas et al.,
1994). OgHaxko, B IOCiIeHEE BPEMSI MTOSBISTFOTCS JAHHBIE O BOBMOXKHBIX (DYHKIIUSX
PPO u B HemoBpexaeHHBIX TKaHXx pactenui (Boeckx et al., 2015, 2017), raxxke
ydacTue reHoB, koaupytomux PPO, B hopmupoBaHuM 4epHOM OKPACKU CEMSIH OBLIO
noka3ano s puca (Fukuda et al., 2012), apaxuca (Wan et al., 2016), apoy3a (Li et
al., 2020), kymxkyta (L. Wang et al., 2020).

Y  sgumens paHee ObUIO  ONWCAHO JBa T€HA, KOIUPYIOIINX
nonudenonokcuaazy — Ppol u Ppo2, nokann3oBaHHBIX Ha HAJTUHHOM IUIEYe
xpomocombl 2H (Taketa et al., 2010). B ganHOM ucclieq0BaHHH, 10 TOMOJIOTHH C
U3BECTHBIMM T€HaMu PPO ObulM HAEHTHPUIUPOBAHBI €€ JBa I'€Ha, KOTOPbIE
JIOKAIN30BaHbl Ha JUIMHHBIX Iiedax xpomocoM 3H u 4H. [lo anamorum c
U3BECTHBIMM T'€HAaMHU, BBIJICJICHHbIE TeHbl ObUTM Ha3Banel Ppo3 u Ppo4,
COOTBETCTBEHHO. [Ipm cpaBHEHHHM CTPYKTYpHOM OpraHuzaiuud reHoB Ppo ObLio
MoKaszaHo, 4to TeHsl Ppo3 u Ppo4 oriauyaroTcs MO CBOEW 3IK30H-UHTPOHHOMU
CTPYKTYpE OT paHee BbIJACICHHBIX TeHOB PP0Ol u Pp02, koTopsie coaepskar mo Tpu
9K30HA U JIBa UHTPOHA. B TO Bpems kak reH Ppo4 BkiIrodaeT TONBKO JBa HK30HA U
OMUH MHTPOH, reH Ppo3 He comepkut uHTpoHOB (Pucynok 12). Hecmotps Ha
BBICOKYIO BapralOeIbHOCTh MOCIIEeI0BATEILHOCTEN TeHOB PPO suMeHs, Bce YeThIpe
reHa COXPAHSIOT TUPO3UMHA3HBIN JOMEH, MOCIIE0BATEILHOCTh KOTOPOTO SIBIISIETCS
KOHCEPBAaTUBHOW y PacTEHUM, a Takke (PYHKIMOHAIbHBIA aKTUBHBIA LIEHTp Oeka
(ITpunoxenust 6 w 7). Bbicokas BapuaOCIIBHOCTh CTPYKTYpbl T'€HOB
norGEHOJIOKH a3 YacTo HaO0IaeTcs y pacTeHni, y kotopsix PPO komupyercs
CEMENCTBaMH T€HOB, U CBs3aHa C BBICOKOH crienu(PpuuHOCThIO oThenbHbIX PPO K
temnepatype, pH u penonsaomy cydcrpary (Yoruk and Marshall, 2003).

beimm  Takke — WACHTUPUIIMPOBAHBI  IOCJIENOBATEILHOCTH  T'€HOB,
xkoaupyronmx PPO, y npyrux BUIOB 3)1aK0B, BKJIFOYast MATKYo mineHuity (Triticum
aestivum), srutonic (Aegilops tauschii) u ypapry (Triticum urartu), a Takxke puca
(Oryza sativa), kykypy3sl (Zea mays), opaxunoauyma (Brachypodium distachyon)

u copro (Sorghum bicolor). Ha ocHoBaHUM aMHHOKHCIOTHOM MTOCIIEI0BATEILHOCTH
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TUPO3WHA3HOTO JIOMEHa OBUI0O CKOHCTPYHPOBAHO (HIOTEHETHYECKOE JEepeBo,
npezcraBicHHoe Ha Pucynke 13. ['enbl PPO qaHHBIX BUIOB pACTCHUMN pa3IeIUINCh
Ha JIBa KPYITHBIX KJIACTepa, BHYTPU KOTOPBIX TeHBI BUAOB Triticeae paznensrorcs Ha
JIBa KJacTepa MEHbBIIETr0 mopsaka. M3BecTHO, 4TO pa3Mep CEMEHCTB TEHOB,
xoaupyronmx PPO, y pa3HbIX BUIOB PAaCTEHUI MOXET CYIIECTBEHHO BaphbHPOBATH
(Jukanti, 2017; Tran et al., 2012). Takue pa3muuusi B KOJUYECTBE T'€HOB PpO
JIOCTUTAIOTCS KaK 3a CYET MPUOOPETEHHS HOBBIX TEHOB B PE3YJIbTATe CEIrMEHTHBIX
OYTUTHKAIAN, TPOUCXOJSIINX B T€HOMAaxX PACTCHUH, TaK W W3-3a YTPAThl paHee
nyrumnupoBaHHbX TeHoB (Tran et al., 2012). IIpudeM, cuuTaercsi, 4TO MATTEPHBI
PUOOPETEHUS/yTpaThl TeHOB PPO OTJIMYAOTCS ISl OHOMOJIBHBIX M JABYAOJIBHBIX
BUJOB pacTeHwid. s ABYIONBHBIX pPacTeHUH, y KOTOpeIX cemeiictBo PPO
IPE/ICTABICHO  OOJIBIIMM  KOJNMYECTBOM T'€HOB, XapaKTepHO  IOSBICHUE
MHOTOYMCIICHHBIX JYTUIMIIUPOBAHHBIX TEHOB, KOTOPBIC BO3HHKIHU YXKE IMOCIE
auBepreHnuu BuaoB. K mpumepy, ceMb W3 OJMHHAALATH TeHOB PpO Tomoss
(Populus trichocarpa) mpowu3onun B pe3yibTaTe CErMEHTHBIX IYIUIMKALMA |
(GOpMHUPYIOT OJIMH KJIACTep Ha (DUIIOTCHETHYECKOM JCpPEBE, B TO BpPEeMs Kak st
OCTaJIbHBIX TCHOB OBUIM BBISIBICHBI OPTOJIOTH CPEAM IPYTUX BHIOB JBYIOIBHBIX
pacrenuii (Tran et al., 2012). B To ke BpeMs y JABYAOJNBHBIX pacTeHUN TeHbI PPO
MOTYT OBITh TIOJTHOCTBIO yTpadeHsl, Hanpumep, y Arabidopsis thaliana, mu6o moryt
NPUCYTCTBOBATh enuHUYHBIC TeHbl PPo (Taranto et al., 2017; Tran et al., 2012). [l
OJTHOJIOJIBHBIX PACTCHUH, HA0OOPOT, CUMUTACTCS, YTO CETMEHTHBIC IYIUTHKAIUU
reHoB Ppo mnpowsonuin eme y oO0mero mnpeaka OJHOIOJIBHBIX PACTCHUN 10
JMBEPreHIMd BUIOB. [IpeArnonoxuTenbHo OOMIMN MPEeIoK OJHOMOJIBHBIX HME
yetbipe TeHa Ppo (Tran et al., 2012). HekoTopsie U3 3TUX MPEIKOBBIX TCHOB ObLIH
yTpPa4YeHbl B XOJIC 3BOJIIOLUH, HAMIPUMED, Y pUCA, B TEHOME KOTOPOTO BBIJCICHO
tToapko aBa rena Ppo (Oryza sativa) (Yu et al., 2008), nmu6o npuoOpeTeHbI
JIOTIOJTHUTEIbHBIC — MYIUIMIMPOBAHHBIC TI'eHBI, HAmpuMep, y Ccopro ObLIO
uaeHTuuIrpoBano Bocemb renoB Ppo (Cai et al., 2013). beuto mokasaHo, B TOM
qucje B paMKax JJaHHOT'O MCCJIeI0BaHus, 4YTo reHbl ssuMeHst PPol u Ppo2 seisitorcs

opTosioramu ojHoro u3 reHoB Ppo puca — Phrl (PPO-1 na Pucynke 13), u Bo3Hukim
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BCJICZICTBME CETMEHTHOW MYIUTMKAIMU JUTMHHOTO TUIeYa XPOMOCOMBI 2 y OOIIETro
npeaka TpuOwl Triticeae (Taketa et al., 2010; Taranto et al., 2017). /lanHble reHbl
BMECTE€ C TECHAMH-OPTOJIOTaMU, WUICHTU(OUIMPOBAHHBIMU y KYKYpPY3bl, COpPro M
Opaxumoauyma, oopasyrot kinactep PPO-1 (Pucynok 13). JIpyrue aBa reHa siaMeHs
Ppo3 u Ppo4, BrnepBbie BBIJICICHHBIC U OXapaKTEPU30BaHHBIC B JIAHHOW padoTe,
BMECTE C OPTOJIOTHUYHBIMH MM TeHaMmH, QOpMHUpYIOT Apyroi kmactep — PPO-2.
[Tockomnbky, B kiactepe PPO-2 nipeacraBiieHbl 110 0AHOMY reHy PpPO KyKypy3bl U
COpro, a OpTOJIOTH OTIEIBHO 1Jisi TeHOB PP03 u Ppo4 Obuti BBISBICHBI TOJIBKO Y
MSTKOW TIICHUITBI U eIle OJU3KOPOACTBEHHBIX BHUIOB, TO MOXKHO CIEIaTh BBIBO/I,
yto reHbl PpP03 u Pp04 BO3HUKIM BCIENCTBHE AYIUIMKALMM, MPOU3OIICANIECH Y
npeaka Triticeae.

Panee Ob110 OKa3aHO, 4TO reHbl PPO OHOJOMBHBIX PacTeHHU (HOPMUPYIOT
YeThIpe KiacTepa, BKIIOYAOIIUE PAa3JIMYHbIC TeHbI KyKypy3bl u copro (Tran et al.,
2012). B nanHoli paboTe, uccieayeMblie reHbl PPO ssuMeHst GOpMHUPYIOT TOJIBKO JBa
KJIacTepa, KaKJbIX U3 KOTOPHIX BKIIIOYAET MO reHy PPO puca, a Takxke 1Mo OJHOMY
TeHy KyKypy3bl U copro. Ha ocHOBaHWMH 3TOT0, MOXHO TPEIOJIOKUTE, 9TO yTpaTa
JIBYX reHOB PPO mpowm3omnuia 6o emre y obmiero npeaka Oryza u Triticeae, 6o
CYIIECTBYIOT €IlI€ HE BBIJCIEHHbIE TEeHbl PPO y sS4YMEHS U TIICHUIIH,

JIOKaJIN30BaHHbIE HA IPYTUX XPOMOCOMAX.

4.2.2.2 Yuactue Ppo B cuHTe3€e Me1aHMHA

B pamkax naHHOM paboOThl ObUI BBINOJHEH CPAaBHUTENbHBIA aHau3
AKCIIPECCUU TEeHOB, kogupytoumx PPO, B nuHaMuKke pa3BUTHS KOJIOCA, C LEIbIO
BBISIBJICHUST B3aUMOCBSI3M OKCIPECCUM OTIENbHBIX T'€HOB PPO ¢ HaiuuueMm
MeJlaHMHOBOM okpacku (Pucynok 14). Beuto moka3aHo, 4TO BCE I'€HBI SIBJISIFOTCS
(YHKIIMOHAJIBbHO AaKTUBHBIMH W UMEIOT HEHYJIEBOW YPOBEHb JKCIIPECCHM KaK B
HEOKpaIIEHHOM, TaK U B OKpAIIEHHOM KoOJIoce ssiYMeHs. TeM He MeHee, B3aUMOCBSI3b

dbopMUpOBaHUS MEIAHUHOBOM OKpPACKHM C HAJWYUEeM 3HAYMMO ITOBBIIICHHOTO
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ypoBHs 3kcnpeccuu B quHuM 1:BWBIpl mo cpaBrHeHnto ¢ Bowman wabmromaercs
TOJIbKO JUIsi TeHa PP02. B oTinuue OT reHOB HayalbHBIX ATAMOB IMMyTH OMOCUHTE3a
(beHMINPOnaHonI0B, SKCIpeccHsl TeHOB PpPO OTCyTCTBYeT B pa3BUBAIOIIEMCS
KOJIOCE M YBEJIMUMBAETCS IO Mepe €ro co3peBaHus. MOXKHO MPEANOI0KUTh, YTO Ha
Oonee paHHUX »Tamax pa3BUTHUS KOJOCAa MPOUCXOJUT CHUHTE3 W HAKOIUICHHE
dbenompHBIX cyOcTpatoB miss PPO, koTopbie OKHCHISIOTCS Ha 0o0Jjiee IMO3IHUX
CTaJMSIX U MOJMMEPU3YIOTCS C 00pa30BaHUEM MEJIaHWHA.

J171s IpoBepKH MPEANON0KEHH 00 yuyacThu reHa PpPo2 B cuHTe3e MenaHuHa
B 3CPHOBKE SUYMEHS, OBUIM TPOAHATU3MPOBAHBI PACTCHHUS TMOKOJeHUus Fo,
noJIydeHHbIe B pesynbrare ckpemuBanus Juauu U004, Hecyied periecCUBHBIN
HepyHKIMOHANBHBINA amienb reHa Ppol, u 1677, Hecyliei peliecCUBHbBIE aienu
renoB Ppol u Ppo2, ¢ nunueii i:BwBIpl, umeromeit romuHanTHbIC TeHbl PPol u
Ppo2 (Taketa et al., 2010). B pesynsrate ckpemmuBanus U004 x i1:BwBlpl B
nokoJieHuH F, ObUIO BBISBICHO /1Ba (PEHOTUMUYECKUX KJIacca, COOTBETCTBYIOIIMX
OKpacKe POIUTENbCKUX (QOopM, TJie 4YepHas OKpacka 3€pHOBKH HACIEI0BaIACh
COTTACHO MOHOT€HHOMY JIOMUHAHTHOMY THITY, MHOTOKPATHO ONrcanHoMy jutst Blpl
(Buckley, 1930; Woodward, 1941; Costa et al., 2001; Jia et al., 2017; Long et al.,
2019). B pe3yabTare TeHOTHITUPOBAHKS MPH ITOMOIIM MapKepoB K reHam Ppol u
Blpl Obuto ycTaHOBIEHO, YTO BCE pacTeHHs F, ¢ YepHOl OKpacKod 3epHOBKH
o0Jiazany JOMUHAHTHBIM ajiiesieM Blpl, a Takxke okpacka pacTeHHH He 3aBHCesa OT
amnenbHoro cocrosinua reHa Ppol. Takum oOpa3oM, gaHHOe HaOIHOJEHUE

IMO3BOJIACT HCKIIIOYHUTh YI4aCTHUC I'CHA PpOl B CHHTC3C MCJIaHNHA B 3CPHOBKC AYMCHA.

Opnako, TpW aHaNU3€ pACHICTUICHUS, IMIOJYYCHHOTO B pe3yJbTaTe
ckpemuBanus 1677 X i:BwBIpl, 06buto uaeHTrduimpoBaHo Tpu GEeHOTHITHYSCKUX
KJlacca, JiBa M3 KOTOPBIX COOTBETCTBOBAIM (DEHOTUIIAM POJUTEIBCKUX (HOpPM —
YyepHas OKpacka 3€pHOBKH U 3€pHOBKa 0€3 UepHOro MUTMEHTA, a TPETUIl SBISIICS
MIPOMEKYTOUHBIM M 00Ja/all CBETJIO-cepoil okpackoii 3epHOBkH (PucyHok 16).
Hab6ntogaembie (heHOTUIIBI HACIEIOBATIUCH COMIACHO pacileryieHuo 9:3:4 (4yepHbIi,
cepplii u Oenbiid, coorBercTBeHHO) (Tabmmma 5). [ns 24 wuz 31 pacrtenuid,

00J1aJal0IINX CEPOM OKPACKOM, OBLIIO BRISIBIEHO HAJIMUKE PEIECCUBHOTO reHa Ppo2.
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[Ipruem, Bce pacTeHMs ¢ YEPHOM U CEPOU OKPACKOW 36pHOBKM UMEIU JOMUHAHTHBIN
aienb rena BIpl. Mcxoas u3 modydeHHBIX PE3yJIbTaTOB MOXKHO MPEATIOI0KUTH
HAJIMYUE SIUCTATHYECKOTO B3aUMOJICHCTBUSA Mexay reHamu Blpl m Ppo2; mms
aKTUBaIMu TeHa Ppo2 HeoOxomumo mnpucyrctBue BIpl, mpu sTom, Hammuwne

JOMHWHAHTHOTI'O I'CHaA Pp02 HEC ABJIACTCA H€06XOI[I/IMBIM JJIA CMHTEC3a MCJIaHHUHA.

Y puca (Oryza sativa), uepHas OKpacka CEMSH OIPEIEISICTCS
B3anMoJIelicTBHEM JIByX TeHOB: Phrl, kogupyromero nomudenonokcuaasy, u Bh4,
KoAupyrolero 0eaok-rpancroprep tuposuna (Zhu etal., 2011; Fukuda et al., 2012).
[Ipudyem, I TOSABICHHWS YEPHOTO MMHUMEHTa HEOOXOIWMO TMPUCYTCTBUE
byHKIMOHATBHBIX ajuteneid oooux reroB (Fukuda etal., 2012). I'er Bh4 we siBnsietcs
OpPTOJIOTOM TIPEJIOKEHHOTO B JaHHOW paboTe reHa-kanmumata Blpl, a Tarke
nokanm3anms TreHa Bh4 ne sBnsercs cuHTeHWuHOW Jsokycy Blpl. I'em Bh4
JIOKaJIN30BaH Ha XpomocoMe 4 puca, KOTopas SBJISETCS CUHTCHHUYHOW 2 TpyIe
XpOMOCOM IIIICHHMIIBI, U, cleaoBaTeinbHo, sumens (Kurata et al., 1994). Oanako, kak
y)Ke YIOMHHAJIOCh paHee, TeH Phrl sBnsercs oprosorom renoB Ppol m Ppo2.
[MpucyrcTBue GyHKImoHaabHOro reHa Phrl HeoOXoauMo Kak JUTst MOJIOKUTEIIbHOM
(dbeHONMpHON peakuu, Tak ¥ sl POpPMHUpPOBAHUS UEPHOW OKpPACKU CEMSH puca
(Fukudaetal., 2012). V sumeHs, OTBETCTBEHHBIM 3a y4acThe B ()CHOIBHOM peakinu
seisietcs ren Ppol (Taketa et al., 2010), u xak ObUTO MTOKa3aHO B JaHHOM padoTe,
JAHHBIM TeH HE BOBJICUYCH B cHHTe3 MeiaHuHa. C npyroit ctopoHsl, reH Ppo2 He
CBsI3aH C MOsIBIICHHEM (peHOJI-HEraTUBHOTO (peHotumna: cpeau 51 oOpasioB srAMeHs
¢ (heHOJI-HETaTUBHBIM (DEHOTUIIOM, BBISIBIICHHBIX B KOJUICKIIMH, BKJIFOUAIOIIIEH OoJiee
JIEBATU THICSY OOpaslloB, TOJBKO TpU 0Opaslia MMENu perecCUBHBIA TeH Ppo2,
MIPUYEM, U3BECTHO, YTO OJIHUM W3 dTUX 0Opa3IoB sBisieTcs auHus 1677, Hecymas
penieccuBHble ayiend u Ppo2, u Ppol (Taketa et al., 2010). Oagnako, B 1aHHO#
paboTe OBLIO CHENaHO MPEATNOI0KEHHE O TOM, YTO reH PPO2 sBiseTcs OAHUM U3
YYaCTHHKOB MEJIaHOTeHe3a. BeposiTHO, B MpoIiecce dBOJIONHUH TYTUTAIIUPOBAHHBIX
reHoB PpPO y siuMmeHs mpowu3oluia ux cyOQyHKIMOHAIU3alus, B pe3yJbTaTe Yero

GYHKIIMA UCXOTHOTO TeHA-TIPEANIECTBEHHUKA ObUTM pa3feieHbl MEXKIY IBYMS
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nymuiupoBanaeivu reHamu (Lynch and Force, 2000; Moore and Purugganan,
2005).
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3AK/IIOYEHUE

MenaHuHbl pacTeHUW SBJSAIOTCA MAJIOU3YYCHHOW TPYNIIOW ITMIMEHTOB
(heHOBHON IPUPOIBI, KOTOPBIE OKPAIITMBAIOT 000JIOYKH CEMSTH PACTCHUN B YEPHBIH
WIM KOpUYHEBBIA 1BeT. Peakuus, B pe3ynbTaTe KOTOPOM MIPOUCXOIUT
dbepMEHTAaTUBHOE OKHUCJIICHHE W TOJMMepu3anus (EHOJBHBIX COCIUHCHUU C
oOpa3oBaHMEM MeJIaHWHA TIPH MEXaHWYECKOM pa3pyIICHWH TKaHEH pacTeHUH,
ABJISIETCA ~ XOpomio  m3BecTHOW. OJgHako, O  OpUPOAE  TECHETHYECKHU
JIETEPMUHUPOBAHHOTO CHHTE3a MEJIaHMHA B HEMOBPEXKIACHHBIX 000JIOUKAX CEMSH
pacTeHMl K HACTOSIIEMY MOMEHTY U3BECTHO CPABHUTEIBLHO HE MHOTO. HacTosias
pabota Oblua MOCBSAIIEHA WACHTU(GUKAIIMM W aHAJIU3y TE€HOB, BOBJICUYCHHBIX B
MeJlaHoTeHe3 B 3epHoBke sumeHs (Hordeum vulgare L.). Besuio mpoBemeHO
aCcCOIMAaTUBHOE KapTUPOBAHUE I€HA, OTBETCTBEHHOTO 3a HAKOIUIEHWE MEJIaHWHA B
3epHOBKE slUMEHs, B JIOKyce BIpl u mpemokeH BEpOSATHBIA TEH-KaHIUIAT.
BrlisiBlIeHHBIN TeH-KaHauaaT koaupyetr curHaibHbii CLE-menTua u3 cemeicTBa
reHoB CLAVATA, ydactByromuii B 1udpepeHnnpoBke KIeTok MmepucteM. Panee
ObUTM BBIJBUHYTHI TPEAMNOJIOKEHHUS O BO3MOXKHOM BIIMSIHUM TEHOB CEMENCTBA
CLAVATA na ¢eHonbHbIA MeTab0OIM3M PACTEHUN, OJJTHAKO, CBSI3b T€HOB JAHHOTO
CEMEMCTBAa C CMHTE30M MeEJaHWHA MpEJJIoKeHa BIIEPBbIC B JTaHHOW padoTte. Jlis
00pa3IoB STYMEHSI, HAKAIUIUBAIOIIUX MEJIAaHUH B 000JI0UKaX 3€pHOBKH, ObLT OMKMCaH
raruioTUI, BKJIIOYAIOMIMKN JIEBSATH COBMECTHO HACIEAYEMbIX MOIUMOP(PU3MOB.
Hanuuue pganHOro ramioThna Kak y  OOpaslloB  SIUMEHS  Pa3IuyHOTO
reorpau4ecKoro MPOUCXOXKIEHUS, TaK U 'y 00pa3loB AUKOTO SYMEHS, MTO3BOJISET

CAciIaTh BBIBO O €T0 MOHO(l)I/IJ'IeTI/IIICCKOM IMPOUCXOKIACHHNU.

bbl1 mpoBeAeH CpaBHUTENBHBIN aHalU3 HKCIPECCUU TE€HOB, KOAMPYIOUIUX
OCHOBHbIE (pepMEeHTBbl OHWOCHMHTE3a (HEHUJIIPONAHOUIOB, B KOJOCE TOYTH-
W30TCHHBIX JTHHUI stamens. [Toka3ano, uro aktuBanus skcrpeccuu reqos Pal, C4h,
ACl, yyacTByIOmMX B KIIIOYCBBIX PEAKIMAX JaHHOTO METa0OJHUYEeCKOro IYTH,

IMPONUCXOJUT B JTHMHHUAX HA PAHHUX 9TAlldaX CO3PCBAaHUA KOJIOCA BHC 3aBUCUMOCTHU OT
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TUIIA HaKaIlJIMBaeMbIX IMI'MEHTOB. boiee TOro, BBISIBJICHO HaJIM4YHC BTOpHQHOﬁ
AKTHUBAllMKU JAaHHBIX I'CHOB, a4 TAKIKC CHCHH(bI/I‘IGCKaH dKTUBaIUA 3KCIIPCCCUU I'CHA

Comt Ha MO3JHUX CTAAUAX CO3PCBAHUA 3CPHOBKH B OTBCT HA CUHTC3 MCJIAHWHA.

B pesynbpraTe aHanm3a cemelictBa TeHOB nosudeHonokcuaas (PPO) sumens
ObUTM BIIEPBHIC BBIJCICHBI M OXapaKTEPU30BaHBI JBa HOBBIX TI'€HA JaHHOTO
cemeiictBa — Ppo3 u Ppo4. Hapsiny ¢ panee onucanHsiMH TeHamu Ppol u Ppo2,
IOKa3aHO, YTO OHHM O00JIAar0T (PYHKIIMOHAIBHBIM THPO3WHA3HBIM JIOMCHOM U
TPAHCKPHUITIIMOHHO aKTUBHBI B 3¢PHOBKE sTIMEHS. bbIIO MpOIeMOHCTPHUPOBAHO, YTO
DKCIIPECCUs OJIHOTO W3 TEHOB JAaHHOTO cemeilcTBa — Ppo2 crnenmdudecku
aKTUBUPYETCS B JIMHUM, HaKaIUIMBaMoIIeHd MenaHuH. [Ipy momomy aHanw3a
pacTeHMiA TOKOJICHHs F,, TONydeHHBIX B pe3ysbTaTe CKPEIIMBAHHWA JUHUH,
HECYIIUX pereccuBHBIC ayuienu reHoB Ppol u Ppo2, ¢ muaueit i:BwBIpl 6buio

YCTAHOBJICHO HAJIUYHC IITUCTATHICCKOI'O B33PIMO,Z[CﬁCTBHSI MCKAY I'CHaMH Blpl u

Ppo2.

B pesynbrare HacTOsIIEero ucciaeqoBaHus ObUIH MOJYyYEHbl HOBBIC 3HAHUS O
BO3MOXXHBIX MEXaHHW3Max MEJaHOTE€He3a y SUMEHS, B TOM YHCJIe, BBIJCICHBI U
MPOAHAM3UPOBAHBI TEHBI, KOTOphIE BOBJCUYECHBI B OWOCHHTE3 MEJIAHUHA.
[lonyueHHble pe3yiabTaThl CTaHYT OCHOBOM IS JajdbHEUIEr0 U3y4YeHUs
MEXaHU3MOB CUHTE3a MellaHuHa y pactenuid. Pazpaborannsie [TI[P-mapkeps! k reHy
Blpl MoryTr ObITh MCIOJB30BaHBI WIS d(HHEKTUBHOTO MapKepP-KOHTPOIUPYEMOTO
oTOOpa TEHOTHUIIOB SIUMEHSI C MEJaHWHOM B 3epHe. [loMuMoO 3TOTO, pe3ysbTaThl
reHOTUITUPOBaHUA U (heHoTunmpoBanus koyekuuit sumenss BUP u Ullul” CO PAH
MOMOJIHAT MH(OPMAIMOHHBIE 0a3bl JAHHBIX TCHETMYECKUX KOJIJICKIIUH HOBBIMU
XapaKTePUCTUKAMHM, YTO BAXKHO JJISI YBEJIMYCHUSI T€HETHUYECKOTO pasHOoOOpasus u

JAJIbHENIIETO MCTIOIb30BaHMsI MaTepralla OMOPECYPCHBIX KOJUIEKIIUH.
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Ppo?2 B cunTe3e MenaHnHa B 3€PHOBKE STUMEHSI.
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HPUJIOXKXEHUSA

IIpunoxenne 1. Criricok 06pa3ioB ssumens u3 kojuiekuii BUP u ULul', ucnons3yemsbie B paboTe, a TakKe pe3yJIbTaThbl
reHoTunupoBanus rnpu momoru [MIP-mapkepos u3 nokyca Blpl. A u B — o6o3naueHus amneneii, 0 — ayuiens Heonpe/IeseH.

Howmep Kat.Ne [poucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rlG086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
VIR1 11749 Keiprezcran na B A B B B B A A B
VIR4 15788 Kuraii na B A B B B B A A A
VIR5 15878 Kuraii na B A B B B B A A A
VIR7 17027 Kaszaxcran na B A B B B B A A A
VIR9 17667 CIIA na B A B B B B A A A
VIR10 17881 AzepOaiimkan na B A B B B B A A B
VIR11 17945 Y36ekucTan na B A B B B B A A A
VIR12 17972 Upan Ja B A B B B B A A A
VIR13 18685 Apxup na B A B B B B A A A
VIR14 18696 Kanana na B A B B B B A A A
VIR17 19771 Benbrus na B A B B B B B A B
VIR18 20006 Dduonus Ia B A B B B B B A B
VIR19 20009 Dduonus na B A B B B B B A B
VIR20 20068 Dduonus Ia B A B B B B B A B
VIR21 20097 Dduonus na B A B B B B B A B
VIR22 20099 Dduonus na B A B B B B B A B
VIR23 20121 Dduonus Ia B A B B B B B A B
VIR24 20533 Dduonus na B A B B B B B A B
VIR25 20662 Adranucran na B A B B B B B A B
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
VIR27 22752 Doduonus na B A B B B B B A B
VIR28 22930 Dduonus na B A B B B B B A B
VIR29 23187 Upan na B A B B B B A A A
VIR30 23219 AzepOaiimkan na B A B B B B A A B
VIR31 23334 Typuust na B A B B B B A A A
VIR32 23442 Bonusus na B A B B B B A A A
VIR33 24817 BborcBana na B A B B B B B A B
VIR34 24818 Tepmanns na B A B B B B B A B
VIR35 24823 I'epmanus na B A B B B B B A B
VIR36 24949 Doduonus na B A B B B B 0 A A
VIR37 24950 D¢uonus na B A B B B B B A B
VIR38 24952 Doduonus na B A B B B B B A B
VIR39 25008 Dduonus Ja B A B B B B B A B
VIR40 25304 ApreHTuHa na B A B B B B A A A
VIR41 25509 Dduonus Ja B A B B B B B A B
VIR42 25541 D¢uonus na B A B B B B B A B
VIR43 25621 AzepOaiimkan na B A B B B B A A B
VIR44 25626 Azep0aiimkxan Ja B A B B B B A A 0
VIR45 25803 I'epmanust na B A B B B B B A 0
VIR46 25804 I'epmanus na B A B B B B B A 0
VIR47 26254 BenukoOputanus Ja B A B 0 B B 0 A B
VIR48 26303 AzepOaiimkan na B A B B B B A A B
VIR49 26310 Azep0Oaiimkan na B A B B B B A A B
VIR50 26311 AzepOaiimkan na B A B B B B A A A
VIR51 27441 YexocnoBakus na B A B B B B B A B
VIR52 27442 Yexoca0oBaKus na B A B B B B B A B
VIR53 27689 I'epmanus na B A B 0 B B 0 A A
VIR54 27692 T'epmanus na B A B B B B B A B
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Homep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO08 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ATul") 6710 7 90
VIR55 28125 Doduonus Ia B A B B B B B A B
VIR56 29720 Dpuonus Ja B A B B B B B A B
VIR57 30613 Kanana Ia B A B B B B 0 A B
VIR59 31079 Kuraii Ja 0 A B 0 B B 0 A B
VIR60 3282 Doduonus Ia A A B B B B B A B
VIR61 5144 Tynuc Ja B A B B B B A A A
VIR62 5445 Dduonus Ja B A 0 0 B B B A B
VIR63 5447 Doduonus Ia B A B B B B B A B
VIR64 5448 Dduonus Ja B A B B B B B A B
VIR65 7087 Doduonus Ia B A B B B B A A A
VIR66 8682 D¢uonus na B A B B B B B A B
VIR67 17384 Doduonus Ia B A B B B B B A B
VIR68 17554 Dduonus Ia B A B B B B B A B
VIR69 18830 D¢uomnmus, na B A B B B B B A B
[oa(mpos.)
VIR70 18844 Douonus Ja B A B B B B B A B
VIR71 18853 Dduonus Ia B A B B B B B A B
VIR72 19979 Douonus Ja 0 A B B B B B A B
VIR73 19982 Dduonus Ia B A B B B B B A B
VIR74 19997 Douonus Ja B A B B B B B A B
VIR75 20024 Dduonus Ja B A B B B B B A B
VIR77 20040 Dduonus Ja B A B B B B B A B
VIR78 20042 Douonus Ja A A B B B B B A B
VIR79 20043 Dduonus Ja B A B B B B B A B
VIR80 20048 O¢uonms Ja B A B B B B B A B
VIR81 20065 D¢uonus Ja B A B B B B B A 0
VIR82 20067 Dduonus Ia B A B B B B A A A
VIR83 20077 Dduonus Ia B A B B B B B A B
VIR85 20154 Duonus Ja B A B 0 B B B A B
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
VIR86 20195 Doduonus na B A B B B B B A B
VIR87 20519 Dduonus na B A B B B B B A B
VIR89 20534 Doduonus na B A B B B B B A B
VIR90 21126 Dduonus na B A B B B B B A B
VIR91 21850 Doduonus na 0 A B B B B B A B
VIR92 21853 D¢uonus na B A B B B B B A B
VIR93 23255 D¢uonus na B A B B B B B A B
VIR94 23441 Doduonus na B A B B B B B A B
VIR97 25010 D¢uonus na B A B B B B B A B
VIR98 26590 Doduonus na B A B B B B B A B
VIR99 30808 D¢uonus na B A B 0 B B B A B
VIR100 3477 Kuraii na B A B B B B A A B
VIR101 3502 Kuraii Ja B A B B B B A A A
VIR102 12265 Kuraii na B A B B B B A A A
VIR103 12284 Kuraii Ja B A B B B B 0 A A
VIR104 15151 Kuraii na B A B B B B B A B
VIR106 15600 Kuraii Ja B 0 B B 0 B A A B
VIR107 15790 Kuraii na B A B B B B A A A
VIR108 18996 Kurait, na B A B B B B A A A
Cehruyanb(11poB.)
VIR111 2765 Snonust na B A B 0 B B A A A
VIR112 19068 Snonust na B A B B B B A A A
VIR114 31075 Henan Ia A A B B B B B A B
VIR116 25872 Wnpus Ja A A B B B B B A B
VIR117 19879 ApreHTuHa Ia B A B B B B A A A
VIR118 26750 ApreHtuHa na B A B B B B A A A
VIR119 21954 ApreHTuHa, na B A B B B B A A A
Kopmosa(ipos.)
VIR120 21567 BonuBus na B A B B B B B A B
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Howmep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(Aul) 6710 7 90
VIR121 23378 BonuBus na B A B B B B B A B
VIR122 27153 Bomusus na B 0 B 0 B B B A B
VIR123 21551 Bonusus, Jla- na B A B B B B B A B
[Mac(nenmaprameHT
)
VIR124 23400 Mekcuxka na B A B B B B A A A
VIR126 23306 Ilepy na B A B B B B B A B
VIR127 30337 Iepy na B A B B B B B A B
VIR128 30387 Ilepy na B A B B B B B A 0
VIR129 30388 Iepy na B A B B B B B A B
VIR130 30625 Ilepy na B A B B B B B A B
VIR132 30643 Ilepy na B 0 B B B B B A B
VIR133 30658 Iepy na B A B B B B B A B
VIR134 30659 Ilepy na B A B 0 B B B A B
VIR135 30660 Iepy na B A B B B B B A B
VIR137 30676 Ilepy na B A B B B B B A B
VIR139 30683 Iepy na B A B B B B B A 0
VIR140 17680 CIIA na B A B B B 0 A A B
VIR141 24646 CIIA na B A B B B B A A B
VIR142 24970 CIIA na B A B B B B A A B
VIR144 26860 CIIA na A A A B B B B A B
VIR145 26895 CIIA na A 0 B B B B B A B
VIR146 3287 CIIA,Ansicka(mt na B A B B B 0 B 0 B
aT)
VIR147 27989 Kanana na B A B B B B B A B
VIR148 1015 Kanana,OnTapuo( na B A B B B B A A A
ITAT)
VIR149 18676 Kanana,OnTapuo( na B A B B B B A A B
ITAT)
VIR150 18703 Kanana,Onrapuo( na A A B B B B B A B

ITAT)
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Homep Kat.Ne IMpoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVUIH
BIP HUH 70156 | 1Hr1GO8 | r1G086760 | rlG086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(M1ul") 6710 7 90
VIR153 17845 Aszepbaiimkan it} B A B B B B 0 A
VIR154 11356 Aszepbaiinka, Ja B A B B B B 0 A
T"anmxa
VIR155 11358 Aszepbaiinka, Ja B A B B B B 0 A B
T"anmxa
VIR156 11372 Aszepbaiimnxa, it} B A B B B B 0 A 0
I'eokuaiickuii(pait
OH)
VIR157 7141 Azep0aiimka, na B A B B B B 0 A B
JoxeOparrsckuii(
paiioH)
VIR158 7327 Azep0aiimka, na B A B B B B 0 A 0
Kyb6unckuii(paito
)
VIR159 7383 Asep0aiimxa,Kyo na B A B B B B A A A
UHCKHH(paioH)
VIR160 7851 AsepOaitmkantlen na B A B B B B A A A
KOpaHCKHUH(paiioH
VIR161 152 Aszepbaiinka, Ja B A B B B B A A B
Haropnsiit
Kapabax
VIR162 11361 Azep0aiimka, na B A B B B B A A B
Haropnsiii
Kapabax
VIR163 7189 Azep0aiimka, na B A B B B B A A B
OuzynmuHCKHi(pa
1OH)
VIR164 11917 Keipreizcran, na B A B B B B A A A
UYyiickuii(paiion)
VIR165 3959 Momnroaus na B A B B B B A A A
VIR167 2959 MoHromnus, na B A B B B B 0 A A
Kob6nockwuii(aiima
K, 0071.)
VIR168 2893 TypkMeHucTan Ja B 0 B 0 B B A A B
VIR169 3108 TypkMeHucTan Ja B A B B B B 0 A 0
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Howmep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(Aul) 6710 7 90
VIR171 5911 TypkMeHHCTaH na B A B 0 B B 0 A 0
VIR172 26105 V36ekucran na B A B B B B A A A
VIR173 7998 V306ekucras, na B A B B B B A A A
Byxapckasi(00:1.)
VIR175 22628 Upakx na B A B B B B A A A
VIR176 2998 Upau na B A 0 0 B 0 A A B
VIR177 3079 Upan na B A B B B B A A B
VIR178 10046 Upau a B A B B B 0 A A B
VIR179 10382 Upan na B A B B B B A A B
VIR180 22477 Upan na B A B B B B A A B
VIR181 23176 Upau na B 0 A 0 B B 0 A B
VIR182 9100 Upam, na B A B B B B A A A
Kepmanmraxan(oc
TaH)
VIR183 3256 Cupus na B A B B B B A A B
VIR185 3302 Typuus na B A B B B B 0 A B
VIR186 13241 Typuus na B A B B B B A A B
VIR187 19750 Typuus na A A B 0 B B A A B
VIR188 8954 Typuwms, Xomku na B A B B B B A A B
Yy
VIR189 176 I'py3us na B A B B B B A A B
VIR190 1067 Jarecran na B A B B B B A A B
VIR191 4690 ApmeHnus na B A B B B B A A B
VIR192 13233 Jlarecran na B A B B B B A A B
VIR193 15287 Jarecran na B A B B B B A 0 B
VIR194 15288 arecran na B A B B B B A A B
VIR195 25306 I'py3us na B A B B B B B A B
VIR196 1013 I'epmanus (o na B A B B B B A A B
1991r.)
VIR197 3673 I'epmanus na B A B B B B A A B
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Howmep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(Aul) 6710 7 90
VIR198 3740 Iepmanns na B A B B B B B A A
VIR199 17586 I'epmanus na B 0 B B B B A A A
VIR200 18067 Iepmanns na B A B 0 B B A A B
VIR201 18569 I'epmanus na B A B B B B A A A
VIR203 19684 I'epmanns (mo na B A B B B B A 0 A
1991r.)
VIR204 20250 lepmanns na B A B B B B A A B
VIR205 20921 I'epmanus a B A B B B B B A B
VIR206 20923 Tepmanns na B A B B B B B A B
VIR207 24825 Tepmanns na B A B 0 B B B A B
VIR209 25793 I'epmanus (o na B A B B B B B A B
1991r.)
VIR210 26754 I'epmanus na B A B B B B B A B
VIR211 27295 I'epmanus (mo na B A B B B B B A B
1991r.)
VIR212 28201 I'epmanns (mo na B A B B B B B A B
1991r.)
VIR213 30098 T'epmanus (110 na B A B B B B B A B
1991r.)
VIR214 19776 Benbrus na B 0 B B B B A A A
VIR216 25855 OpanHIms na B A B B B B B A B
VIR217 22784 IIBenus na B A B B B B B A B
VIR218 5477 VYkpauHa, na B A B B B B A A B
JHenponeTpoBck
asi(001.)
VIR219 5484 VYkpauna, na B A B B B B A A B
JHenponeTpoBck
asi(001.)
VIR220 5488 VYkpauHna, na B A B B B B B A B
JHenponeTpoBck
asi(001.)
VIR221 4289 Kuposckasi(06i1.) Ja B 0 B B B B B A B
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Homep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO08 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ATul") 6710 7 90
VIR223 14645 Kpacromapckmii na B B B B B A B
Kpai
VIR224 30748 Kemeposckas na B A B B B B B A B
o011
VIR226 7775 I'penus, Ponoc Ja B 0 B B B B 0 A B
VIR228 W-90 TypxmeHus Ia B A B B B B 0 A A
VIR229 W-91 Typxmenns na B A B B B B A A A
VIR230 W-378 AsepOaiimkan na B A B B B B A A A
VIR231 W-382 AzepOaiimkan na B A B B B B A A A
VIR232 W-839 Kasaxcrau na B A B B B B A A A
ICG22 8462 IBerust Ia 0 A B B A B B A B
ICG24 8461 D¢uonus na A A B B A B B A B
ICG102 8003 Benopyccust na B A B B B B A A A
ICG104 8009 Benopyccus Ia B A B B B B A A A
ICG134 8321 D¢uonus na B A A B B B B A B
ICG151 8487 Mekcuka HET 0 A B A B A B A 0
ICG159 BLP na B A B B B B B A B
ICG160 mBLP Ia B A B B B B A A A
ICG161 gBLP Ia B A B B B B B A B
VIR222 8279 CapatoBckasi(00d1. Ja B A B B B B A A A
VIR2 14760 T}zsa HET B A A A B B 0 A B
VIR3 15580 Kuraii HET B A B A B A B A B
VIR6 15904 Kurait HET B A B A B A B A 0
VIR8 17648 I'peuus HET B A B A B B B A B
VIR15 19273 Anonus HET B A B A B A B A B
VIR16 19274 Snonus HET B A B A B A B A B
VIR26 22591 MoHnronus HET B B B A B A B A B
VIR58 30831 HOsxnas Kopest HET 0 A B A B A 0 A B
VIR76 20028 Dpuonus HET 0 A A A B B B B B
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Howmep Kat.Ne IMpoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1IH | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HHUH 70156 | 1Hr1GO08 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(MLul) 6710 7 90
VIR84 20079 Dduomnus HET B A B A B B B A 0
VIR88 20526 D¢uonus HET 0 B A A B B B B B
VIR95 23444 Dduonus HET B A B B B B B A B
VIR96 23454 Duonus HET B A B B B B B A B
VIR105 15160 Kurait HET A B A A B B B A B
VIR109 18992 Kwuraii, HET B A A A B B B A B
Tuberckuii(aBT.p
aiioH)
VIR110 22430 Kwuraii, HET B B A A B B 0 A B
Tuberckuii(aBT.p
aiioH)
VIR113 20469 Snonus HET B A B A B A B A B
VIR115 26648 [Makucran HET B B B A B A B A B
VIR125 28057 Mekcuka HET B B B A A A B A B
VIR131 30633 [epy HET B 0 B B B B B A B
VIR136 30675 [Tepy HET B A B B B B B A B
VIR138 30681 [Tepy HET B 0 B 0 B B B A B
VIR143 25816 CLIA HET B A B B B B B A B
VIR151 18723 Kanana, HET B A B A B 0 B A B
Onrapuo(urar)
VIR152 18729 Kanana, HET B A B A B 0 B A B
Onrapuo(mrar)
VIR166 23728 MoHnronus HET B A 0 0 A 0 B A A
VIR170 5908 TypkMeHucTan HET B B A A B B B A B
VIR174 22603 Upaxk HET B A B A B A 0 A B
VIR184 25617 Cupus HET B A B 0 B B 0 A B
VIR202 18575 I'epmanns HET B B B A B A B 0 A
VIR208 25789 I'epmanus (10 HET B A B A B A B A B
1991r.)
VIR215 29820 Bbenbrus HET B A B B B B B A B
VIR225 31390 YensOunckas HET B A B B B B B A B

001.
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
VIR227 W-69 Adraunucran HET B A B A B A B A B
ICG1 8524 Bacxuun HET A A A A A A B A A
ICG2 8525 Bacxuun HET A B A A B B B B B
ICG3 8526 Bacxuun HET B B A 0 B B B A B
ICG4 8527 Bacxuun HET A A A 0 A B B A A
ICG5 8528 [Monpia HET A A A A A A B A A
ICG6 8529 Bacxuun HET B B A A B B B A B
ICG7 8530 Bacxaun HET A A A A A A B A A
ICG8 8531 Bacxuun HET A B A A B B B B B
ICG9 8532 Bacxaun HET A A A A A A B B B
ICG10 8533 Bacxuun HET A A A A A A B A A
ICG11 8534 Bacxaun HET B A A A A B B A B
ICG12 8535 Bacxaun HET A A A A B A B B B
ICG13 8536 Bacxuun HET A A A A B A B B B
ICG14 8537 Bacxaun HET A A A A B A B A A
ICG15 8538 Bacxuun HET A A A A A A B B B
ICG16 8539 IBemus HET A A A A B A B A A
ICG17 8540 Bacxuun HET 0 A A A A A B A A
ICG18 8542 Bacxuun HET A A A A A A B A A
ICG19 8268 CBepaIi0BCK HET A A A A A A B A A
ICG20 8458 Owmckast 0071. HET A A A A A A B A A
ICG21 8457 Owmckast 0071. HET A A A A A A B A A
1ICG23 8459 Jlarecunan HET B A A A B B B A B
ICG25 8504 Momnronust HET B A A A B B B A B
ICG26 8463 Kpacnosipckuit HET A 0 A A A 0 B B B
Kpait
ICG27 8293 Hogrocubupck HET B B A A A B B A B
NLul’
ICG28 8448 kou1.I'osnbiieBoit HET B 0 A A A B B A B
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
1ICG29 8451 koI "onermeBoit HET B B A A A B B A B
ICG30 8456 ko[ "onbieBoi HET B B A A A B B A B
ICG31 8013 Bypsitus HET A A A A B A B A A
ICG32 8014 CBepII0BCK HET A A A A B A B A A
ICG33 8026 Nlull HET B A A A B A B B B
KoJ1.I onpieBoit
ICG34 8027 YensOuHCKast HET A A A A 0 A B A A
001
ICG35 8028 HoBocubupckas HET A A A A 0 A B B B
001
ICG36 8031 Hoocubupcks HET A B A A B B B B B
001
ICG37 8032 Adraiickuii kpait HET A A A A B A B A A
ICG38 8042 Owmckast 0051. HET B A B A A A B A A
1ICG39 8055 Jlenunrpan HET 0 A 0 A A A B A A
ICG40 8065 PocroBckas 001 HET B A B A B 0 B A 0
1CG41 8066 Jlenunrpan HET B B A A 0 B B A 0
ICG42 8044 Benopyccust HET B B A A A A B B B
ICG43 8075 Kemeporckast HET B A A A A 0 B A A
001
ICG44 8071 CHIA xpom.1,3 HET B B B A 0 A B A 0
ICG45 8077 PocroBckas 0611 HET A A A A B 0 B A A
ICG46 8080 KpacHosipckuii HET 0 0 A A A A B A A
Kpai
ICG47 8092 Kazaxcran HET 0 0 A A 0 A B A A
ICG48 8152 Kazaxcran HET B A A A A A B A A
ICG49 8127 Kpeim HET B B A A 0 B B A B
ICG50 8130 MockoBcKkas 00JI. HET A B A A B B B B B
ICG51 8136 Kuposckas 001 HET A B A A B 0 B 0 A
ICG52 8139 Boponex HET A A A A A A B A A
ICG53 8157 Upkyrckas 06i1. HET 0 0 A A 0 A B 0 B
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Howmep Kat.Ne IMpoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1IH | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HHUH 70156 | 1Hr1GO08 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(MLul) 6710 7 90

ICG54 8158 YensOuHCKast HET B B A A B 0 B A B
0011

ICG55 8159 KpacHosipckuit HET A A A A A B A A
Kpait

ICG56 8161 KpacHosipckuii HET B B A A B B B A A
Kpait

ICG57 8174 Bypsarus HET B B A A B B B A A

ICG58 8177 Jlenunrpan HET B A 0 A B 0 B A B

ICG59 8203 SxyTus HET B B A A A A B B B

ICG60 8204 Hapeimckas OC HET A 0 A A A A B A B

ICG61 8209 Hpxyrckas o611 HET B B A A A A B B A

ICG62 8211 IIpumopckuit HET B B A A B B B A 0
Kpai

ICG63 8214 Owmckast 0051. HET B A 0 A B 0 B A B

ICG64 8217 Camapckas o011 HET 0 0 A A B B B A B

ICG65 8218 Bypsitus HET B B A A B B B A B

ICG66 8228 Hpxyrckas o611 HET B 0 B A B A B A B

ICG67 8236 MockoBckas 00J1. HET B A A A A A B A A

ICG68 8242 Owmckast 00d1. HET A B A A B B B B B

ICG69 8243 HoBocubupckas HET B B A A B B B A B
o011

ICG70 8246 Kpacnopapckuii HET A A A A A A B A A
Kpai

ICG71 8248 OpenbOyprckas HET A A 0 A A 0 B A A
o0u1.

ICG72 8255 YepHHUTOBCKAs HET B A A A A A B A A
o0u1.

ICG73 8260 CBepI0BCK HET A A A A A A B A A

ICG74 8265 Owmckast 0051. HET A 0 A A B B B B B

ICGT75 8266 PocroBckas o0 HET A A A A A A B A A

ICG76 8267 Kyi#i0ObimeBckas HET B B A A B B B A B

0011
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90

ICG77 8271 KpacHosipckuit HET B B A A B B B A B
Kpait

ICG78 8275 HoBocubupckas HET 0 0 0 A B B B 0 B
o0J1.

ICG79 8279 KpacHomapckwuii HET A A A A A A B A A
Kpait

ICG80 8282 KpacHomapckwuii HET A 0 A A A A B A A
Kpai

ICG81 8283 KupoBsckas 001 HET A A A A A A B A A

1ICG82 8286 CraBpomonbckuit HET B A A A 0 0 B A A
Kpai

ICG83 8287 Tomckas 001 HET B B A A B B B A B

ICG84 8316 CBepIJIoBCK HET B B A A B B B A B

ICG85 8322 Kazaxcran HET A A A A A A B A A

ICG86 8344 Kazaxcran HET B 0 A A A A B A A

ICG87 8413 OpenOyprekast HET A A A A B A B A A
001

ICG88 8414 PocroBckas 0611 HET B 0 A A A A B A A

1ICG89 8425 HoBocubupckas HET B B A A B B B A B
o0u1.

ICG90 8430 bapabuHckwuii HET A A B 0 A A B A A

copToy4

ICGI1 8434 Kazaxcran HET B B A A A 0 B A B

ICG92 8435 Bapnayn HET B A B A B A B A B

ICG93 8437 HoBocubupckas HET A B A A B 0 B B B
o0u1.

ICG94 8436 NLul’ HET B B A A B B B A B

ICG95 8465 Haprimckas o6ur. HET B 0 A A B B B A B

ICG96 8375 Kpacnosipckuit HET B A B A B A B A B
Kpai

ICG97 8547 KpacHosipckuii HET B B A A B B B A B
Kpait

1ICG98 8548 KpacHosipckuii HET A A A A A A B B B

Kpait
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Homep Kar.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO08 | r1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ATul") 6710 7 90
1ICG99 8040 Kupruzus HET A A A A A A B A A
ICG100 8053 VYxpanHa HET A A A A A A B A A
ICG101 8000 ABcrpanus HET A A A A 0 0 B A A
ICG103 8007 CIIA HET B A A A A A B A A
ICG105 8010 VYkpauna HET A B A A B B B B B
ICG106 8015 CIIA xpom.5 HET B A B A B A B A B
ICG107 8018 CIIA xpom.2 HET B B A A B B B A B
ICG108 8020 Kananma HET B B A A B B B A B
ICG109 8021 6 CIIIA xpom.5 HET B B A A B B B A B
ICG110 8023 CIIA HET B B A A A A B A A
ICG111 8025 Benopyccust HET B B A A A A B A B
ICG112 8033 Opannus HET B B A A B B B A B
ICG113 8041 CIIA xpom.7 HET B A A A A A B A A
ICG114 8121 Mekcuka HET B A B A B B B B B
ICG115 8153 Upan HET B A B A B B B A 0
ICG116 8167 IIBenus HET B B A A A A B B B
ICG117 8200 IBemus HET A A A A A 0 B A A
ICG118 8205 AHrus HET A A A A 0 A B A A
ICG119 8219 Jlanus HET B 0 A A A A B A A
ICG120 8220 ABcrpanus HET B 0 0 A B B B A B
ICG121 8222 AHrus HET A A A A A A B A A
ICG122 8226 Anscka HET B A A A 0 A B A B
ICG123 8233 [Tpumopckuit HET B A A A B A B A 0
Kpait
ICG124 8234 I'epmanns HET A A A A B A B A A
ICG125 8244 Monnosa HET 0 A B A B B B A 0
ICG126 8277 Kazaxcran HET B A A A A A B A A
ICG127 8299 I'epmanus HET A B A A B 0 B A B
ICG128 8300 I'epmanus HET A A 0 A B B B A 0
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Homep Kat.Ne Ipoucxoxnenne | Mema | MC_15 | HORVU | HORVU1H | HORVU1H | MC_ | MC_48 | HORVU1 | HORVU1H | HORVU1H
BUP HUH 70156 | 1Hr1GO8 | rl1G086760 | r1G086780 | 4298 8351 Hr1G0867 | r1G086930 | r1G087050
(ULul) 6710 7 90
ICG129 8302 I'epmanus HET B A A A 0 0 B A 0
ICG130 8307 YexocoBakus HET A B B A B B B B B
ICG131 8308 UYexocnoBakus HET A 0 A A B B B A B
ICG132 8318 [Monpia HET A B A A B B B B B
ICG133 8319 Hunepnannst HET A A A A A A B A A
ICG135 8331 Hopgeerus HET A A A A A A B A A
ICG136 8332 OUHISTHIUSA HET B B A A A A B B B
ICG137 8333 Benrpus HET A A A A B 0 B A 0
ICG138 8338 Kazaxcran HET A 0 A A B 0 B A 0
ICG139 8356 CHIA HET A A A A A A B A A
ICG140 8369 CHIA HET A 0 A A B 0 B A B
ICG141 8391 [Berus HET A A A A A A B A A
ICG142 8392 AJsicka HET B B A A B B B A B
ICG143 8393 Anrus HET A A A A A A B A B
ICG144 8400 IBemus HET A A A A A A B A 0
ICG145 8401 Janus HET A A A A 0 0 B A 0
ICG146 8407 IBemus HET A A A A A 0 B A A
ICG147 8408 CIIA HET A A A A B 0 B A B
ICG148 8422 Bamkupus HeT A A A A 0 0 B A 0
ICG149 8460 Snonust HET B A A A B B B A B
ICG150 8484 Mekcuka HET A A A A A A B A 0
ICG152 8488 Mekcuka HET A A A A A A B A 0
ICG153 8489 Mekcuka HET B B A A B B B A 0
ICG154 8493 Wnpus HET B A A A B A B A 0
ICG155 8501 Kanana HET B B A A B B B A 0
ICG156 8502 ABcTpanus HET A A A A A A B A 0
ICG157 8503 ABcrpanus HET B A A A A 0 B A 0
ICG158 Bowman HET A A A A A A B A A




Ipuaoxenne 2. XapakTepuCTUKU MpaiMepOB, UCTIOIb3YEMBIX B paboTe.

140

Hnuna
e Hazpanue ITocnenoBaTenbHOCTH NPSAMOIO ITocnemoBaTeTbHOCTH OOPATHOTO Temneparyp TI11P
reHa/mMapkepa npaiimepa, 5'-3' npaiimepa, 5'-3' a OTKHra MPOITYKT
a
MC_1570156 CGCCTCTACATACTTCAAGGGT CTGTGGCTACTGCAAAGTTTGT 55 119
HORVU1Hr1G086710 ATCACTACGCTGACAAACTC TGCTTATGGACGTGAACT 55 98
HORVU1Hr1G086760 | CTCACTCACACACACACATAC ACCAGCCATCTCCTTCTAC 55 143
TTGCTGTACATACCAGGTAG 116
HORVU1Hr1G086780 CTTGCTCTACATATACCAGGTA CGAAAGCGGAAGAGAGAAG 55 119
C
MC_42987 CATCGGATCACATCGCATCG AAGTGGCCAGCAACGAAATG 55 148
I'enoTHMIMpOBaHTE
MC_488351 TACCGTTGCATCGTTGGACA CACAAATATGCCAGCGACGG 55 173
HORVU1Hr1G086790 GTGTGGTGGAAGTGGAAC AGGAGGTGGCTGGTTTAT 55 195
HORVU1Hr1G086930 TTCTAGCACCACGAGTTTG GCGGTGAGGAATGATACAG 55 167
HORVU1Hr1G087050 CTTCTGGGTGATGATTTCCA TGGTACTTTCAATGTTGTCTC 55 82
Ppol_ U004 TCTCATGCGAGGCAACTG TTCTGCTGGCTCTTCTTC 55 123/131
Ppo2_l677 CACAGTTCACCATGGAGATGA AGGGCCTGGAGGTTGCTC 55 88/96
Anajus Ppol CTGGCCAAGTACGAGAGG AGAGCCAGCAGAAGTGTATC 60 163
JKCIIPECCUn
Ppo2 AGCAAGGAGAAGGAGGAG GCACGTCGAACTTGATGA 60 91
Ppo3 CTGCGTGTTCCTCATCA GCATGGGTTCAGGGAGA 60 79
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JnrHaa

e HazBanue HOCJ‘ICI[OBal;eJ'IBHOCTL 1'1p;1M0r0 HOCJ‘ICI[OB&T%J‘ILHOCTL ol6paTHor0 Temneparyp TI11P
reHa/mMapkepa npaiimepa, 5'-3 npaiimepa, 5'-3 a OTXKUTa MPOAYKT
a
Ppo4 TTCTACGACGAGGACTG GAAGGGATAGTGGGAATCTG 60 181
Pal GCTCATGTTTGCCCAATTC GGAAAGGTTGGAAGGTAGAC 60 71
C4h GCCATGGACAACAACG GATCTCCCCCTTCTGCTC 60 69
SKI?;ISSQSHH 4Cl GAGAGAACCCGAACCTG GAGTTGAGCGAGTAGATGTG 60 82
Hct TGGACTACACCGACGACA GTCACCTGAAGCACGAG 60 52
C3h TCAAGGAGAGCGGTGCTA TGGCCCATTCGACTGATATG 60 150
Comt CAAGAAGTACCCGAGCATAAA CGGCACCATCTCAAACAT 60 115
CLE_exp GCATTCACCCAGCACATA CGAAAGCGGAAGAGAGAAG 60 188
HvActin TCGCAACTTAGAAGCACTTCCG | AACTACAGTETLTEGATICEACE 60 130
CekBeHUpOBaHUE CLE_F1/R1 AAGGACTACCAACCGATCT AAACGTCCTGTGGCTATTG 55 460




Ipunoxkenne 3. Pe3ynbTaThl KAUECTBEHHBIX PEAKIM HA aHTOIMAHBI (BEPXHUM Psill) U MEJIAHWHBI (HIKHHUE psT) B 00pasnax
SAMEHSI ¢ M3BECTHBIM IMUTMEHTHBIM coctaBoM. Bw- Bowman (aer murmentoB), BLP — i:BwBIpl (NIL ¢ menanunamu B
I[BETKOBBIX uelrysax u nepukapie), PLP — i:BwANnt1Ant2 (NIL ¢ antonnanamu B nepukapie), BLP*PLP — i:BwAnt1Ant2BIpl
(NIL ¢ MenanmHaMu ¥ aHTOIIMaHAMU B vennysx u nepukapne), BA —i:Bwlbl1l (NIL ¢ anTonmanamu B aseliponoBom ciioe), DOM

(aHTOIIMAHBI B aJleipOHE W TMEpHKapIie, MEeJaHUHBI B MEpUKapIe U IBETKOBbIX yemrysix) U REC (HeT murMeHToB) poauTenu
nonyssiiuu Oregon Wolfe Barleys.

Bw BLP PLP BLP*PLP BA DOM REC

A

1% HCl B meTaHone

®
e

AHTOUMAHbI X

MenaHuHbI X

b &
2% NaOH i ' l
X
v X

S 8§ am
X § &
SN ==
x X



IIpunoxenne 4. Cxema pacnpeneneHust yactot amieneit [II[P-MapkepoB B KOJUIEKIUSAX STUMEHS C MEJIAHMHOM 3€pPHOBKE
(4epHBIY TUMEHB) U 0€3 MeaHuHA (OeTIbIi TYMEHB ).

BENbIN

AYMeHb
186 o6pasuos

YEPHbIN

AYMEHb
207 o6pasuos
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|
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HORVU1Hr1G086790

| I
538450000

HORVU1Hr1G086930

T

HORVU1Hr1G087050
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IIpuno:xenue 5. BeipaBHUBaHNME HYKICOTHAHBIX nocaeaoBarensHoctelt pparmenta rena HORVUITHr1G086780 B o6pasiax ¢
MeJTaHHHOM (oTMeueHbI Kak Black) u 6e3 memannna B 3epHOBKe (oT™MeueHbI kak White). CtpenkaMu oTMeUYeHBI
noJIMMOPGU3MBI, KOTOPHIE HACIETYIOTCS COBMECTHO.

1 * ** * * * * **139

BW White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
W-69_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Rec_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
I677 White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT

B8 White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT

Be White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh12 White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh13_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh9_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh7 White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh5_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh1@_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
ueea_white CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Barke_Whit CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh8_White CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Morex_Whit CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Baudin_Whi CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Metcalfe_ W CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Haruna_Nij CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Whl White CATATCTATC TACTCATCAC TCNCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
1758 white CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
1341 _White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT

GP_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Whe_White CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh3 White CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Wh2_White CATATCTATC TAGTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
Blp Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
mBlp Black CATATCTATC TACTCATCAC TCGUAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
2444 _Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
W-9@ Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
W-91 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

X1_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

W1_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
W-37_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
W-382_Blac CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
gBlp_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B25_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B19_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B18_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
16@6_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
Bl4 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
Dom Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B21_Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

Bl Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B13 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B12 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

B7 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

B5 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT

B4 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
Whll_White CATATCTATC TAGTCATCAC TCGNAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCANGNAG AGGTTCCTAA CCTTTGCATT TTCATGGCCN AGGNTTGCNT CCGTCGCCGN

B3 White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCAGT

B9 Black CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
W-839_Blac CATATCTATC TACTCATCAC TCGCAGAGCT GCCGTGGTAT TTGCGTTGAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
Kog5_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
1239 white CATATCTATC TACTCATCAC TCGUAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCGT CCGTCGCCGT
B22_Black CATATCTATC TACTCNTCAN TCNCAGAGCT GCCGTGGTAT TTGCGTTRAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA ANGCTTGCAT CCTTCGCCGT
B23_Black CATATCTATC TACTCATCNM NCGCANAGCT GCCGTGGTAT TTGCGTTRAA CAGTTCACTT GCTCTACATA TACCAGGTAC AGGTTCCTAA CCTTTGCATT TTCATGGCCA AGGCTTGCAT CCTTCGCCGT
B16_White CATATCTATC TACTCATCAC TCGCAGAGTT GCCGTGGCAT TTGCGTTGAG CGGTTCACTT GCTGTACATA --CCAGGTAG AGGTTCCTAA CCTTTGCATT TTCATGGNCA AGGCTTGCGT CCMTCNCCNN
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Ipunoxenne 6. BelpaBHUBaHME aMHHOKHCIIOTHBIX ITOCIIEIOBATEILHOCTEH reHoB PPO. JXKenThIM BBIZICIICHBI MELCOICPIKAIIIHNE
nomensl — CuA u CuB.

PPO1 MESTRMILSVTPSMPCGLOTLARRNLVRAL HHRKDARQPRRLSCEATGGRRVDRRDVLLGLGGAAAAGLGAQRD
PPO2 MEMSITSAPRCTTTLGTRMPSNLOALVPKGHAHALLRDRKEARQPRRLACKATGGR VDRRDVLLGLGSAAAAGLGTRRG
PPO3 MANGHRAPLLTACVFLIICAAATLVVVYTAFPVSLNPCTYSLPRALITVSGLEPYVVSCQGDADTAPLSDG
PPO4 MASNRGACAPHGIAACVFLVGAVATVVITSS SLSTALLAVSGLPPYIVSVITNGS G
PPO1 ALAAPIQAPDFLNCNPPDLPNTPPDASCCRRTATAPLSPTSGRRPPPR RSACVRRPHLVDA ESLAKYERAVALMKQ
PPO2 RGAIAAPIQAPDLGRCNPPELPNTAPDTNCCPTSGTGITDFVLPPAASSA PLRVRPAAHLVDA GHLAKYERAVALMKQ
PPO3 SEKTGGPVETSLRTCVEPTLPPHPLPPFYCCPPAPAS EPINFTLPDPAEPVRVRRPTHAAGAAEEMAKYERAIALMRA
PPO4 DINVGGPLETSLETCHEPKLPPNPLPPFYCCPPAPASSSEPINFTLPDPAEPLRVRRPVATVGA EYMAKYERAIALMKA
PPO1 LPADDPRSFEQOWRVHCAYCGAVFDQVGFPDLEIQIRFCWLFFPWHRLYLYFEERI LGKLIGDDTFALPFWNWDAPDGMS
PPO2 LPADDPRSFEQOWRVHCAYCDGAYDQAGFPDLEI YFHERILGKLIGDDTFTLPFWNWDAPGGMT
PPO3 LPDDDPRSFYQLANVHCAYCTGSYRQTGHPELHMOIHF: YFFERIAARLLGDPGFALPFWGWDVPEGMR
PPO4 LPHTDPRSFIQMANIHCAYCTGSYRQTGNOELDMO IHLSWFFFPFHRAYLYFFERIAAKLLGEPDFALPFWSWDVPDGMR
PPO1 LPAIYANGSSPLYNERRDPAHQPPFPLDLDYSDTDANISRDQLIDONLEINYROMVSDAKKERELFLGQPYRAGDQPDTGA
PPO2 VPAMYANTSSPLYNQRRDPAHQPPFPVDLDYNEVDVVVPTDEQIDONLRIMYROMVSSAKKTOLFNGQPYRAGDOPDPGA
PPO3 MPAEFANSSSPLYDPARNPAHAPPAVVDLDFARVEGNLTDEQRVOONLRIMYROMVGHAALPSLFHGQPFRAGOSDMPGA
PPO4 MPPEFANSSSSLYDPVRNPTHAPPRVVDLGFVGVESNRTDDQOIQYNLRITMYKQMISNAALPSLFEGQPFRAGDSDKPGP
PPO1 GSVENVPHGPVHRWTGD PAQPNREDMGRFYSAARDP IFFAHHGNIDRLWHEVWRGLRP SNTDFTDPDWLDAAFLFY
PPO2 GSMENVPHGIVHTNTGDPAQ PIFFAHEANIDRLWEVWRGLRP GNADFADADWLDAAFLFY
PPO3 GIVELTPHNAMETWNTGDL PLFYPHEGNIDRLWEAWRDVGAARGYRGEVDFTDPDWLDSSFLFY
PPO4 GAVELSPHNTVETNTGD IALTNVEDMGTYYSAGRDPLF Y PHESNMDRLWNEAWREVGAARGYRGHVDFTDPDWLDSSFLFY
PPO1 DEEARLVRVRVRDCLDTAALRYTYODVGLPWLNARPAKASAGTP APATTGTLPATLDRTIRVIVIRPRVSRSR
PPO2 DEEARLVRVRVRDCLDLAAMGYAYQDVGLPWLEAKPAKRSGATP APAA GALPATLGETVRVIVIRPQVSRSS
PPO3 DEEARLVRITVRDVLDVDKLRY RFDDVGMPWADARPSPTPNVNGNKPSSSSSSLKSVSFPLSLETAVIVEVRRPRVLRGR
PPO4 DEDCRLVRITVREVLDTEKLRYKFDGVGMPWVDASPPTTPNLSKNK ALLKSVRFPLSLENVVIVEVRRPHVLRRT
PPO1 REKDEEEEVLVVEGIQIADEFNEFVKFDVLVNEPERAVGGTPATATGYCAGSFAYTPHMARSDEMRNGPVKTVARFGVCD
PPO2 KEKEEAEEVLIIEGIEVADEFNKF IKFDVLVNEPESGGDG ASGYCAGSVALTPHMVRTNE KKGSVKTVARFGVCD
PPO3 PEKEVHEEVLVVEGIETDG TEMVEKFDAYVNAMEYERKVGP SGRELAGS YLCLSHPSTDGTGKGMIVETSMRMALNE
PPO4 QEKEAREEVLVIQGIEADG TEMVKFDVIMNAIEYEKVEP SGRELAGSYVCLSHPRMDGTGKGMIVETSMRVALNQ
PPO1 LMDDIGADGDETVVVSLVPRCGCEMVIVGGVSISYLK

PPO2 LMDNIGADGDETVVVSLVPRCGGELVIVGGVSVGYAK

PPO3 LLEDLGADGDESVIVILVPREG KVKIGGLEIVYMME

PPO4 LLEDLDADGDETVIVILVPREG KAKIGSLRIVYMVD
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IIpunoxenue /. TpeTuuHble CTPYKTYPHI, NPeCKa3aHHbIE HA OCHOBE aMUHOKUCIIOTHBIX MOCJIEA0BaTeIbHOCTEN TeHoB Ppol —
Ppo4 ¢ momomsto mporpammel SWISS-MODEL.

P p02 i Menbconepsxanmii 1oMeH

C-KoHer

C-KoHery
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Ipunoxenne 8. ['ensl PPO pa3HbIX BUIOB PaCTEHUI, HCIIOIB3YEMBIX IS

KJIACTCPHOI'O aHaJIn34a.

Bun Haspanue rena na Puc.13 Howmep B 6a3e JaHHBIX
PPO-1 HORVU2Hr1G103040°
PPO-2 HORVU2Hr1G103000°
Hordeum vulgare
PPO-3 HORVU3Hr1G077790°
PPO-4 HORVU4Hr1G090870°
PPO-1 n
Hordeum chilense AID79224
PPO-2 AJD79225"
PPO-1 AET2Gv21033600°
Aegilops tauschii PPO-2 XP_020176750"
PPO-4 XP_020162056"
. PPO-1 ACB12081"
Triticum urartu
PPO-3 TRIUR3_06458°
PPO-A1 TraesCS2A02G468200°
PPO-B1 TraesCS2B02G491000°
PPO-D1 TraesCS2D02G468200°
PPO-A2 TraesCS2A02G468500°
PPO-B2 TraesCS2B02G4914008
Triticum aestivum PPO-D2 TraesCS2D02G468600°
PPO-A3 TraesCS3A02G326600°
PPO-B3 TraesCS3B02G355900°
PPO-4B TraesCS4B02G385600°
PPO-4D1 TraesCS4D02G359200°
PPO-4D2 TraesCS4D02G358500°
_ PPO-1 0s04g0624500°
Oryza sativa
PPO-2 0s01g0793300°
PPO-1 Zm00001eb388240°
Zea mays
PPO-2 Zm00001eb428900°
_ PPO-1 SORBI_3006G181400°
Sorghum bicolor
PPO-2 SORBI_3010G192700°
PPO-1 e
Brachypodium distachyon BRADI_5pa230v3
PPO-2 BRADI_2g52090v3®
Dioscorea rotundata PPO DRNTG_27915°

¢ _ 6asa nanueix Ensembl Plants (https:/plants.ensembl.org/index.html)

" — 6asa nanueix NCBI (https://www.ncbi.nlm.nih.gov/)




