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BBenenue

AKTYaJILHOCTb.

A30T sABIAE€TCS  OAHMM M3  KJIIOYEBBIX  BJIEMEHTOB, JIMMUTHPYIOIIUX
MPOJYKTUBHOCTh  37AKOBBIX  KYJBTYp, @ a30THbIE YJIOOpEeHHs — OCHOBHBIM
arporexHudeckuM (akropom wux ypoxaiHoctn [1,2]. Ilpum »TOM pacreHHsIME
yCBaMBAETCS JHIIIb OKOJIO TIOJIOBUHBI BHOCUMBIX HEOPTaHUYECKUX a30THBIX yI0OpEHHI
[3,4]; ocTanmpHast 4acTh TEpsSETCS U3 arpO3KOCUCTEMBI, 3arpsA3Hss BoAy U atMochepy. B
OTJIMYME OT MHOTUX JAPYIHX (PAKTOPOB YPOKaWHOCTH, MOTEHIMAJ YIYy4YUIEHUS 3/1E€Ch
COXpaHSAETCs IPU HEU3MEHHBIX 3aTpaTax: pedb UJET HE O MOBBIILIEHUH 103 Y100peHHUs, a
0 0oJiee MOTHOM UCHOJIb30BaHUH YK€ BHOCUMOTO a30Ta.

OddextuBHocTh ucnonbzoBanusi azora (NUE, Nitrogen Use Efficiency) —
IpU3HAK TMOJUIreHHbIA. Ero KOHTPOIUPYIOT HE TOJBKO TI'€Hbl (PEPMEHTOB a30THOTO
MeTaboJiM3Ma U MEPEHOCUYMKOB a30Ta, HO W TE€HbI, PEryJUPYIOIIHUE MPOLECCHl POCTa,
CTapeHHs, Pa3BUTUS KOPHEBOW CHCTEMbI W apXHTEKTyphl pacTeHHs B menom [3—6].
[IponykTuBHOCTB pactenus, uepe3 Kotopyto NUE nposiBisieTcs B X039l CTBEHHO-LIEHHBIX
NpU3HaKax, B CBOI oOuepedb, TaKXKe MPEACTaBIsIeT co00i MHOTrO(aKTOPHBIN
KOJINYECTBEHHBIN MPU3HAK, PETYJIUPYEeMbIii MHOKeCTBOM reHoB [4]. [TosToMy maHenb,
coOpaHHas TOJbKO U3 (PEPMEHTOB U MEPEHOCUMKOB, OXBaTUIIa ObI JIMILIb OJIUH SIPYC 3TOTO
KOHTPOJIS.

KitoueBbie TeHbI a30THOTO OOMEHa Yy TIIEHUIBI M TPUTHKAJE OMHCAHBI
(GYHKIIMOHATBHO, OJIHAKO aJJIeIbHOE pa3HooOpa3ue OOJBIIMHCTBA W3 HHUX Y
OTEYECTBEHHOI'O CEJIEKIIMOHHOIO MaTepualla HE 0XapaKTepHU30BaHO, & MOJIEKYJIIPHBIE
MapKepbl Ha X aJJIeJIbHOE COCTOSIHUE HE CO3/1aHbl. J{J1 OTIeIbHBIX TEHOB TAKUE TAHHbBIC
MOJIyYeHbl Ha KUTAMCKOM Marepuase — Hampumep, Juisi reHoB TaPARG, cBsizaHHBIX C
apXMTEKTypOH pacTeHHs | TNpu3HaKaMu mnpoayktuBHoctd [7,8], m mma TaGS2,
cszanHbIX ¢ NUE u yposxkaem [9,10], — HO mepeHOCHTH 3TH Pe3yJIbTaThl HA POCCHICKHE
KOJUIEKIIMM 0€3 MPOBEPKH HEJb34. JIJIsl Ipyrux reHoB, B TOM uuciie i cemeiictBa AMT,

NpupoJHasA MU3MCHYUYHMBOCTL y IIICHUIBI OXAapaKTCPU30BaAHA JIMIOb B IICPBOM
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npubmmwkennn [11]. Oto co3maér paspelB MeXay 3HAHHEM O (YHKIMM I'eHa H
BO3MOXKHOCTBIO €T0 TIPAKTHYECKOTO MCIIOIh30BAHMS B CETEKIINH.

OtnenpHas W TpakTUYeCKH Oosiee OCTpas 3ajaya — COBMECTHUMOCTh T'€HOB
a30THOTO OOMEHa C TeHaMH KOPOTKOCTEOEIbHOCTH, KOTOPBIE B CBOE BpEeMs MPOU3BEIN
PEBOJIIOLIMIO B CEJIEKIIMH, PE3KO MOBBICUB YpPOKaWHOCTh 3a CYET YCTOMYMBOCTH K
nosieranuto. COBpEMEHHBI YPOBEHb YPOXXKAWHOCTH MIICHUIIBI BO MHOTOM OOecCIieueH
KOPOTKOCTEOCTbHBIMUA COPTaMH, MAacCOBO BHEIPEHHBIMH B MPOM3BOACTBO ¢ 1960-x
rojoB. OJTHAaKO KOPOTKOCTEOETHHOCTh HECET U HeratuBHbIE dakTopbl. benku DELLA,
HAKaIUIMBAIOIINECS B KOPOTKOCTEOETBHBIX PACTEHUSX, IMOJABISIIOT HE TOJIBKO POCT
cTe0JI, HO U TOTJIONICHUE U ACCUMIUISIINIO a30Ta, MOATOMY TaKH€ COpPTa MUCHOJb3YIOT
a30T MeHee (PPEKTUBHO U JJIs pealn3alyy MOTEHINAla YPOKAMHOCTH HYKAAIOTCS B
BBICOKHX J03aXx ymoOpenuii [12]. ¥V TpuTHkame reH KopoTkoctebeabHOcTH Ddwl
oOecrieynBaeT yCTOWYMBOCTh K TIOJICTAHWUIO, CHIDKAs BBICOTY pacTeHUs, HO
OJTHOBpeMEHHO cHmKaeT Maccy 1000 3€épen w 3amepkuBaeT Kosomienume [13-15].
CeneknrioHepy HYKEH CIOCO0 KOMIEHCHUPOBATh A3TH TOTEPH, HE OTKa3bIBasICh OT
KOPOTKOCTEOETBbHOCTH. ['€HbI, CIOCOOHBIE TAaKyH KOMIIEHCAIMI0 OO€CIeYuTh, [0
HAaCTOSAIICH pabOThI HE OBLIIM HANICHBI.

TpeThe 00CTOATENHCTBO — MACKUPYIOIIIEE JEHCTBUE UHTPOTrpeccuil. B komtekusax
ApOBOM MSrkod mmeHunbl 3amagHod CubupH MNIIEHUYHO-pKaHas TPAHCIOKAIUs
IRS.1BL mpucyrctByet y 78% o0pasioB [16]. TpaHcmokamus HecéT KpymHBIH OJI0K
T'CHOB P>KH, MIOBBICHBIIHNX YPOKAMHOCTh U YCTOMYMBOCTD IMIICHUIIBI K Oose3Hsm [17], u
e€ coOcTBeHHBIN A(PPEKT Ha TPOTYKTUBHOCTH MOXKET MPEBOCXOAUTH 3P(HEKT OTASTLHOTO
JIOKyca a30THOr0 oOMeHa. DTO 03HayaeT, yTo 3(PGEeKT reHOB a30THOTO OOMEHa HEelb3s
OIICHMBATh, HE YYUTHIBAs TCHETHUSCKHUI (OH.

Hakonetr, a30THOE TUTaHUE BXOAUT B YUCIIO HEMHOTHX (PaKTOPOB yPOXKANHOCTH,
TJie MIOTEHIINAJ YJIYYIICHUS COXPAaHSISTCS MPU HEM3MEHHBIX 3arparax. Peub uacT He o
MOBBIIIICHUH J103 yI0OpeHus, a 0 0oJiee OJTHOM HMCIIOIh30BAHUH YK€ BHOCUMOTO a30Ta.
OT10 ompenenseT HEOOXOIUMOCTh MHOTOSIPYCHOTO aHaJIM3a T€HOB a30THOTO0 oOMeHa —
TpaHCIIOPTa, ACCUMUIISIIIUN, CHTHAJIMHTA U PETYJISIIUN POCTa M ApXUTEKTYPHI pACTCHUS —

y OTEYECTBEHHOTO MaTephajia C OJHOBPEMEHHBIM KOHTPOJEM TeHOB (oHa:
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KOPOTKOCTEOETBbHOCTH,  (POTONEPUOJUYECKON  UYBCTBUTEIBHOCTH U KPYMHBIX
uHTporpeccuil. Takoi coCTaB MaHeNW MO3BOJISIET COMOCTABUTH BKJIAJ Pa3HBIX SPYCOB
KOHTPOJII Ha OJHOM M TOM € MaTepHalic W OJHUMHU W TEMH K€ METOJaMH, YTO U
OTIpEJIEISIET AKTYaJIbHOCTh HACTOSIIEH paOoThI.

Crenenb pa3padoTaAHHOCTH TEMBbI.

OU3NOTOTHIECKNE OCHOBBI YCBOCHHUS a30Ta M POJIb KITIOYEBBIX MEPEHOCYNKOB U
depmentoB (NRT, AMT, GS, GOGAT) noapo6Ho onucansl B ureparype [3]. ['eHbr
BCEX YETHIPEX QYHKIMOHAIBHBIX TPYTI, IPEACTABICHHBIX B pad0Te, OXapaKTePU30BaHbI
y MOJICTIbHBIX PACTEHHM U 371aKoB. Y TIIeHUIB ceMeiictBo AMT HacuuTsiBaet 6oiee 20
reHoB [18], HO (yHKIMU OOJBIIMHCTBA M3 HHUX M WX MPHPOJHAT H3MCHUHUBOCTH
mayionsydeHHbI [11]. Hanbonee u3yuensl renbl GS2. Ha kuTaiickom MaTeprae OnmrCaHbl
rariotunbsl 1aGS2, cesazannbie ¢ NUE u ypoxkaewm [19], a akcnipeccust 61aronpusTHOTO
aimens TaGS2-2A noBslmana nepepacnpeiesicHue a3ota B 3epHO M ypokaiiHocTh [20].
KittoueBble peryasiTopbl CUTHAJIMHTA a30Ta — TpaHCKpUNIMoHHbIE (pakTopbl NLP. NLP7
apabujorncuca ciayut ceHcopom Hutpata [21,22]. ¥V puca OSNLP3/4 ompenenstor
gquciio 3épeH [23]. NGRS cBs3pIBaeT a30THBIM CUTHAI ¢ THOOepeTMHAMH, a OClIKh
DELLA 3amumator NGRS ot paspyiienus, ycunupas KyIieHHe Y KOPOTKOCTEOETbHBIX
coptoB [24]. Cpenu perynsatopoB pocta paktopel GRF neicTBYIOT MpOTHBOIMOIONKHO
DELLA [12], rensr BT2 nonaBnstot noronienne autpara [25], a TaPARG Bausier Ha
apXHUTEKTYPY ¥ MPOIYKTHUBHOCTH [7]. B3aumoelicTBre reHOB a30THOTO OOMEHA ¢ FTeHaMHU
KOPOTKOCTEOCIbHOCTH XOPOIIO M3y4eHO y puca [12]. JIns mimeHuIsl M3BECTEH JIUIIIb
npumep TaGS2-2Ab, addexT koToporo nposieisiiics 6e3 mytantHeix Rht-B1/Rht-D1 [26].
Jlns TpuTHKAIe TaKue B3aUMOJCHCTBHS HE N3ydeHbl. TakuM 00pa3oM, MUPOBBIC TAHHBIC
MOJIYYCHBI HA PHICE W apaOuaoricuce, IS IIIEHUIBI — Ha KWTAalCKOM MaTepHale.
[IpupoaHas anienbHass U3MEHUYNBOCTD 3TUX T€HOB B OTEYECTBEHHOM MaTepuale, €€ CBI3b
C MMPU3HAKaMH U 3aBHCHMOCTb OT TeHOB ()OHA OCTAIOTCS HEM3YYCHHBIMH, YTO ONPEICIISICT
1EeIb HACTOAIEH pabOTHI.

Hean:

CtpykTypHO-GyHKIMOHAIBHBIA aHanu3 reHoB asotHoro oomena (NLP3, GRF9,

BT2, GS2, NGR5, AMT, PARG) y nmeHuIlsl U TpuUTHUKale, pa3paboTka Ha OCHOBE
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BBISIBJICHHBIX TOJUMOP(PU3MOB MOJIEKYJISIPHBIX MapKepoB W OIEHKa WX BKJIaja B
XO035ICTBEHHO-TICHHBIE MPU3HAKY JJI1 MAPKEP-OPUEHTUPOBAHHOMN CEJIEKIUU.

3agaun:

1. Ha ocnoBe pedepencnoro renoma msirkoi nienuiibl (IWGSC RefSeql1.0) u
JAHHBIX JIATEPATYPHl BEPUPHUITUPOBATH JTOKATU3ANUIO U CTPYKTYPHO-(YyHKIIMOHATHHBIC
XapaKTePUCTHKU H3BECTHBIX IeHOB azoTHoro oomeHa (NLP3, GRF9, BT2, GS2, NGRS5,
AMT, PARG) u oToOpath UX B Ka4eCTBE I€HOB-KaHIUAATOB JIs JAJIbHEHIIICTO aHaI13a.

2. CexBeHHPOBATh HYKJICOTHIHBIE MOCIIENOBATEILHOCTH OTOOPAHHBIX TCHOB,
BKJIIOYAsi IPOMOTOPHBIE, KOAUpYIolue, u 5'/3'-HeTpanciupyembie 00J1acT y 00pas3iioB
MIIECHUIIBI ¥ TPUTHKAJIE PA3IMYHOTO HKOJIOT0-reorpaduyecKoro mpouCcX0xKIeHUS.

3. [TpoBectn ononH(pOpMaTHICCKUT aHaIN3 HYKJICOTHTHBIX
MOCJIEIOBATEILHOCTEHM I'eHOB HA HAJIMYKE U XapaKTep MOTUMOP(HBIX YIACTKOB.

4, Pa3pabotaTh 1 BanuaupoBaTh MoseKysipabie Mapkepsl (KASP u I11[P) na
OCHOBE  BBIIBJICHHBIX  IMOJMMMOP(GHBIX  YYaCTKOB  TEHOB, TTO3BOJISIOIINX
UJCHTU(GUIIMPOBATH AJJICILHBIE BAPUAHTHI.

S. OnpenenuTs aljaeIbHOE COCTOSHUE H3Y4aeMbIX I'€HOB, a TaK)Ke T'€HOB,
KOHTPOJHUPYIOIIUX apXuTekTypy u passutue pactenus (Rht-B1l, Ddwl, Ppd-D1) wu
MIICHUYHO-p>kaHOM TpaHcinokanuu |RS.IBL B komIeKnuMsAX NIIEHUIIbI, TPUTHKAIIE U
PEKOMOMHAHTHBIX JTMHHM.

6. Meronamu accoMaTUBHOM T'€HETUKU OLEHUTh CTATUCTUYECKU 3HAYUMBIN
BKJIQJl aJUICJIbHBIX BapWAHTOB T'€HOB B XO3SWCTBCHHO-IICHHBIC TPHW3HAKH MIICHUIIBI U
TpUTHKAJIE.

HayuyHnast HoBH3HA.

1. BnepBble nmoaydeHsl HyKJICOTUIHBIE MTOcaeaoBaTenbHoCcTU TeHOB TaPARG-2A,
TaPARG-2B, TaPARG-2D, TaNLP3-3B, TaGRF9-6A, TaGRF9-6B, TaGRF9-6D,
TaBT2-3A, TaBT2-3D, TaGS2-2A, TaNGR5-1D, TaAMT-2B, Bkitodast IpOMOTOPHBIC U
HETPAHCIUPyEMbIe 00JacTH y o0O0pa3ioB IMMICHUIBI M TPHUTHKAJIC OTCYECTBCHHOMN
CEJIEKIINHU.

2. BriepBble B pOCCHIICKOM CEIICKITMOHHOM MaTepHalie OIMHMCAHBI MOJUMOPQHBIC

YYAaCTKH Yy W3YUYEHHBIX I'€HOB: HECUHOHMMHYHAs 3aMmeHa ¢.793C>T Bo BTOpOM 3K30HE
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reHa TaPARG-2A, npuBoasiias Kk aMuHOKUCIOTHOU 3ameHe p.(H265Y) u k Bapuanty
Oenka ¢  W3MEHEHHOM  (YHKUMOHAIBHOCTBIO;  MHTPOHHBIM  moauMopduszm
c.1824+137G>A rena TaNLP3-3B; nenernus 12 m.H. B npomorope rena TaGRF9-6A,
U3MEHSIONAsl COCTaB IUC-PETYJISITOPHBIX 3JIEMEHTOB, BKJIIOYAsl DJIEMEHTHI OTKJIMKA Ha
abCLM30BYIO KUCIIOTY, YKACMOHOBYIO KUCJIOTY U ayKCUHBI.

3. Ha ocHOBe BBIABICHHBIX MOIMMOPPU3MOB BIEPBHIE CO3JaHBl BOCEMb
nuarHoctuyeckux mapkepoB: KASP-mapkepst Ha rennl [aPARG-2A, TaNLP3-3B u
TaGRF9-6B; STS-mapkep Ha aenenumro 12 m.H. B mpomoTope rena TaGRF9-6A, natomuii
npoayktel 203 u 191 m.H.; mapkepsl Ha rensl 1aBT2-3A, TaGS2-2A, TaNGR5-1B u
TaAMT-2B.

4. Bmepsblie ycraHoBiieHo, uto amieab GRF9-6Ab ¢ nmemenmert 12 1mLH.
KOMITCHCHPYET IJICHOTPOIHBIEC MMOTEPH T'eHa KopoTkocTedenpHocTn DAW1 y TpuTHKane:
B ipucyTcTBUU DAW1 OH acconMmpoBaH ¢ yBEIMYCHUEM MACChl 3epHA TIIABHOTO KOJIOCa
Ha 0,28 1 (19,2 %) B 2018 r. m Ha 0,34 r (16,9 %) B 2019 1., maccer 1000 3épen — Ha 3,7
r (11,5 %) u 2,9 r (6,6 %) u yckopenuem kosomieHust Ha 6,3 u 6,5 aus (10,0 u 10,2 %).
B orcyrctue DAw1 ToT ke ayuiens He CBs3aH C YBEIMUYSHHEM MAacChl 3epHa TJIABHOTO
KoJioca, a co cHmkeHneMm — Ha 8,6 % u 3,5 %. To ectb addexT amnens onpenensiercs
Tr€HEeTUYECKUM (DOHOM.

5. BmepBwle mokazaHo, 4to amienb «4» rena TaNLP3-3B accommmpoBan c
YCKOPEHHEM KOJIONICHUS M IIBETECHUS HAa 2 JHS HE3aBUCHUMO OT aJIJICJIBHOTO COCTOSIHUS
rena Ppd-D1 (y?>-kputepuii, p=5 x 103°u p =5 X 1073°), cHWXKEHUEM BBICOTBI PACTCHHUS
Ha 1,3 cm (2 %) u OBBIIIEHHEM TUIOTHOCTH Kosoca Ha 2,1 % (p < 107°), He 3aTparuBas
IPU 3TOM KOMITOHEHTOB MPOAYKTUBHOCTH.

6. BnepBble yCTaHOBJIEHO, YTO MNIIEHWYHO-pkaHas TpaHcnokanua 1RS.IBL
MackupyeT (eHotunuueckoe mposiieHue reHa 1aGS2-2A: y pacrenmii  6e3
TPAHCIOKAIIMHN PA3IUYUE MEXKAY alIeJsIMH MO Macce 3epHa C KOJoca COCTAaBISIET B

cpeadem 0,5 r (56 %), a y pacTeHuii ¢ Tpanciokarued B cpeadem Ha 0,2r (18%). B
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KOJUIEKIIUU SIPOBOM MSTKOW MINEHUITHI 3anagHoli CuOupy TpaHCIOKAIUs IPUCYTCTBYET
y 78% o0pa3sioB [16].

7. BnepBeie onpeneneHo pacnpeseneHne ajieneid rena 1aGS2-2A B KOJUICKIIUN
SPOBOI MATKOMW MineHuIbl 3anaanoi Cubupu: amtens 1aGS2-2Ab — 108 o6pasor (60
%), ammens TaGS2-2Aa — 60 o6pasmos (33 %), ocTanbHBIC 00pa3Ibl TETEPO3UTOTHHI.

TeopeTnyeckasi 3HAYHMOCTH PadOTHI.

TeopeTnueckass 3HaYMMOCTh PabOTHI COCTOMT B TOM, YTO Ha TE€HaX pPa3HBIX
ypOBHEH KOHTPOJIS 3(h(HEKTHBHOCTH HCITOJIb30BAHHS a30Ta MTOKA3aHO: BKJIA] ajUIesIs reHa
a30THOTO OOMEHa B XO3SHCTBEHHO-IIEHHBIC IMPU3HAKH MIICHUIBI U TPUTHKAIC HE
SIBIIIETCS] TIOCTOSTHHBIM CBOWCTBOM aJUIeJIsl M OTIPECIIAeTCs TeHeTHIeCKuM (hoHoM. ['eH
KOPOTKOCTEOCIbHOCTH, T'eH (OTONMEPUOINICCKON YYBCTBHTCIBHOCTH WIIM KpPYITHAsS
WHTPOTPECCHUS MOTYT MEHSATH 3HaK dPQeKTa ayuiess, MOJHOCThI0 MAaCKHUPOBATh €T0 WIIH
OBITH YCIIOBHEM €r0 HpOosBICHM. JJaHHbBIC 0 pacnpeaeieHu aJlIeIbBHON N3MEHYHBOCTH
MEXTy TOMEOJIOTaMU U MEXKIY KOJUPYIONUMH U HEKOJUPYIOIIUMH O0JIACTIMU T'CHOB
PacIIUPSIIOT TPEACTABICHUS O CTPYKTYpE ajuIeIbHOTO Pa3HOOOpas3usi TeHOB a30THOTO
oOMeHa y TIOJUIUIOUIHBIX 3JIaKOB.

IMpakTuyeckasi 3HAYMMOCTH PaGOTHI.

[TpakTHdeckas 3HAYMMOCTh PaOOTHI O0YCIIOBJICHA BO3MOYKHOCTBHIO MPHUMEHCHUS
pa3pabOTaHHBIX MOJICKYJISIPHBIX MapKepoOB Ha ajUleid T€HOB, aCCOIMHUPOBAHHBIX C
a30THBIM OOMEHOM, JUIsI CO3JaHHUS HOBBIX KOMMEPUECKH IICHHBIX COPTOB IIICHHIIBI U
TPUTHKAJIC, B MPOrpaMMax MapKep-OpUEHTHUPOBAaHHOW cenekiuu. OXxapaKkTepr30BaHbI
KOJUICKIIUA COPTOB M JIMHWK TIICHUIBI U TPUTHKAJIC HA aJUICIbHOE COCTOSHHUE T'€HOB
a30THOTO OOMEHA, KOTOPhIE MOTYT OBITh BKJIFOYCHBI B CEJICKIIMOHHBIC MPOTPAMMBI 110
CO3/JaHUI0 COPTOB C TMOBBIMICHHOW A()PEKTUBHOCTHIO MCMIOJIB30BAHUS a30THBIX
yAOOpEeHHUIA.

MeTo10/10rHsi 1 METOAbI HCCJIEI0BAHUS.

JluccepTanyisi BBIMOJIHEHA C MPUMEHEHHEM COBPEMEHHBIX HWHHOBAIMOHHBIX
METOJIOB MOJICKYJISIPHOM TEHETUKH ¥ OHOTEXHOJIOTMH Ha BBICOKOTEXHOJOTHIHOM

oOopynoBanuu.  JlOCTOBEpHOCTh  pe3yJbTAaTOB  MOATBEPKIAEHA  KOPPEKTHOM
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CTaTUCTHUYECKOM 00paboTkoi. MeTomonoruss u MeTOoAbl HCCIAEAOBAHHS MOJIHOCTHIO
OTpaxXeHbI B paznene «Marepuasbl U METOABDY.

ITos10:keHUsA, BBIHOCMMbIE HA 3aIUTY.

1. Tlomumopdusm rena TaNLP3-3B pmocroBepHO  acconuupoBaH €O
CKOPOCIIENOCTBIO MIIEHUBL: amienb «4A» (SNP c.1824+137G>A) yckopsieT KolomeHue
U 1BeTeHue B cpeaHeM Ha 2 aHs (p < 107%°), cHmkaer BbIcOTy pacteHuid Ha 2,2% H
MOBBIIIAET MIOTHOCTh Kojoca Ha 2,1% 06e3 moTepu mpoayKTUBHOCTH, YTO JAEJIAET €ro
KITIOYEBBIM MapKepOM JJIsi CO3aHUs PaHHECTIENBIX (GOpM.

2. Amnens GRF9-6Ab rema TaGRF9-6A (memenus 12 m.H. B IPOMOTOpPE) Y
TPUTUKAJEC MPH HAIMYMM TeHa KopoTkoctebenpbHocTH Ddwl accommupoBan ¢
MOBBIMICHUEM MacChl 3€pHa C TJIaBHOrOo Kosoca Ha 16,9-19,7% wu yckopeHuem
KOJIOIIEHUS B CpeAHeM Ha 6,5 [HSA, YTO KOMIIEHCHUPYET 3aJCep>KKy pa3BUTHS,
acconuupoBannyio ¢ DAw1, n 000CHOBBIBAET UCTIOIH30BAHUE 3TOTO AJLIEIS B CEJICKIINN
MPOIYKTUBHBIX  KOPOTKOCTEOETBHBIX TPHUTHKAAE B  ycioBusaX lleHTpambHOTO
HeuepHosembs.

3. Amnenp TaGS2-2Aa rena TaGS2-2A (6e3 nenenmm 10 m.H. B TIpOMOTOpE)
OKa3bIBa€T KOMIUICKCHOE BIHMSHUE HA OHJIEMEHTHl MPOJAYKTHBHOCTH KOJIOCA — OH
aCCOLIMMPOBAH C YBEJIMYEHUEM MACChI 3€pHa C Kojoca B cpeiHeM Ha 30%, ynciiom 3€peH
B KoJI0Cce B cpeaHeM Ha 19%, nnuHHOM Konoca B cpeaneM Ha 17% u maccoit 1000 3épen
B cpeaHem Ha 9%, a penkwmii amens PNGRS-1Ba rena TaNGR5-1B (nenenus 4 m.H. B
MIPOMOTOPE) aCCOLMUPOBAH C MPUPOCTOM YpOKallHOCTU B cpeaHeM Ha 28,5%, 4To
OTIpE/ENseT BBICOKYIO CEJIEKUMOHHYIO LIEHHOCTb OOOHMX MapKepoB Ui MOBBIIIECHUS
MPOTyKTUBHOCTH.

4.T'en TaAAMT-2B nemMoHCTpHUpYeT IBYHAIIPaBIeHHBIN d3QdekT: aiens PAMT-2Bb
MOBBIIIAET ypoxkailHOCTh Ha 13% u Maccy 3epHa ¢ konoca Ha 11%, Toraa kak ajielnb
PAMT-2Ba yBennuunBaet copepxanue Oeinka B 3epHe Ha 3,9% oTHocuTensHo PAMT-2Bb,
YTO MO3BOJSIET AP HEepEeHIUPOBAHHO OTOUPATH TEHOTHUIIBI IO MPOIYKTUBHOCTH JTMOO 1O
KaueCTBY 3€pHa B 3aBUCUMOCTH OT IIEJIH CETICKIIHH.

Bkaan aBtopa. [lanHas nuccepraiiioHHas pa0oTa SBISETCS PE3yJbTaTOM

YeThIpeX JIET HAay4YHBIX HCCienoBaHuii aBTopa. JlabopatopHasi pabora, CBs3aHHas C
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T€HOTUITHUPOBAHUEM U HAPAOOTKOW aMIUIMKOHOB JJiIi CEKBEHUPOBAHUSI T€HOB a30THOTO
oOMeHa MPOBOAWIACH aBTOPOM caMmocTosiTenbHO. CTraTuctuyeckas o0paboTka
IIPEICTABICHUE PE3YJIbTATOB IPOBOJMIMCH ABTOPOM caMoOCTosTeNbHO. [lomonis B
noa0ope npaiMepoB U aHAIIM3 pe3yIbTaTOB CEKBEHUPOBaHUS — K.0.H. baxkenoB Muxaun
CepreeBuu.

CreneHb JOCTOBEPHOCTH M ampoldaunusi  pe3yJbTaroB. Pe3ynbpTaThl
JUCCEPTAIIMOHHON pabOThI OBLIIM MPEICTABICHBI HA 4 MEXIYHAPOAHBIX KOH(EPEHIUSIX:
XXIIl Bcepoccuiickas MOJOAeKHAasE HaydHas KOH(EpeHIMs C MEXIyHapOIHBIM
y4acTHEM «buorexnonorus B PacTEHUEBO/CTBE, KUBOTHOBOJICTBE U
CEIIBLCKOXO3SIMCTBEHHOM MUKpoOuojorun», 14-16 Hos0ps, 2023, Mocksa; XXIV
Bcepoccuiickas MonofexxHass Hay4yHass KOH(EpeHLHs ¢ MEXKIyHApOAHBIM YYacTHUEM
«bnoTexHONOrUsl B PACTEHHMEBOJCTBE, >KMBOTHOBOJICTBE H CEJIBCKOXO3SAMCTBEHHOU
MukpooOuonoruny, 23-27 centsops, 2024, Mocksa; VIII Crezn BaBumosckoro obmiectBa
TEHETUKOB U CEJIEKIIMOHEPOB, NOCBAIIECHHBIN 300-IETHI0O POCCUINCKON HAYKH U BBICILIEH
mkobl, 14—-19 wutons, 2024, Caparo; VIII MexnynapoaHass HaydHas KOHGEpEHIIUS
«I'enetuka, I'eHomuka, buoumndopmatuka u  buorexHosorus  pacTeHHI»
(PlantGen2025), 2—5 urosst, 2025, HoBocubupck.

Hyoankamuu. ITo Teme aucceprannu onmyOJIMKOBAHO 5 CTaTei B peLiEH3UPYEMBIX
HAy4YHBIX XKypHajax, 3 HUX 3 B )KypHanax, uuaekcupyembix B Web of Science u Scopus,
U 2 B )xypHayax u3 nepeyds BAK.

O0beM U cTpyKTYypa auccepramum. Jluccepramnus n3noxkeHa Ha 162 crpaHumax
1 coaepXuT 23 prCcyHKa 1 27 Tabmull, 1 2 npuiiokeHus. Pabora cocToUT 13 TUTYJIBHOTO
JMCTa, OTJIaBJICHUs, BBeAeHUS, riaB «O030p nuTeparypb», «MaTtepuansl U METOABD,
«Pesynbrarbel»y, «OOCYyXI€HUE», 3aKIIOUYECHHUS U BBIBOJOB, CIHCKAa MIPHUHITHIX
COKpalIEHUM, CIIUCKA JIUTEPATYphl, BKJItOYaromero 154 ucroyHuka.

BbaarogapuocTu. ABTOp BhIpaxkaeT OnarogapHocTh K.0.H. baxxeHoBy Muxaumy
CepreeBuuy 3a MoMOIIb B 00pabOTKe pe3yJbTaTOB CEKBEHHPOBAHUS W TOA0OpE
npaitmepoB; k.0.H. [luBamyky Muxawny ['eoprueBudy 3a KOOpAHHAIMIO pabOTHl Ha
MPOTSHKEHUM BCEro HMCCaenoBaHus; akana. becnanoBoit Jlrogmuie AHIpeeBHE 3a

npeaocCTaBJICHUC CCMCHHOI'O Marcpualla MW AAaHHBIX IIOJICBOI'O (I)CHOTI/IHI/IpOBaHI/IH
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KOJUTICKIUK 03uMoi mineHuubl 1 Tputukaine u3 HI3 umenu ILIIL. JIykbpsiHeHKO; K.C.-X.H.
Uronnny Bnanunmupy HukonaeBuuy 3a mpenocTaBlIeHHME CEMEHHOIO Marepuala U
JAHHBIX MOJIEBOTO (DEHOTUITUPOBAHUS KOJUICKIIUH SIPOBOM MIIICHUIIBI.

ABtop Taxxke Onaromaput kojuiekTuBbl @I'BHY «Omckuii arpapHbiii Hay4dHbIN
ueHTp», denepaabHOro HccieqoBaTenbekoro nenrpa «HemunnoBkay, AO «IénkoBo
Arpoxum» u yuyacTHHKOB Kazaxcrancko-CHOMpPCKON ceTH MO YIyYIICHHIO SPOBOM
MIICHULIBI 32 TMPEJOCTaBICHWE CEMEHHOrO0 MaTepuajga W JaHHBIX I0JIEBOTO
(beHOTUNTMPOBAHUSA KOJUIEKIIUNA SPOBOM M O3UMOM MIIIEHHUIIBI.

OcoOyro OnarogapHOCTb aBTOP BbIpaKaeT HAYYHOMY PYKOBOJIUTENIO K.O.H.
KouemkoBoit AnmHe AJNEKCaHIPOBHE 3a IMOMOIIb U AKTUBHOE y4acTHE Ha BCEX dTallax
WCCIICIOBAHMS.

HccnenoBanus BBINONHEHBI NpU (puHaHCOBOW mopjep:kke Poccuiickoro ¢onna

dbyHIaMeHTaNIBHBIX HccaenoBanuii (rpant Ne 21-76-00043).
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I')TIABA 1. OB30P JIMTEPATYPBI

1.1 McTOYHUKHU 230TAa ¥ MYTH NOCTYNJIEHUS

A30T SBIETCS OJHMM U3  KJIIOYEBBIX  AJIEMEHTOB, JUMUTHPYIOIINX
MPOJYKTUBHOCTD 3JIAKOBBIX KYJIbTYp. PacTenust cmocoOHbI ycBanBaTh a30T U3 MOYBHI B
pa3uuHbIX (opMax, KOTOPbIE MOXKHO pa3leuTh HAa JIBE OCHOBHBIE TPYMIIbI:
MuHepasibHbie (opmbl (HUTpathl NOs~ u ammonuit NH4") u oprannueckue coeuHeHus
(aMHUHOKHCIIOTHI, MenTHasl, MoueBuHA) [1,2]. [loHMMaHKe MEXaHHW3MOB MOCTYILICHHUS
3TUX (POpM a3z0Ta MMEET KPUTHYECKOE 3HAUYEHHE ]ISl CEJIEKIMM COPTOB C BBICOKOM
s dexTruBHOCTBIO a3oTHOrO 0OMeHa (NUE, ot anri. Nitrogen Use Efficiency).

B nmoyBe a3zoT mnNpuUCYTCTBYEeT B CJIOXHOM JIMHAMHUYECKOM PaBHOBECHUHU.
Opranuyeckuii a30T TMOYBBI MOJBEPracTcs MHUHEpAIU3AUA MUKPOOPraHU3MaMu-
aMMOHHU(pHUKATOPaMHU ¢ 00pa30BaHHEM aMMOHUIHBIX cosieit [1]. 3aTeM aMMOHUIT MOXeET
OKHUCIIATHCS HUTPUPHUITUPYIOMUME OaKTEpUSIMH 10 HUTPUTOB U Jajiee 0 HUTPaToB. B
puzocgepe 371aK0B OJJHOBPEMEHHO MPUCYTCTBYIOT BCE TPU (POPMBI a30Ta, MPUYEM HUX
COOTHOIIICHUE 3aBHCUT OT THIIA MOYBbI, BIAXHOCTH, pH 1 akTHBHOCTH MHKpoOHoMa [2].

B memom muki azora MeXAy pacTEHHMEM U MOYBOM MOXKHO pa3/efiuTh Ha JBE
OCHOBHBIE YaCTH: IKOJOTHYECKYIO (KaK pacTEHHUE MOTy4YaeT a30T) U TeHETHUECKYIO (Kak
pacTeHUe HCMOIb3yeT a30T mociie ero ycBoeHus). CylliecTByeT psll T'€HETUYECKHX
dakTopoB, BAUAONMX Ha APPEKTUBHOCT, MOrJomEeHUusT W AHPEKTUBHOCTD
WCITIOJIb30BAHUS a30Ta.

D¢ dexruBnocts nmornomienus (NUPE, ot anrn. Nitrogen Uptake Efficiency) —ato
M3MEPEHUE KOJIMYECTBA a30Ta B CYXOM BEIIECTBE, KOTOPOE YCBAMBAETCS PACTECHUEM.
DddextuBnocts ucnonb3oBanus (NULE, ot anra. Nitrogen Utilization Efficiency) — ato
3 PEeKTUBHOCT, PEMOOMIM3AIIMN a30Ta B 3€pHO M Bbixoj Oenka. [lorjomeHue azora
pacTeHUEM BapbUPYET Ha PA3HBIX CTAUAX Pa3BUTHs. bobIlast 4acTh a30Ta MOTJIOMIASTCS
KOpPHSIMU Ha BEreTaTUBHOW CTAJMM W yCBAMBAETCA JJII POCTAa U Pa3BUTHUS PACTEHUS.

YacTh HAKOMJIEHHOI'O a30Ta TPAHCIOMUPYCTCA U3 BETCTATUBHLIX yacTeu B 3CPHO ITOCIIC
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nBeteHus. Takxe OOJIbIIOE KOJUYECTBO a30Ta IOIJIOUIAETCS IOCJE IBETEHUS, YTO
CIIOCOOCTBYET OTJIOKEHHIO O€JIKa B 3€pHE, KOTOPOE 3aBUCHUT OT BHJIA, arPOTEXHUYECKUX
YCJIOBUH, COACP/KAHUS a30TA B IOYBE U YCIOBUM OKpY:Karowwen cpeapl. [ NueHns! u
puca mocje nBeTeHus moryoraercs okoyio 20% azota, a i Kykypy3sl 50% [3].

BrisiBnennro reneruduecknx OCHOB NUE y CenbCKOXO3SMCTBEHHBIX DPACTEHUU
MOCBSIIIIEHBI OOIIMPHBIE UCCIIEOBAHNSA, HO IPUMEHEHHUE STUX UCCIIEIOBAHHUM B MOJIEBBIX
YCIIOBHSIX OBLJIO MEICHHBIM, B OCHOBHOM H3-3a CJI0>kHOM npupo bl ipusHaka NUE [4,5]
Y CHJIBHOTO B3aWMOJICHCTBHS MEX Ty TCHOTHIIOM U cpefioi [6].

Hutpar — nomuuupymomas ¢opma azota B a’dpoOHbIX nouBax. OH sBIseTCS
OCHOBHBIM HCTOYHHMKOM a30Ta Juis OonblimHCTBa 31akoB [2]. Ero moriomieHue
peryinupyetcs nByMmsi cemeiictBamu TpancnoptepoB. CemerictBo NPF (NRT1/PTR) —
HU3Koa(PUHHBIE TPAHCIOPTEPHl, AKTUBUPYIOLIMECS IPU BBICOKUX KOHIEHTpALUAX
autpara (>1 MM). NRT1.1 (NPF6.3) BemonHser ¢QyHKOHIO TpaHcenTopa —
OJTHOBPEMEHHO TPAHCIIOPTHPYET HUTPAT U CITY)KUT €ro CeHcopoM [27].

VY puca opronor OSNRT1.1B o6ycnasiauaer pazmuuust B NUE mexay nmoasumamu
indica u japonica [28]. ¥V kykypy3st ZMNRT1.1B (ZmNPF6.6) perynupyer TpaHcnopt u
curHaauar mutpara [29]. V mmennust u stumens ren NPF2.12 koopauHHpyeT pocT
kopHeil 1 NUE. Bricokoe conepkanue a3oTa B JIMCThSIX U 3€pHE MPU HU3KOM a30THOM
done obecreueno amrenem TaNPF2.12TT. Hapymenne paboTel 3TOro TpaHCmopTepa
aKTUBUPYET CUTHAJIbHbIE MYTH OKCHJIA a30Ta 3a CYET IOBBIIICHUS SKCIPECCUU TI'eHa
Hutparpenykrassl NIAl, koTopass cTUMyIupyeT poCcT KOpHEH M MOTJIOLIEHUE HHUTpaTa
[30].

AMMOHMI MTpeobaaeT B KUCIbIX MOYBaX, aHAPOOHBIX YCIOBUSX, HAIIpUMEp, B
PHUCOBBIX YeKax, Ie 3aTOIUICHHE co3MaéT BoccTaHOBUTENbHBIC ycioBus [28]. Ero
MIOTJIOIIEHHE CBsI3aHO ¢ Oenkamu cemeiictBa AMT (Ammonium Transporters), koTopbie
nojpaszenstorcss Ha ABa noxacemeiictBa: AMTI (BricokoadpuHHBIE TpaHCIOPTEPHI,
WHIYLIMPYEMBIE MIPU a30THOM roJjiofganuu) u AMT?2 (TpancnopTepsl ¢ 0osiee HIMPOKUM
nuana3zoHoM ah(GUHHOCTH, YACTO UMEIOIEe KOHCTUTYTUBHBIA YPOBEHB AKCIIpeccun). Y
puca cuctema MorJoleHUss aMMOHUSI OCOOEHHO pa3BUTA, 3a CYET BHICOKOM AKCHPECCUU

tpancnoptepa OSAMTL B kopHsx [28].
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AMMOHUI 3HEPreTHYecKu 00Jiee BHITOJIHBINA UCTOYHHK a30Ta, yeM HUTpaT. OH He
TpeOyeT BOCCTAHOBJICHUS, HO MPU BBICOKMX KOHIICHTPALUSIX TOKCHYEH JJisi pACTEHUHU.
CyIecTBYIOT MEXaHU3MbI PETYISIIMU, TPEJOTBpAIIAIONINe HAKOIIEHUE U30BITOYHOTO
ammoHusa. Ilpu BbICOKMX BHEmHUX KOHIEHTpamusax NHas" kunaza CIPK23
dbochopunupyet C-konneBoi fomeH AMT1, Bei3biBast KOHGOPMAITMOHHEBIE U3MEHEHUS U
OJIOKUPOBKY TpaHcmopTHoro kanama [31]. Kpome TOro, aMMOHHI TOBBIIIACT
KOHIICHTparuioo adcuu3oBoi kucioThl (ABK) B kopHsax depe3 akrtuBanuio ABK-
rimoko3mwmcTepassl; ABK-curmamunar uwepes penentopsl  PYL/PYR  unrubupyer
docdarazer PP2C, uro mnosBossier CIPK23 dochopunupoBate AMT u cHmxartb
nonomenue [31]. V nimeHuIs uaeHTHGUIHPOBaHO IecTh reHoB TaAMT2, U3 KOTOPBIX
Toibk0 TAAMT2;1 ciocoOGeH TpaHCTIOPTHUPOBATh AMMOHUM, a YKCIIPECCHS OOIBITMHCTBA
AMT uHIYUHPYETCS aMMOHHEM, YTO OTJIMYACT UX OT MOJICIIBHOTO pacTeHus Arabidopsis
thaliana [31].

Jlosroe BpeMsl CUMTAJIOCh, YTO PACTEHHSI YCBAMBAIOT a30T HCKIIOYHMTENIBHO B
MUHEpaIbHOU (hopMe, OJHAKO B MOCIEAHUE IECATUIIETHUS JOKa3aHa CIOCOOHOCTh 3JI1aKOB
TOTJIONIATh OPTAaHWYECKUN a30T, BKIIFOYAs aMHUHOKHMCIIOTHI, IEOTHIBI 1 MOYEeBHHY [1].
OCHOBHBIMH CHCTEMaMH TIOTJIONIEHUS AaMUHOKHCIIOT SIBISIOTCS BBICOKOA((UHHBIMN
tparcroprep LHT1 (Lysine Histidine Transporter 1), mokann30BaHHBI B KOPHEBBIX
BOJIOCKaX W HOUAEPMHUCE W OOECIEeUMBAIOMIMKA TOIJIOMIEHUE I[IHUPOKOTO CHEKTpa
HEHTpaJIbHBIX K OCHOBHBIX aMUHOKHCJIOT, a TaKk)Ke cemeiicTBo nepmea3 AAP (Amino Acid
Permeases) u tpancnoptepsl MoueBrHbl UPF [32]. HenaBHue uccieoBaHus BBISBHIN
HOBBIE MEXaHU3MBbI PETYJISLUU MMOTJIOIIEHHUS] OPraHUYECKOr0 a30Ta: KajablUii-3aBUCUMAs
krHaza CPK1 B3aumoneiictByet ¢ Tpancnoptrepom LHT1 u HeraTuBHO peryiaupyer ero
aktuBHOCTh [33]. ¥V pacrtenmii ¢ Hokayrom CPKI1 HaOmrogaeTcss IMOBBIIICHHOE
MOTJIONIEHNE AMUHOKHUCIIOT, & MPHU YBEJIMYEHUH KOHIIEHTPAIMU IITyTaMHUHA KOJIUYECTBO
oenka LHT1 cHmwxkaerca, torma kak CPKI1 nHakamnuBaercs; WACHTHU(PUIUMPOBAH
noTeHuanbHblii cadt pochopunupoBanusa Thrl51 wa LHTI, koTopsiii MOXeT ObITh
muieHsio CPK1 [33]. [TorsoreHHbIe aMUHOKUCIIOTHI TOCTABJISIOT HE TOJBKO a30T, HO U
YIJICPOTHBIN CKEJIET, UYTO CHIDKAET SHEpPreTHUeCcKue 3aTpatel Ha cuHTe3 [33]. B ycnoBusix,

KOrJa MUHEpajau3alusi a30Ta OrpaHHYeHa (HU3KUE TEeMIEepaTypbl, KHUCIbIE IOYBHI),
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OpPraHUYECKUH a30T MOXKET CIY)KUTh MCTOYHHMKOM MHTaHUsA pacteHuid. Kpome Toro,
oprannyeckue (OpMbl MEHEe MOABM)XHBI B TOYBE IO CPABHEHUIO C HUTPATaMHU, YTO
CHIDKAET dKoJIoTHYecKue pucku [33].

31maKkoBbIe KyJbTYpPhl UMEIOT T€HHYIO CETh PETYJSIHH, KOTOpas KOOPAMHHPYET
MIOTJIONICHHE Pa3HBIX (POPM a30Ta B 3aBUCUMOCTH OT UX TOCTYMHOCTH. CUTHAIBHBIN Iy Th
NRT1.1 y A. thaliana BmuseT Ha SKCIPECCHIO aMMOHHHHBIX TPAHCIIOPTEPOB, YTO
obecrieunBaeT cOaIaHCHPOBAHHOE MOTIIONIeHHE 00ernX (opM MUHEPATILHOTO a30Ta [27].
[TocTymienne a3oTa y 3JIaKOB SBISICTCS MHOTOYPOBHEBBIM TIPOIIECCOM C YYaCTHEM
CHEIUATN3UPOBAHHBIX TpaHCTOPTHBIX cucteM st HUTparoB (NPF, NRT2), ammonus
(AMT) u opranmueckux coemuHenuit (LHT1, AAP). Takxke y 37aKOB CYyIIECTBYIOT
MEXaHU3MBl  PETYJSIUW, BKIIOYAIOMAE TOCTTPAHCIIAIMOHHYIO  MOAN(PUKAIINIO
TPaHCIIOPTEPOB U UHTETPAIIMIO TOPMOHAIBHBIX CUTHAIOB. [[lOHMMaHKE ITUX MEXaHU3MOB
OTKPBIBAET BO3MOYKHOCTH JIJISI CEJICKITHH 3JIAKOB C BBICOKOH a30THOM 3(h(PEKTHUBHOCTHIO —
Yyepe3 MCIOIh30BaHNEe MPUPOIHBIX AJIETBHBIX BApUAHTOB TPAHCIIOPTEPOB (Hampumep,
NPF2.12 y nmeHunsl), NUPAMUJUPOBAHME TEHOB, KOHTPOJMPYIOMIMX pa3HbIE
KOMITOHEHTBI a30THOTO OOMEHa, W PEIaKTUPOBAHHWE PETYIATOPHBIX JJICMEHTOB,

KOHTPOJUPYOIINX SKCIPECCUIO TPaHCTIOPTHBIX cucteMm [2,30].

1.1.1 Accumuasinus a3ora. KiiroueBblie pepMeHTHI

Kak Tonpko NO3- monajaer B KOpeHb paCTeHMs, OH JTUOO HAKaIUIUBAETCs, MO0
MPOXOJUT MPOLIECC ACCUMUJISILIUU, B X0JI€ KOTOPOTO BOCCTAHABIUBAETCA U B KOHEUHOM
WTOre BKJIIOYAETCS B COCTaB aMUHOKHMCIOT. NO3-, KOTOpBIM HE MPOXOAUT IPOIECC
ACCUMWISIIIUU B KOPHE, TPAHCIOPTUPYETCS B CTeOENbh uepe3 KCUIeMy B MpoIecce
HIIEKTPOXUMHUYIECKOT0 HUCXOIsAIIero aermxeHus [34,35].

B ctebne NO3- ycBanBaercs, TuO0 HaKaIlJMBaeTCS B BaKyOJIAX, UM YacTh €ro
MOJET OBITh TPAHCIIOPTUPOBaHA 00paTHO B KOopeHb [36]. C npyroit cTOpoHbI, aMMOHUIA
0OBIYHO HE XpaHWTCA, a ycBamBaeTcsi B KopHe [37]. YcBoeHHe a30Ta B pacTUTEIIbHOM
TKaQHW PETYJIUPYETCS PSJIOM KIIOYEBbIX (PEPMEHTOB, K KOTOPHIM OTHOCSTCS

autparpeaykrasa (NR, ot anri. Nitrate Reductase), autput-peaykrasa (NiR, ot aHri.
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Nitrite Reductase), rnyramuacunateraza (GS, or anrn. Glutamine Synthetase) u
rnyramat-cuaTeraza (GOGAT, ot anrn. Glutamate Synthase). Ha nepBom »stame
IPOUCXOAUT BoccTaHoBieHHE a0 NO2- 3a cuer Hutparpenykrasbl. NO2- sBnsercs
TOKCUYHBIM JUIsl LIUTO30JIs1 KJIETKM U MTHOBEHHO TPAHCIOPTHPYETCS B IJIACTUIBI, TJE
IPOXOJUT €lIe OAHO BOCCTAHOBJICHHME C MOMOIbIO HUTpUTpeAykTa3sl (NiR) u 3arem
npespaiuaercs B NH4+. AMMOHUI 3aT€M YCBAaMBAETCS B OPraHUYECKUNA a30T € IIOMOIIBIO
TJIyTaMUHCHHTETa3bl U riryTamarcuHterassl (GS/GOGAT) [38].

Hurparpenykrasza (NR) [Iponecc Boccranosienns NO3- ¢ oopazoBanueM NO2-
noj jaectBueM HUTparpeaykTasbl Tpedyer Hanmuuuss NADH / NAD(P)H / NADPH B
KauecTBE JIOHOPOB AJIEKTPOHOB. B rekcarmonHo miieHune uaeHTUGUIMPOBaHbI J1Ba
rera, xkomupyromue NADH-NR [39]. Yposenb aktuBHOCTH TeHa NR B miieHuie B
3HAYUTENIbHOM CTETIEHN KOHTPOJINPYETCS TeHETUUECKH, U T€HOTHUIIbI, 00saatonye oonee
BBICOKOW aKTUBHOCTBhIO NR, mmeror 0oJiee BBICOKMI MOTEHIMAT YTUJIM3AIMU a30Ta,
0COOEHHO KOTJa HalU4Me a30Ta HE SBISIETCS JIUMUTHpYyromuM (dakropom [40].
Ceepxakcnpeccus reHa NR B mIIeHHIIe YBEIMUMBAET cOoAepk aHUe Oenka B 3epHe 0e3
JAJBHEUIIIETO YBEINYCHHS MOTpeOIeHus a3oTa [41], 9To 03HaYaeT BO3MOYKHOE BIIMSHUE
Ha NUE. Annensubie Bapuarnuu reHoB NR y puca (OSNR2) u copro He BIUSIOT Ha
CIIOCOOHOCTh K acCUMUIIALIMKM HUTpaToB NO3- accumusiinonHol cnocoonoctu u NUE
[42,43]. OnHako B HacTosiiee BpeMs HET MOAPOOHON HH(OpMaruu 00 aIeIbHBIX
Bapuanusax reHa NR y mmeHuIb.

Hurpur-peaykrasa (NIR) Ha Bropom stamne nponecca acCUMWISIIMNA HATPATOB
HUTpUTpenykTaza deppenokcun-3aBucumas (Fd)-NIR kartanusupyer BoccTaHOBIEHUE
HUATpUTA 10 aMMOHUS. | eH, kogupyromui NIR, MmeHee n3ydeH no CpaBHEHUIO ¢ APYyTUMU
r€HaMH, y4aCTBYIOIIMMH B ITPOLIECCE aCCUMMIIISIIIUMK a30Ta, BKItodasg NR, GS u GOGAT.
B uwactHOCTH, HET OIPOOHON XapaKTEPUCTUKU ATOTO T€HA Y MIIEHUIIBI, XOTS OH OBLI
KJIOHUPOBAH W3 Pa3IMYHBIX BHJIOB BBICIIUX PACTCHHM, BKJIIOYAs IIMWHAT, KYKYpy3y,
tabak, apadbuorcuc u puc [44,45]. ETUHCTBEHHBII T'eH alonpOTenHA HUTPUTPEAYKTa3bI
OBLTT 3apEeTUCTPUPOBAH JIJISl MIMIMHATA W SYMEHS, B TO BpeMs KakK IS KyKypy3bl ObLIO
3apErUCTPUPOBAHO HE MEHee JBYX I'C€HOB Ha rarmlougHblii reHom [45]. ¥V Tabaka

3aperucTPUpPOBaHO YeThipe rera anomnporerna NIR [44].



21

FayramuacuaTera3a (GS) I'myrammucunrtetaza (GS) sBiusercs HambOoJjee
U3Y4YEHHBIM (EPMEHTOM, MOCKOJbKY OHA WIPAET BaXXHYIO POJb B YCBOGHHUHU a30Ta B
pacrenun [38]. UsBectHsr nBe rpynmbsl GS, KOTOpBIC JOKAIM30BAHBI B Pa3IHMYHBIX
opra”eiyiax pactutenbHo kieTku. GS1 nokanuzyercs B IIUTO30J€, KOTOPBIM WUIpaeT
poJib B IEpBUYHON accuMmsiiii NH4+ B KOpHsIX, a TakKe B HOBTOPHOM aCCUMUIISILIUN
NH4+, oOpa3yromerocs mpu cuHTe3€ 0€JIKOB B TUCThIX. GS2 jokanu3yeTcs B IacTuaax
U ydacTByeT B peaccuMwisanuu QoroasixatenbHoro NH4+ B xjopomiiactax u
accummsiiina NH4+, oOpasyromerocst ipu BocctanoBiiennu NO3- B rutactuaax [46]. B
1iesioM akTuBHOCTh GS2 BhIme, yeM GS1, ocooenno y C3-pacrenuii [47].

IFayramarcuareraza (GOGAT) Ha mepBoM 3Tame acCUMWISALIMKM aMMHaKa
coBmecTHO ¢ GS pabortaer pepmeHT GOGAT. OH Takxe CylmecTBYeT B IBYX (popmax,
KOTOpBIE UTPAlOT CIEeUU(PUUECKYIO0 pOJib B MPOIECCe NEPBUYHOM aCCUMWIALMU WU
peuupkyisinun azota. Geppenokcun-3apucuMbiii uzopepment (FAd-GOGAT) coBmecTHO
¢ GS2 ydacTByeT B OCHOBHOM B PECUMMJIALINM (DOTOBIXATEILHOTO aMMHaKa, a MAPUIUH-
HyKJeoTu 1-3aBucUMBbIN n3ohepmenT (NADH-GOGAT) yuacTByeT B CHHTE3€ IIIyTaMara,
KaK B (POTOCHHTE3UPYIOLIUX, TaK U B HE()OTOCUHTE3UPYIOIIMX OPraHax MM TKaHIX JJIs
HOJICPIKaHus pocTa M pa3BuTHs pactenuit [10].

HenenrpajbHbie (epMeHTBI. /[ Takux CIOXKHBIX NpuU3HAKOB, kKak NUE,
3aJ1eiCTBOBAHO OOJIBIIOE KOJMYECTBO PETYJISTOPHBIX IyTEH Ha pa3HbIX YPOBHAX. Takum
o0pa3oM, MOMUMO YIIOMSIHYTBIX BBIIIIE YETHIPEX CEMEIHCTB IEHTPaIbHBIX ()EPMEHTOB, B
nipouecc perynsuuv NUE BoBIIeUeHBI U APYTHE CEMENCTBA TEHOB, BHOCSIIME CBOM BKJIA]L
B IpOLECC  peryysiMu  yCBOEHUS  a30Ta, B YAaCTHOCTH,  CEMEMCTBa
rnytamataeruaporesassl  (GDH),  ananun-amunotpancdepassl  (AlaAT) wu
acnaparvHCUHTETa3bl. ITU (PEPMEHTHI XOPOILIO U3yUYEHbl Y PACTEHUN C TOUKH 3PEHUS UX
poiu B Metabosu3me amuHokucaoT [48,49]. GDH karanusupyeTr B3auMOIpPEBpaICHUS
MEXIy riayTamMatoM U 2-okcoriytaparoM, AlaAT - cuHTe3 u aerpajanuio ajaHuHa, a
ASN kaTanu3upyeTr CUHTE3 aclapariHa U riyraMmara U3 acnaprara v rilyTaMuHa.

I'nmyramataermaporenasa (GDH) CyuniecTByeT anbTepHATHBHBIA NMyTh CUHTE3a
riiyramaTta 4epe3 BKIIOUEHHE aMMHuaka B 2-OKCOrJyTapaT Moj JAelcTBUeM (epMeHTa

GDH (Glutamate Dehydrogenase), xots 6osee 95% 10CTyMHOTO aMMHaKa yCBaMBaeTCs
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yepe3 GS/GOGAT-nyts [50]. GDH ¢yHKIMOHKUPYET B HANpaBACHUH J€aMUHUPOBAHHUS
riyTaMara Jiisl TOJyYeHUs] OpTaHUIEeCKUX KUCIIOT, B YaCTHOCTH, KOTJa KJIETKA KOPHS U
JHMCTa MCIBITRIBAIOT Jedunut yraepoaa [51,52]. Kpome Toro, GDH BimsieT Ha ypoBeHb
HIDKEJIEKAIUX M BBIIIEISKAIINX META00IUTOB yIiepoaa M a30Ta uyepe3 U3MCHEHHUS B
rereporekcamMepHoi cTpykrype [53].

['ens1, kogupytomue GDH, 6111 ceKBEHHPOBAHBI Y HECKOJIBKHUX BHJIOB PACTCHHIA:
apabuoricuca [54], kykypys3sl [55] u Tputnkane [56]. Y nineHuUIbI Mociie10BaTeIbHOCTh
GDH mnoxka3ana, yto GDH menee nomumopdnua, yem NADH-NAR1 u Fd-GOGAT,
MEXKIY TIOCJIEI0BATEIIbHOCTSAMHU, MOJYYCHHBIMH OT JUIUIOMIHBIX BHIOB Triticum
monococcum, Triticum speltoides, Aegilops tauschii u aByx COpPTOB TreKCaruIOMIHOMN
Triticum aestivum - Arche um Récital [39]. GDH paccmarpuBaercs B KadecTBe
MOTEHIIMaIbHOTO TeHa-KaHauaara st NUE, mockoIbKy KOHCTUTYTHBHASI SKCIIPECCHS
9TOTO reHa npuBoawia K yeenunueHnio NUE B psiie MOIETBHBIX M KYJIBTYPHBIX BHJIOB,
BKItoyass puc W Tabak [53,57]. V mnmenunsl Obuio ycranoBieno, yro GDH B
3HAYUTEIIBHOM CTETNICHU BJIMSET Ha POCT M MIPOJAYKTUBHOCTh pacTeHuit [58].

Ananun-amunorpancdepasza (AlaAT): AlaAT (Alanine Aminotransferase)
y4acTByeT B MeTabonusMme azora Huxe 1o teueHuto oT GS u GOGAT, karanusupys
oOpatumoe o0pa3oBaHUE ajlaHWHA U 2-OKCOTTyTapaTa W3 MHpyBara W Tiyramara [45].
AlaAT stamenst (HVAIAAT) skcripeccupyeTcst B IpyruX BHIAX CEIbCKOXO3SIMCTBEHHBIX
KYJIBTYp MOCJIE TpaHCTeHe3a, BKIovast kaHomy [59], puc [48] u caxapusiit TpoctHuk [60],
JIeMOHCTpUpYs 3HauuTelbHOe mMoBbIicHHe NUE B yCIIOBHSIX OTHOCHTEIBHO HH3KOTO
cofiepKaHus a30Ta. B wactHOCTH, B KaHOJE Uil TOCTUYKEHUSI HAUBBICIIETO IMOTSHIINANA
ypoxaiiHocTi TpeboBanioch Ha 40% MeHbIE a30THBIX yIOOPEHMIA, YEM PACTCHHSIM
nukoro tumna. Ceepxakcnpeccust AlaAT B pacrenusix A. thaliana smaunrensHo yBennunna
NUE [61]. Ceepxakcnpeccus HVAIQAT npuBoania K yBeIHYCHHIO (DepMEHTATHBHOM
AKTUBHOCTH, BBICOTHI U KYIIICHUS PACTCHU, U 3HAYUTEIHHO YBEIMUNIIA BETCTaTHBHYIO
Maccy y MIICHHUIIBI, & Y COPro yCHIHIa (epMEHTATUBHYIO aKTUBHOCTh, HO M3MCHECHUH B
benoturne He Habmomanaock [62]. B mocnennne romer AlaAT BeI3Bana 3HAYUTEIILHBIHN

HCCIIEIOBATENIbCKUN MHTEPEC y Pa3IMUHbIX BUIOB PACTEHUM, OJIHAKO OUOJOTUYECKUMN
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MEXaHU3M €€ JIEUCTBUs B KauecTBe cpenctBa nosbilieHuss NUE y mimeHuiel eme He
U3YYEH.

AcnaparuHcuHTeTrasa (AsnS) KaTaIu3upyeT MEPEeHOC aMHIAHOW TPYIIbl C
riiyTaMUHa Ha acrapTaT, 4TO B CBOIO OuYepe/lb MPUBOJUT K 00Opa30BaHUIO aclaparuHa.
AxtuBHOCTH AsnS (Asparagine Synthetase) B oTHOIIEHUH PEMOOWMIIM3AINN a30Ta MU
€ro YTHUJIN3allUd TPOUCXOJUT B KOPHE M YCHJIMBACTCS BO BpEeMs HajauBa 3epHa. AsnS
KOJUPYETCS HEOOJBIITUM CEMENCTBOM I'€HOB C Pa3IMYHBIM YUCIOM U30(OPM y pa3HbIX
BUJIOB PACTCHHM, HampuMmep, Tpu y apaduporicuca [63], deTbipe y TeKCaruiouIHOM
NIICHUIIBI M TBEPAOW miieHuIpl [64], u mare y sumens [65]. ¥V kaxkmoro Buaa
OXapaKTEepU30BaHbI TOJLKO OJTHA WUJIU JABE M30(DOPMBI, U OCTAIILHBIE T€HBI 3aCITyKUBAIOT
nanpHeimero n3ydenus. Kpome Toro, GyHKIIMOHATBEHOE TTOATBEPKIACHUE dTUX TEHOB Y
371aKOB, OCOOCHHO Y MINEHHUIIBI, OTCYTCTBYyeT. CHIbKeHHe peryssiiuu reHoB AsnS1 B
KOPHSX, CTEOJISIX M JIMCTHIX BO BpPEMsl POCTa MPOPOCTKOB M OyTOHM3AIIUU TBEPIOM
TIITIICHUITBI TIPYA a30THOM CTPECCE, @ TAK)KE MOBBITIICHUE PETYISIIAH B (IIATOBBIX JTUCTHIX
BO BpPEMsI HaJIMBa 3€PHA, YKa3bIBAIOT HA €r0 POJIb B peMOoOMIn3aIu a3ora [66]. Y msrkoit
nmreHunbl Skenpeccus kak TaASN1, tak u TAASN2 moBsimanace B mpoiecce pa3BUTHS
3epHa, xoTs Toimbko Ha TaASN1 u TaASN2 Biussio mocTymieHue azora. ITO
CBUIETEIBCTBYET O CIIOKHBIX TKaHECTICIU(UUSCKUX W HM3MCHSIOIIMXCS B IPOIECCe

pa3sBUTHUA pCaAKIHAX.

1.1.2 MeTabGo/inyecKue MmyJibl a30Ta U PeMOOHIU3AIUS

A30T, mocTynaromui B pacTeHHE U3 MOYBHI B (OpME HUTPATOB, aMMOHHS A
OpPraHMYECKUX COCAWHECHUN, paclpeAcssieTcs MEXKAY pa3juyHbIMH OpraHaMud H
MEeTa0OIMYECKUMH TTyJIaMU, (POPMUPYSI CIIOKHYIO JUHAMUYECKYIO cucTeMy. B mepuo
BETETATUBHOTO POCTA OKOJIO TOJIOBUHBI OOIIETO a30Ta, HEOOXOIUMOTO ISl Pa3BUTHS
MOJIOJIBIX OpraHOB (BKJIOYas MOJIOABIC JIUCThS W PACTyIIME KOPHHU), MOCTYIMAET IO
dbaooMe W3 3peNbIX JOHOPHBIX OpPraHOB (JUCTHEB W KOpHEH) mocie obopoTa
peMoOuIM3auu OelIKOB, TOTJa Kak Jpyras MOJOBUHA MPEACTaBIseT COOO0W BHOBb

MOTJIONMIEHHBIN a30T, MOCTyHaommMi 1Mo KcwieMe ¢ 3(G(EKTUBHBIM TEPEHOCOM W3
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KCHJIEMBI BO ()103My B cTeOJIeBbIX y3iax [67]. Takum oOpa3oM, pocT HOBBIX OPIaHOB B
pPaBHOM CTEMEHU 3aBUCHUT OT JIBYyX HCTOYHHUKOB a30Ta — TEKYILIEro MOIJIOUICHUS U
peMOOMIM3aIMH HAKOTUICHHBIX 3a11acoB.

KitoueBbIM KOMIIOHEHTOM CHCTEMbl a30THOTO NMHUTAHMS SIBJISIETCA CIOCOOHOCTH
pacTeHHid K pEeMOOWIM3alud — MOOWIM3allMU 3allaCeHHOTO a30Ta M3 CTaperollux
BETETATUBHBIX OPTAHOB B Pa3BUBAIOIINECS PEMPOTYKTUBHBIC. Y 3JaKOBBIX KYJIBTYp 10
75% BOCCTaHOBJIEHHOT'O a30Ta B (POTOCHHTE3UPYIOIIUX KIETKAX JIUCTA JIOKAJIU30BaHO B
XJIOPOIUTACTaxX, MPUYEM OCHOBHYIO JIONIO XJIOPOIJIACTHOTO a30Ta COCTaBisieT PyOucko
(puOy030-1,5-6uchochar-kapookcuinaza/okcurenasa)  [68].  Takum  oOpasom,
noBeIlieHne 3PheKTUBHOCTH (POTOCHHTE3a B pacyeTe Ha €AUHUILY a30Ta, HA3bIBAEMOE
dboTocunTeTHUecko 3 dhekTuBHOCTHIO Hcnoib3oBaHusa azota (PsNUE), mpusener k
yBenuueHnio NUE. 3OTo MoxkeT OBITh JOCTUTHYTO JIMOO 3a CYET IOBBIIICHUS
s dextrBHOCTH PyOucko, nubo 3a cuer mnoBbImeHUs 3G(PEKTUBHOCTH 3axBara
U3ITyYCHUSI.

B mepuos crapeHus JHCThEB KIETOUYHBbIC OCIKU JErpagupyroT J0 MENTUIOB U
AMUHOKHCIIOT, KOTOpPBIE 3aTeéM TPaHCHOPTHUPYIOTCS B Pa3BUBAIOIIMECS 3CPHOBKH.
O¢ddexTuBHOE pacrpesieieHne aMUHOKUCIOT W TENTHAOB BHYTPU PAacCTCHUS TpeOyeT
aKTUBHOW pabOThI TPAHCIOPTEPOB, MEPEHOCSIINX a30TCOACPIKAIINE COSAMHEHUS Yepes3
KJIETOYHbIE MEMOpaHbl. TpPaHCIOPT MENTHAOB OOCCICYMBACTCS IABYMS CEMEHCTBAMM
renoB: OPT (oligopeptide transporters), TpaHCTIOPTUPYIOIMMHU T€TPA- U MIEHTAICTITH IBI,
151 CEMENCTBOM NRT1/PTR (HUTpaTHBIE/NENTUAHBIE TpaHCHOPTEPHI),
OCYIIECTBJISIONIMMU TIEPEHOC TU- ¥ TPUIICTITUIOB.

Baxneiinryto poip B mpoliecce peMOOMIM3AIMKM a30Ta WUrpaer aytodarus —
MEXaHU3M JIeTPaJallil W PEYTHWIM3allMd KJICTOYHBIX KOMIIOHGHTOB. B  ycCloBHSAX
a30THOTO fedunnTa ayrodarus HHIYIUPYETCS PaHbIIIE, a IKCIIPECCHUS TEHOB, CBSI3aHHBIX
¢ aytodarucii (TaATGS8), yBennuuBaercs B 5—7 pa3 [69]. D10 yka3pIBaeT Ha TO, YTO
perymsius ayToparuy U MOBBIIIICHUE €€ aKTUBHOCTH MOTYT CITY)KHTb JIJISl ONTHMH3aIIAN
WCITIOJIb30BAHUS A30THBIX YAOOPECHHIA.

Ha mo3mHux cragusx pocra, KOrja KOpHEBas CHCTEMa YK€ He CIOoCoOHa

() PEKTHBHO TOTJIOMATh a30T, (JIArOBBIM JIUCT CTAHOBHTCS OCHOBHBIM HCTOYHHUKOM
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peMoOuIIM3aIy a30Ta B 3epHO. McciienoBaHus ¢ UCIOIb30BAHUEM CTAOMIIBHOTO U30TOMA
N moxkazaiau, 4TO NpH BHEKOPHEBOM 00pabOTKe MOYEBHHOM, MedeHHOH "N, a3oT
nepeMenaeTcs Mo NyTH «IMCT — BJarajuule JIMCcTa — cTe0enb — CTEPKEeHb KoJioca —
3epHo» [70].

[TockonbKy MOMJIOLIEHUE a30Ta MIIEHULEH MPOJOJIKAETCSA BIUIOTHh /10 CTApEHUS
JIMCTHEB, 3aJICPKKA €r0 HACTYIUIEHUS MO3BOIMUT yBennuuTh NUE, 103BOJIMB pacTeHUIO
NOTJIOTUTH OoJibllie a30Ta. bojee Toro, pacreHus ¢ OTCPOUYEHHON CEHECIICHIIMEH
obOecrieunBarOT Oonbimii  gotocuuTe3, uto moBBImaeT NUE wu, crmegoBaTenbHoO,
ypokaltHOCTh 3epHa [71]. deHoTHm 3aMeUIEHHOTO cTapeHus1 0ObIYHO Ha3bIBaIOT "Stay-
green", KOTOPBIM onpeaesnsercss Kak ClioCOOHOCTh PacTEHUS] COXPAHATh 3€JIEHYI0 Maccy
JMCTHEB B T€UCHUE OoJIee JITUTEIHHOTO Mepruoia, 4eM cTanaaptHas [71]. Drot mpusHak
CBsI3aH C 00Jiee BHICOKMM COJIEPKAHUEM a30Ta B JIUCTHSIX, YTO MPUBOAUT K OOJIBIIEMY
BBIJICJIICHUIO a30Ta U yIJIepojia Ha pocT KopHei [72]. B oTimuune oT 3T0T0, MPEeUMYIIIeCTBO
M0 YPOXKaMHOCTH y OCTaTOYHO-3E€JEHBIX COPTOB OOBACHSETCA OoJiee NIUTEIbHBIM
MEepPUOJIOM TOTJIOMICHHUs] a30Ta Ha CTaJIMd HaJUBa 3€pHA, XOTS 3TO MOXET OBITh
OrPaHWYCHO TOJILKO Ha IITyOOKHX mouBax [73].

[Ipu3nak Stay-green KOHTPOJIUPYETCS TE€HETUYECKH, YTO JaeT BO3MOYKHOCTH
UCIIOJIB30BaTh €ro JUisl MOBbIIIEHUS A(P(HEKTUBHOCTH TMOMJIOLIEHUS a30Ta IMyTeM
celleKMK. Y rekcarionaHoi mmeHuisl Obut BoissBiieH psaa QTL (Quantitative Trait
Locus), cBs3aHHBIX C KOMIIOHEHTaMH stay-green (EHOTHIA: BpPEMCHEM Hadvaja
cenecueniuu (OnS), cepenunoil cenecuieHuu (MidS) u UHTErpagbHBIM MOKa3aTeIeM
stay-green (SGint) [71,72]. Otu QTL KOHTPOIHPYIOT 3aACPKKY CTApCHHS JHUCTHEB W
npojyieHue rnepuoaa (OTOCHHTETHUYECKOW aKTUBHOCTHU (DJIaroBOTO JIMCTa B TIEPHOJT
HanuBa 3epHa. l'en dakropa Ttpanckpuniuu NAM-B1l wunentudunmpoBan kax
OTBETCTBCHHBIH 3a pAHHIO CEHECIeHIuo Yy mmeHunsl [74]. Taxke Obutn
UICHTU(GULIMPOBaHbI, ceMeiicTBa TpaHCKpunuuoHHBIX (akTopoB WRKY u NAC,
KOTOpBIC TaK)Ke MOTCHIIMAILHO MOTYT BIIUATH Ha NpH3HaK stay-green [75]. XoTs psa u3
HUX OBLT OXapaKTepU30BaH y HEKOTOPBIX 3¢PHOBBIX KyIbTyp [71,76], HU OMH U3 HUX HE

ObUT (PYHKIIMOHAIPHO OXAapaKTEPU30BaH y MIIEHUIbI. TakuM 00pa3oM, 3T I'€Hbl MOTYT
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CTaTh NOTCHIHAJIbHBIMHA MUIICHAMHU B CCICKIUU AJIA YIYUIICHUSA NUE nieHuist IIyTEM

MaHHUITYJIUPOBAHUA C@HHCHCHHHCﬁ.

1.2 I'eneTnuyeckasi apXuTeKTypa Npu3HaKoB 3P PeKTUBHOCTH

HCIIOJIB30BaHHUA a30Ta

1.2.1 Koam4yectBeHHblIe JOKYCbI (QTL) 3 (peKkTHBHOCTH HCIIOJIL30BAHUS

a430Ta y NIIICHUIIBI U IPYI'UX 3J1aK0OB

ITonnmanue renernaeckor 0cHOBbI NUE y neHunsl nMeeT peraroniee 3HayeHue
IpU BBIOOPE MOAXOJSALIET0 CEIECKUMOHHOIO MOAX0Aa JUIsl YIy4IlEeHUs! 3TOT0 MpU3HAaKa.
Opnnako, 3HaHus O re”Hetmyeckux anemeHtax NUE y 31makoB 10 cux mop BecbMa
orpaHudeHsl. I3 Bcex 3€pHOBBIX KyJbTyp TeHetnueckue wuccienoBanus NUE,
MPOBOJATCA HauboOJiee MHTEHCUBHO y KYKYpPy3bl U pUCA U MOJYYEHHBIE TAHHBIE MOTYT
ObITh MCIOJIB30BAHBI JUISl M3Y4YEHUsS MIIEHUUbI. J[JI1 XapaKTepUCTUKH T'€HETHYECKOIro
koHTpoJisi NUE mieHurisr B 3T0# paboTe paccMaTpyuBarOTCsl T€HETUYECKUE OCHOBBI TE€X
¢denotunos, koropsie BHOcAT Bkiag B NUE, Bo MHOrux ciyyasix ¢ HMpHUBJICYEHHEM
pE3yNbTaTOB HCCIENOBAHUN JPYIMX POACTBEHHBIX BHIOB CEJIBCKOXO3WCTBEHHBIX
KYJBTYP.

boun unentudunrponan 51 QTL, KOHTPOIMPYIOMIUI YEThIpE MPU3HAKa OMOMACCHI
MPOPOCTKOB U TSTh MPU3HAKOB apXUTEKTYphl KOpHEBOil cucteMbl (RSA). HaumbGomnee
crabmnbHbl QTL — RRS.caas-4DS — Obu1 00HapyxkeH Ha xpoMmocome 4DS B obmacTw,
omu3koii k reny Rht-D1. DToT okyc, accolMUpPOBaHHBINA ¢ COOTHOIIEHHUEM CYXOH MacChl
KopHs K mobOery, oOmsicusier 13,1% denoTunudeckoil Bapualuu U JEMOHCTPUPYET
CTa0MJILHOCTh TIPU Pa3JIMYHBIX YPOBHSAX a30THOTO MUTaHUS [77].

C moMoImpl0 CpaBHUTEIHHOW T€HOMHMKH HIACHTU(PHUIMPOBAHBI KOHCEPBATUBHBIC
F€HETHYECKUE peruoHbl, KoHTposmpyrommux NUE y paszmnussix BupoB. Mx ananus

ITO3BOJIAICT UCCICAOBATH 3BOJIOIMIO a30THOI'O oOMeHa Y 3JIaKOB.
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O0benunenne meta-ananuza QTL u cpaBHuTENnbHON reHoMukH (0rtho-metaQTL)
JIET BO3MOXKHOCTh HAWTH KOHCEpPBAaTHUBHBIC peruoHbl, accomuupoBanHbie ¢ NUE. YV
NIICHUIBI  UACHTHPUIUPOBAHO 11 TakKMX XPOMOCOMHBIX PETHOHOB. ODTH PETHOHBI
JOKaInM30BaHbl coBMecTHO ¢ reHamu Ppd, Vrn u Rht [78]. Dto moarBepikmaeT
HBOJIIOLIMOHHYIO CBSI3b PETYJISIMH a30THOrO 0OMEHa ¢ KOHTPOJeM (EHOJIOTUYECKUX H
ApXUTEKTYPHBIX TPU3HAKOB, U OOBACHAET clokHOCTh cenekuun Ha NUE 0e3
COITyTCTBYIOIINX M3MEHEHUH APYyrux mpu3HakoB. [Ipumepom koHcepBatuBHOCTH QTL-
pernoHoB it NUE City’kuT JIOKyC Ha JUIMHHOM ILIeYe XpoMOCOMBI 3B mieHuiibl. beuio
MOKa3aHO, YTO ATOT PETHOH COJACPKUT T'eH rryTamarcuHTasbl (GOGAT), CBsI3aHHBIH C
NIEPBUYHON accuMMsiiuei azora [78].

CpaBHHTEIBHBIN aHAIN3 TEHOMOB pHCa, COPTo, KYKYPY3bl U TIIICHUIIHI TTO3BOJIHIT
MPEMIOKUTh ABOJIONUOHHYI0 Mojenb ¢dopmupoBanus NUE-nmokycoB y 37aKoB.
CornacHo »9toit  mojaenu, NUE-pernoHbl Npou3ouuid OT OOIIEro MNpeaKOBOIo
XPOMOCOMHOTO 0JI0Ka, KOTOPBIN B MPOLIECCE IBOIIOIUU MPETEPIIEIT PSIT PEOPraHu3aui.
Hecmotpst Ha Bupocnenuduunsie nepectpoiiku reH GOGAT u ero peryisTopHbIe
AJIEMEHTBI OCTAINCHh KOHCEPBATHBHBIMH.

Jlpyrue TeHbl a30THOTO OOMEHa TaKXke JIEeMOHCTPUPYIOT BBICOKYIO CTEIEHb
koHcepBaTuBHOCTU. CemelictBo TpaHcnoprepoB HuTpara NRT1 (NPF) m NRT2
MIPEICTABIICHO OPTOJIOTHIHBIMHA TCHAMH Y 3J1AKOB, XOTS YHUCIIO KOMUN TEHOB 3aBUCHUT OT
IUTOMIHOCTH U 3BOJIIOIMOHHON McTOpuu Buaa. I'eHsl rimyramuHcuHTeTassl (GS1, GS2)
YYaCTBYIOIIHE B TICPBUYHON aCCUMUJISIIUN aMMOHUS TaK)Ke€ BRICOKOKOHCEPBATHBHEI.

bnaronapss cuntennn QTL-pernonoB, uaeHTU(UIIMPOBAHHBIE B PHUCE TCHBI-
KaHJIUJIAThl MOTYT OBITh KAPTUPOBAHBI Y TIIICHUIIBI, TUMEHS U KyKYpPY3bl. ITO IMO3BOJISIET
MPOBOJIUTh Pa3pabOTKy YHHBEPCAIBHBIX MapKEPOB Ha OCHOBE KOHCEPBATHBHBIX
PErMOHOB W HCIIOJIB30BaTh WX B MpOrpaMMax MapKep-OpUEHTUPOBAHHON CEIEKIIUU

(MAS) ogHOBpEMEHHO 7151 HECKOJIBKUX KYJIBTYD.
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1.2.2 T'ennbl TpancnopTepoB ammoHusi (AMT)

B mporecce pa3BUTHS pacTeHUsS CHUXKAIOT TMOTJIOIIEHHE aMMOHHUS 33 CYET
peryjipoBanus TpaHcropTepos noriomieHus (AMT) u MmeTabonnueckol 1eTOKCUKAIUU
i npeogoncHus BozaercTBus NNH4+ [79,80]. s 3T0Oro CymiecTByIOT pa3jidndHbIC
MEXaHU3MBbI PETYJISALNN BOCHPUATHS, MOTJIOMICHHS, KOMIAPTMEHTALMA U METa00JIn3Ma
MOCTYIAIOIIEr0 aMMOHHSI.

[Ipu BBICOKMX KOHIIEHTPALUAX LMUTO30JIbHOTO AMMOHHMS B pHUCE U SUYMEHE
(HeckombKUX COTeH MM MpH BHENIHEW KOHIEHTpanuu amMMoHus B 10 MM), suMeHb
MPOSIBIISLIT CUMIITOMBI OTPABJIEHUS U HAPYIIECHUE PETYJSILUA aMMOHUS, B TO BPEMs Kak
puc nyumie ynpasisul HakoruieHHbIM NNH4+ [81]. Puc Takke mposiBHII BBICOKYIO
aKTUBHOCTb (DEPMEHTOB YCBOEHHUSI AMMOHHUSI U JTyYIIUH POCT B CPABHEHHUM C KYKYpy30H
u TomMatoM [82]. DTu HaOIIOACHUS MOAYEPKUBAIOT BAXKHOCTDh d(P(PEKTUBHON CTPATErHH
HAKOIUJIEHUS! U aCCUMWJISILIMM aMMOHUS, KOTOpasi IOMOTaeT PUCY CHU3UTh TOKCUYHOCTb
aMMOHHUSL.

Opnako, B3auMoieicTBUE PEHOTUITMUECKUX U MOJIEKYJISIPHBIX peaKLUi MIIEHUIIbI
Ha OJHOKPaTHOE€ AaMMOHHMITHO€ TIMTAHUE M €ro TOKCHUYHOCTh M3Y4YEHO MaJlo.
HccnenoBanusi (U3MOIOTHYECKUX PEAKIMI MIIEHUIIBI HAa aMMOHHMUHHBIA CTpecc
POBOJMINCH, OJIHAKO, HUKOTAAa B COYETAaHUM C TPAHCKPUIILIMOHHBIMU OTBETaMHU
BbIcOKOa(p(puHHOU TpaHcnopTHOM cucteMbl AMT1. B To e BpeMs, ObL10 0OOHApYKEHO
HECKOJIBKO TMOcJeAoBaTeIbHOCTEN, Koaupyommx AMT, 4To mpegocTaBisieT MEepBOE
npezcraBieHne o MHorooopaszuu AMT y mmenwus! [83].

TpaHnckpunToMrKka ¢ TPOTEOMHKA, MPUMEHSEMbIE IS aHajdu3a KOpHEeH
MPOPOCTKOB TMIIEHUIIbI, TOKA3bIBAIOT, YTO yBenudeHue cooTHomeHus NH4+/NO3-
BBI3BIBACT JIMTHU(DHKAIIMIO KOPHEH M CHIKaeT moTtpedsieHue asora [84]. ¥V Beicimx
pacTeHuid OOHapy’>KeHbl BE CHUCTEMbl MOTJIOUICHHUS] HUTPATOB MU aMMOHHMS U3 TOYBBI:
cucrema TpaHcmopra ¢ BeicokuM cpojctBoM (HATS, ot anri. High-Affinity Transport
System) u cucrema tpancnopta ¢ Hu3kuM cpoactBoM (LATS, ot anrn. Low-Affinity

Transport System) [85,86]. Ilepenocunku HuTpatoB NRT1 1 NRT2 koHTpOaHpyrOTCS
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JBYyMsI CEMENCTBaMU, a nepeHocunku aMMoHust (AMT) yuacTByIOT B IepeHOCE aMMOHMS
¥ BHOCAT BKJIQJ B POCT W pa3Butue pacteHud [87]. YBenmyeHne COOTHOIICHUS
NH4+/NO3 npuBoaut Kk BbiaeneHut0 O2 B KOpHAX M TOBBIIICHUIO aKTHUBHOCTH
(epMEHTOB, OTBETCTBEHHBIX 32 OMOCUHTE3 JIMTHUHA, YTO 3aMeJIsieT pocT KopHeil. [lpu
BbICOKOM ypoBHe NH4+/NO3-, kxpoMe CHUMOTOMOB aMMOHMMHON TOKCHYHOCTH, TAKXKE
HaOJII0/1aeTCsl CHUKEHHE COJIEpKAHUS XJI0pO(UIIIa B IUCTHSIX.

Paznuunble MccieqoBaHUs IOKA3ald, YTO BBICOKME KOHLEHTPAallMd aMMOHUS
CIJIbHO (DUTOTOKCUYHBI M CIOCOOCTBYIOT OOpa30BaHWIO aKTHUBHBIX (POpM KHCIOpoja
(ROS), uto BBI3BIBaeT OKUCIUTENbHBIH cTpecc [88]. TosepaHTHOCTH K aMMOHHIO
OIIpENENAETCs] KaK CIIOCOOHOCTh PAacTEHMs OIIYIIAaTh U PearupoBaTh Ha aMMOHUNHBIN

CTPECC 10 BOBHUKHOBCHUS CCPHE3HBIX HOBp@)KI[CHHﬁ, TaKHX KaK XJIOPO3 U ru0eIb KISTOK

[89].

1.2.3 I'ennl TpancnoptepoB HuTpaToB (NRT/NPF)

Jist 3bPexkTUBHOrO 3aXBaTa HUTPATOB U3 MOYBBI U UX TPAHCHOPTUPOBKU MEXKIY
KJIEeTKaMHd  BHYTPM  pacTeHUl  KpailHe BaXXHbl MeMOpPaHOACCOLMMPOBAHHBIE
TPaHCIIOPTEPBHI.

CymectBytor nBa cemercrBa reHoB, NRT1 u NRT2, kotopeie komupyror
TpaHCHOPTHBIE cucTeMbl ¢ HU3KOM (Km = MM) u Bricokoi (Km =~ mxM) addpunHOCTHIO
cootBeTcTBeHHO. O BaxkHod pomu NRTI1 B aktuBaunum iLATS, cBumerenbcTByeT
koppensiuusg Mexay 1ILATS u ypoBHem NRT2 TpanckpunToB B KOPHEBOUM cHCTEMe
apabuponcuca, Kykypy3sl u puca. dOusmonoruuyeckue HcCCiIeIOBaHUS MOKa3alH, 4YTO
HATS cymiecTBEeHHO BIUAIOT Ha MOTVIONIEHNE a30Ta IPU HU3KUX KOHUEHTpauusx NO3-,
O6wmue tpanckpuntoB 1IHATS koppenupyet ¢ mornomerarnemM NO3- Bceil KOpHEBOI
cuctemoii [90]. NRT2 sBisiercs rimaBHbIM ydacTHUKOM moriomierus NO3-, roe NRT2.1
oTBeuaeT 3a 75% mnoraomennus NO3-, a NRT2.1 u NRT2.2 BmecTe coctaBisitoT 0oiee

90%. Taxxe Oput0 BbIsIBIEHO, 4YTO NAR2.1 B3aumogeiictByer ¢ uneHamu NRT2.1 u

NRT2.2, a takxke ¢ OSNRT2.3a.
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B markoit mmenunie Obutn uneHtudunupoBansl NRT1.1-1.5, NRT1.7 u 8 u
NRT2.1-2.5, xots NRT1.6 orcyTcTBYeT. TH JaHHBIE YKa3bIBAIOT Ha TO, YTO CEMENUCTBA
NRTI1 u NRT2 Beiciux pacteHuid 00Jagar0T MHOXXECTBOM H30(OpM, HEKOTOPHIE U3
KOTOPBIX MOTYT OBITh BUAOCTICHU(PUIHBIMHU.

O6a cemeiictBa nepenocunkoB NPF u NRT2 npunammexar K cynepceMencTBy
mIaBHBIX TocpeTHUKoB (MFS) BTOPHMYHBIX aKTHBHBIX TPAHCIIOPTEPOB M 3aBHUCSIT OT
JIOCTYITHOCTH TIPOTOHOB JJisi TPAHCIOPTUPOBKM HUTPATOB. BOJBIIMHCTBO HUTpAT- U
NeNTHI-IEPeHOCUnKOB, mnpucymux cemeiictsy NRTI1/PTR, sBasiorcs mnportoH-
3aBUCUMBIMH MEPEHOCUHKAMHU.

[lepeHOCUMKN HUTPATOB B T'€KCATUIOUTHOM MIIIEHUIIE MAJIOU3yUY€HbI U HEOITUCAHBI.
CyIecTByeT JIMIITb HECKOJIBKO UCCIICTOBAHNM, B KOTOPHIX OIICHUBAJIOCH BIUSHUE PA3HBIX
yciaoBuii azotHoro nurtanus Ha reHbl NPF um NRT. Bonbmas gacTe mcciemoBaHMiA
nIIeHUIsl Obl1a mpoBeaeHa Ha reHax TaNRT2. Ceepxakcnpeccus TaNRT2.5 cBsizana ¢
MOBBIIICHHBIM TOTPEOJICHHEM HUTPATOB 3epHOM M yposkaiHocThio. TaNRT2.1 Owin
CBsI3aH C IOTJIOIICHHEM HHUTPATOB MIICHUIICH mocie nupeTeHus. Jkcnpeccus TaNRT2.1
MOJKET OBITh BhI3BaHa a30THBIM I'OJI0JIaHUEM | abciu3oBoi kuciaoroit (ABK) [53,91,92].
BrImoTHEHBI  HEKOTOpBIE  (PMIIOTEHETUYECKUE HCCIACAOBAHUS W UCCIEIOBAHUS
skcrpeccun TeHoB NPF 1 NRT2 [93], HO oHM HeTOCTaTOYHBI.

Cpenu 37maKoBBIX pacTCHHI HamboJjee M3YYCHHBIM SIBISETCS puc. B oTiawume ot
noxo0HbIX reHoB y A.thaliana, momonaurtensHbiii 6emok OsSNAR2.1 B3auMOIEHCTBYET €
Tpems nepeHocunkamu NRT2 (NRT2.1, NRT2.2 u NRT2.3a). TpancnopTepbl HUTpaTOB
NAR2/NRT2, takue kak OSNAR2.1, OsNAR2.2, OsNRT2.1, OsNRT2.2 u OsNRT2.3a,
IPEUMYIIECTBEHHO SKCIPECCUPYIOTCS B KOpHsIX, B TO Bpemsi kak OSNRT2.3b wu

OsNRT2.4, B oOCHOBHOM, TIPOSIBIISIFOT aKTUBHOCTH B MOOErax.

1.2.4 T'ennl riayramuacuaTeTasbl (GS)

['nyramuncunteTasza (GS) sBasercs ¢GepMEHTOM TEPBUYHON aCCHUMUIISLINN
aMMOHHUSI, KaTaJM3UPYIONIUM pEakIuio 0o0pa3oBaHUs TJIyTaMHHA U3 TjiyTamara u

aMMOHUA. Y pHUCa M JPYTMX 3JIaKOB 3TO CEMEUCTBO MPEACTABJIECHO HECKOJbKUMH
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nzodopmamu, pa3TUYAIOIIUMUCS o CyOKJIETOUHOU JIOKaIU3aluu u
TKaHecHeU(PUIHOCTU IKCIIPECCHUHU.

[MurozonpHas u3odopma GS1;1 wrpaeT KpUTHUYECKYIO POJH B PEMOOMIM3AIIAN
a30Ta U3 CTaperoNMx opraHoB. MccnenoBanus ¢ UCTIOIb30BAHUEM HOKAYTHBIX MyTaHTOB
puca nokasanu, uto GS1;1 HeoOxoauma st 3G HEKTUBHOTO IKCIIOPTA a30Ta U3 JINCTHEB
B pasBuBaronecs 3epHoBkU [94]. V puca GS1;1 skcnpeccupyercs B KIETKaxX (IOIMBI
CTaperoIMX JIMCThEB, IJI€ OHA OOECIEUYMBACT CUHTE3 TIIyTaMUHA, KOTOPBIA SIBISETCS
OCHOBHOM TpaHCIOPTHOH (popmbl a30Ta Bo (utosme. [Tockonbky g0 80% azora MeTenku
puca MmocTymnaeT 3a cuet pemoomnu3anuu u3 auctbeB, GS1;1 nomkeHn paccMaTpuBaThCA
KaK OJIMH M3 OCHOBHBIX T€HOB-KaH1u1aToB /i noBbieHuss NUtE [94].

HurozonbHas uzopopma GS1;2 y puca y4acTBYyeT B MEPBUYHON ACCUMUIISALIUN
aMMOHUS B KOPHSIX, 0OecreunBasi HOCTYIUIEHUE a30Ta B paCTeHHE. Y MIICHULIBI OPTOJIOTH
GS1 Taxxke IeMOHCTPUPYIOT MOBBIMIEHHYIO SKCIIPECCUIO B YCIOBHSIX HU3KOTO a30THOTO
MUTaHUs, YTO YKa3bIBAET HA UX aIAITUBHYIO POJIb.

[Inactugnas uzodopma GS2 nokanu3oBaHa B XJIOPOILIACTaX M y4YacTBYET B
peacCUuMUIISIIMU aMMOHWUS, BBICBOOOXAatonerocs npu ¢potoapixanuu. Xots GS2 BaxHa
JUI TOJJIEp>KaHUs a30THOTO OajiaHca B (DOTOCHHTE3UPYIOIIMX TKaHSIX, €€ BKIAJ B
pPEMOOUITM3ALIMIO a30Ta B 3€pHO MEHEE 3HAUMTEJIEH MO CPABHEHHUIO C LUTO30JIbHBIMU
nzohopmamu.

B nmenunie GS1 umeet tpu uzodpopmsbl, a GS2 — oany. M3MeHeHUs dKCIIpeccuu
IByx TeHOB (S KoppenupyroT ¢ reHetndecko wu3MeHunBOCThi0 NUE, 4rto
CBUIETENBCTBYET O PEryJSILIMM 3TOrO NpH3HaKa cemeilcTBoM reHoB (GS. B kaudectse
IIPUMEPA MOYKHO NPHUBECTH KYJbTYPY O3MMOW MILIEHULBI, KOTOpas AEMOHCTpHpOBaja
Oosiee BbICOKYIO0 3Kcmpeccuto 1aGS1l wa craaum moctante3sl U 1aGS2 Ha cranun
IIPEAHTE3bl MO CPABHEHMIO C KYJIbTYpOM, HE MOJy4YaBIIECH JTOCTATOYHOIO KOJIMYECTBA
azora [9]. PasHOOOpa3ue reHeTHYEeCKUX PEryJIATOPOB YCBOCHHUS a30Ta U YPOKAMHOCTU
WIM TPU3HAKOB, CIIOCOOCTBYIOIIMX TMOBBIIMICHUIO YPOKaWHOCTU MIIECHUIIBI, OBbLIO
mmpoko npeacrasineHo[10,38,45,95], uto ykassiBaeT Ha moteHiuan yayuireaus NUE ¢

MOMOILBIO TPAJIUIIMOHHBIX CTPATETUN CENEKIIUU.
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1.2.5 T'ennl rayramarcunrasbl (GOGAT)

I'mytamatcunTasza (GOGAT) karanu3upyeT nepeHoC aMUAHON IPYIIIbI ITyTaMUHA
Ha 2-OKcormyTapaT c oOpa3oBaHHMEM JBYX MOJIGKYJ TiyTamara. Y  3J1aKOB
uneHTuuurponansl 18e ocHoBHbIE popmbl: NADH-GOGAT u Fd-GOGAT.

NADH-GOGAT1 yuacTByeT B peyTUIN3aIlMU a30Ta B Pa3BUBAIOLIUXCS OpraHax.
Y puca 3TOT ¢epMEHT JOKaTU30BaH B IUIACTUAAX KIETOK MPOBOJAIICH CHCTEMBI
Pa3BUBAIOIIMXCS JUCThEB M 3¢pHOBOK [96]. MIMMyHOLIUTOJOTMYECKUE HCCIICIOBAHUS
nokazann, uyto NADH-GOGAT1 yuwactByeT B  yTWIM3allUd  TJIyTaMHUHA,
TPaHCIOPTUPYEMOT'O0 U3 CEHCUPYIOIIMX OpraHoB mo ¢iosme . B skcnepumeHTtax 1o
ceepxakcnpeccun reHa NADH-GOGAT1 Obuta ycTraHoBiieHA CBSI3b C YBEIWYCHUEM
Maccel 3epHa A0 80%, 4YTO MOATBEpP)KIAET ydacTHe H3TOro (epMeHTa B a30THOU
yTHIM3AlMK U HauBe 3epHa [96].

NADH-GOGAT2 y puca mnpeuMyIIECTBEHHO SKCIPECCHUPYETCS B KOPHIX U
y4acTBYET B MEPBUYHON accummsiiinu ammonus. CoBmectHo ¢ GS1;2 on obecnieunBaer
3p(PEeKTUBHOE YCBOCHHE aMMOHHsS u3 TouBbl [94]. dusmueckoe KapTHpPOBaHUE,
CCKBCHHUPOBAHWE W aHHOTAIMSI ATOTO PETHOHA IO3BOJWIM YCTaHOBUTH, uTo GOGAT
COXpaHsIET CTPYKTYPHYIO M (DYHKIIHMOHAIBHYIO KOHCEPBATUBHOCTH B OPTOJIOTHMYHBIX
MO3UIMAX TEHOMOB pHCa, COPro M KyKypy3bl [78]. DTO OTKpbITHE AIEMOHCTPUPYET, YTO
NADH-GOGAT sBisgeTcs 3BOJIOLMUOHHO CTA0MIBHBIM M€ HOM-KaHIUIaTOM IS CEJIEKIIN
Ha nosbieHne NUtE.

IMocnenoBarensHOoCcTs TeHa FA-GOGAT mmieHmisl mokasajia, 4ro JTOT T€H
SBJIIETCSI  BBICOKOKOHCEPBATHUBHBIM; KaK CpeId TpPEeX TOMEOJOTUYHBIX T'EHOB
reKCaIryIOWAHOM MIIEHHIIBI, TAK ¥ B CPAaBHEHUH C IpyruMu pacteHusimu [97]. Boisiiena
annenbHas Bapuanus FA-GOGAT y tBepmoi mmieHuilsl, cBszanHas ¢ GPC, 4to
MOTEHIIHAIBHO MOJIE3HO IS ceeKIHOHHBIX mporpamm [97]. NADH-zasucumoii GOGAT
UMEeT TPH TOMOJIOTa B TEKCAIJIOWJIHOW TIIICHWIIC, HWMCIOIINEC BBICOKHA YPOBCHB

koHcepBaTHBHOCTH [98,99], 4TO COOTBETCTBYET KIIFOUEBOI METAOOIMYECKON POJIU ITOTO

rena. M3menenne skcrnpeccun 1ByX reHoB NADH-GOGAT (NADH-GOGAT-3A wu
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NADH-GOGAT-3B) acconunpyetrcs ¢ 0ojee BHICOKMM COJIEp)KaHHEM OeliKa B 3€pHE Y
coproB TBepaod mireHUIBl [98,99]. HecMoTpss Ha 3HAUUTEIBHYHO IEPECTAHOBKY
IIOCJICI0OBATEILHOCTEH B Iporiecce 3Botonuy mimeHuIsl, kak Fd-GOGAT, tak u NADH-
GOGAT ocranuch KOHCEpBaTUBHBIMHM B CyOTreHoMmax TiieHulbl. [IpumedaTensHo, 4TO
onua NUE QTL Taxke coxpaHwics B ToM ke opTojorudHoMm Jokyce reHa GOGAT nHa
xpoMocome 3B nienuisl, XxpomocoMe 1 prca, a Takke Ha XpoMocoMax 3 U 8 KyKypy3bl

[78].

1.2.6 I'ennbl acnaparmacuHTeTasbl (ASN) 1 aJjanmHaMuHOTpPaHCchepa3bl

(AlaAT)

[Tomumo uentpasnibHoro GS/GOGAT-mytu, B meTaboiu3Mme a3oTa y 37aKOB
YY9aCTBYIOT JOIOJHHUTEIbHBIE (DEPMEHTHI, OOSCIEeYMBAIOIINE CHUHTE3 TPAHCIIOPTHBIX
dbopm azota u ero peyruwinzanuio. K HUM oTHocsTcs acnaparuHcuHreta3za (ASN) u
anmannHamuHoTpaHcdepasa (AlaAT).

AcnaparuncunTeraza (ASN) kaTanu3upyeT CHHTE3 achaparuHa W3 acmnaprara u
rJIyTaMUHA, KOTOPBIM CIIYXXUT TpPAaHCHOPTHOM (QopMOll a3zoTa U MeTaboJIUTOM,
OTIPEIEIISIIONTUM KauyecTBO M 0e30MacHOCTh 3epHa (CBOOOMHBINA acraparvH SIBISETCS
MPEAIIECTBEHHUKOM aKpHIaMua).

CemeiictBo ASN mieHHIIBI TpeacTaBieHo yeThipbMsi reHaMu (TAASN1-TaASN4).
HccnenoBanust dKCpeccHd TOKasbiBaloT, uTo TaASNZ2 akTMBEH B 3apojbllie U
PHIOCTIEpPME Ha TMO3THUX CTaiusx pa3Butusa 3epHa. Dkcmpeccusi TAASN1 u TaASN2
YBEJIMYHMBAETCS 110 Mepe pa3BuTHs 3epHa, mpuueM Ha TaASN1 BiuseT kak a30THOE, TaK
U cepHOe MuTaHWe. HemaBHUE WCClIeIOBAaHUS Ha TBEPJOW IIIICHUIE BBISBHIM YCTHIPE
n3odopmel AsnS1 m AsnS2, KOTOpbIE JIOKAIM30BaHBI B 5-i M 3- TOMEOJOTHYHBIX
rpynmax XpoMoCOM COOTBETCTBEHHO. XOTS B YCIOBHAX a30THOTO CTPecca dKCIPECCHS
TUX TEHOB TIOJABIICTCS B KOPHSIX M CTEOJAX, MpEArojiaractcs WX Yy4YacTHE B
pemoOuau3au a3ota u3 (aarosoro jucrta B 3epHo [100]. Maentudurnuposano 14

wieHOB ceMercTBa ASN y MIIEHHIbI, KOTOPBIE JIOKAIM30BaHbl Ha 11 Xxpomocomax u
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BOBJICUCHBI B a30THBIM OOMEH M peakuuu Ha ropMoHaibHblie (ABK, ru66epemivn) u
CTPECCOBBIE CUTHAJIBI (3aCyXa, 3aCOJICHHE).

VY puca tpancrennble guHHH ¢ HokayToM OSASN1 cHimbkamu ypoxailHOCTh |
cojepkanue Oeinka, Toraa kak cBepxakcrpeccuss OSASN1 npuBoamiia K yBEITHUYCHHUIO
ITHX TOKa3aTelied Kak MPH HOPMAaJbHOM, TaK M IPH HU3KOM a30THOM mutaHuu [101].
Pacrenus ¢ moBeimeHHoi skcnpeccueit OSASN1 nemoncTpuposanu 6omnee d3¢hpexTuBHOE
MOTJIONIEHNUE U ACCUMIISIIIUIO a30Ta, U BHICOKYIO TOJIEPAHTHOCTH K a30THOMY JIe(DUIIUTY .
['en OSASNZ2 BimsieT Ha paHHee pa3BUTHUU CEMSH, UX NMPOpACcCTaHUE U HAKOIUICHHE Oenka
B DHJIOCIIEPME.

Ananunamunotpancdepaza (AlaAT) karanuzupyer oOpaTumoe oOpa3oBaHUE
aJlaHWHA W 2-OKCOTJyTapaTra W3 MUpyBaTa U TIyTaMara, CBsI3bIBas METa0OJIU3M a30Ta C
SHEepreTudyeckuM oomMeHom kietku [102].

TpaHcreHHble JIMHUM pHCAa CO CBEPXIKCIpPECCHEN alaHWHAMUHOTpaHCGepasbl
stamenst (HVAIAAT) mox TkanecnenuduaabiM mpomotopoMm OSANtl nemoHcTpHpoBain
yCWieHHe MeTraboiu3Ma yriepoja (TJIMKOJW3, ITUKI TPUKAPOOHOBBIX KHCIOT) 0e3
WU3MEHEHHUsS TEMITOB ToryoneHuss HuTpatoB U aMMoHus [103]. Takoi MeTaboIn4ecKuii
CIBUI oOecrieunBal YBEJIUYEHHE OHMOMAacChl U YpPOKaWHOCTH 3a CYET Jydlleu
YTHIIN3ALMN YK€ TIOTJIONIEHHOTO a30Ta. TpaHCIIaHTalus 3TOM KOHCTPYKIIMU B STYMEHb
U TIIIIEHUIy Tak)Ke ToKa3ana yBEIMYEHUE MPOITYKTUBHOCTH CEMSH B KOHTPOJIMPYEMBIX
ycrnousx  [104].  Caepxakcnpeccus reHa puca (OsSAlaATl) B mmieHwne ¢
UCIIOJIb30BaHWEM npomoTopa TaAntl mpuBena Kk yBenwueHHIO BbICOTHI, Macchl 1000
3epeH U IMOJIOXKUTEIBHO TOBJMsUIa HAa SKCIPECCUI0 T€HOB, CBSI3aHHBIX C CHHTE30M
kpaxmana [105]. IToxoxue 3¢ ¢dexTsl ObUTH OTMEYCHBI W B IOJCBBIX YCIOBHSX, TIC
TpaHCTEHHBIC JIMHUY TIOKA3aJIH JYUIIyio a30THYIO0 3(()EeKTHBHOCTh M OT3BIBYMBOCTH Ha

yA0OpeHwUs.
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1.3 MoJiekyJISIpHO-TeHeTHYeCKHe MeXaHU3MbI PeryJisiiuu a30THOro 00MeHa

1.3.1 Y3naBanue nurpata: poib NRT1.1/NRT1.1B u NLP-¢pakropos

Hutpar (NOs™) BBICTyIaeT CHTHaIBHBIM (PAKTOPOM, 3aITyCKAIOIIUM CJIOXKHBIC
KacKaJbl TPAHCKPUIIIMOHHBIX U3MEHEHUMN, KOTOPBhIE KOOPJMHUPYIOT METa00IN3M, POCT
u passutue [106]. V3naBanmem asota (nitrate sensing) Ha3bIBAeTCS CIOCOOHOCTH
pacTeHM BOCIPUHMMATh BHEIIHIOK W BHYTPEHHIOIO KOHILIEHTPALMIO HUTpaTa W
aZIcKBaTHO pEarupoBaTh HA €€ W3MEHEHHs. 3a MOCJIEAHUE ABAa ACCATUIICTHUS B 3TOU
00JacTH OBUI JOCTUTHYT HpOrpecc: UACHTU(PUIUPOBAHBI KIIOUEBBIE CEHCOPHBIE OEJIKH,
pacumgpoBaHbl MEXaHM3MbI Tepefadydl CUTHaJa W YCTAHOBJICHBI CBSI3M MEXKIY
BOCIIPHSITHEM HHUTpATa U peryJisiueit skcrpeccuu reHos [107].

benok NRT1.1 cBsa3an ¢ y3naBanuem Hutpara y A. thaliana [108,109]. Otot 6enok
npuHamiexutr K cemeiictBy NPF (NRT1/PTR) u oAZHOBpeMEHHO SBIISETCS
TPAHCIIOPTEPOM HUTpATA U PELENTOPOM, BOCIIPUHUMAIOIIUM HUTPAT BO BHEKJICTOYHOM
cpene [109].

Tpauckpumnimonnsiii  pakrop NLP7 (NIN-like protein 7) rtaxke crnocobeH
CBSI3bIBATh HHUTPAT, BBINIOJHSS (YHKIIMIO BHYTpHKIETOYHOTO ceHcopa [21,107]. NLP7
BBICTYIIA€T HE TOJILKO Kak 3¢ (EKTOp, HO U KaK MEPBUYHBIN CEHCOP, BOCTIPUHUMAOIIHIA
HUTpAT HemocpeacTBeHHO B muromiazme [109]. B Hacrosimee Bpemsi CIIOKHIOCH
MPECTaBIICHUE O IBYXYPOBHEBOM CUCTEME Y3HABAHUSI HUTpaATa: MEMOpPaHHO-CBSI3aHHBIN
NRT1.1, koTopblii BOCIPUHUMAET BHEKJIETOUYHBIA HUTpAT, a BHYTpUKIETOUHbIH NLP7
pearupyer Ha ero KOHIEHTPALIMIO B IIUTO30JIE.

Haunbonee neranpHO MEXaHW3MBl y3HABaHUS HUTpaTa M3Y4YEHBI Ha MOJEIBHBIX
pacteHusix: apabugorncuce u puce. OSNRT1.1B wuHunmupyer aBa HE3aBHUCHUMBIX
CUTHAJIBHBIX KacKa/a, KOTOpble oO0ecneunBaroT 3(PPEeKTUBHYIO afanTallio PacTEHUsl K
U3MEHSIONIEHCS a30THOM oOecriedeHHOCTU. [1epBhIil MyTh BKIIIOYAET B3aUMOJCHCTBUE
OsNRT1.1B ¢ E3-youkButunnurazoir OsNBIP1. Oto B3ammopeiicTBHE MPUBOAUT K

nerpaaanuu uHruoutopHoro 6enka OsSPX4, koTopblii B OTCYTCTBUE HUTpPATa CBSI3bIBACT
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U YyJIEpXKWBAET B IMTOIUIa3ME KIIFOYEBOM TpaHCKPUNIMOHHBIA (akTop OsNLP3.
Herpamamust OsSPX4 BeicBo6oknaeTr OsNLP3, mo3Bosisis eMy nepeMecTUThCs B SAPO U
WHHUIIMAPOBATh JKCIPECCUIO T'€HOB, OTBETCTBEHHBIX 3a accuMWIAmio azora [108].
BTopoii myTh CBsi3aH C aKTUBALMEW KaJbIMEBOIO CUTHAJIA. Y pPUCAa HUTPATHBIA CEHCOP
OsNRTI1.1B o6pa3yer komruiekc ¢ aAByms kaimbiueBbiMu KaHamamMu — OsCNGC14 u
OsCNGC16, xoropeie popmupyior rerepomep [108]. DToT KOMILIEKC BOCIIPUHUMACT
HUTpPAT U UHUIIUUPYET BXOJI MOHOB KaJbIMs B IUTOIJIA3MY, YTO IPUBOJUT K aKTHUBAIIMU
KaJIbIIUHA-3aBUCUMBIX ~ TIPOTEHHKHHA3 (CPKs), KOTOPBIE dbochopunmupyroT
TpaHcKpunimoHHbi ¢pakrop OsNLP3. dochopunupoBaHue yCKOpsSET €ro sAepHbIN
UMIIOPT W 3HAYUTEIILHO YCUJIMBACT TPAHCKPHUIIIIMOHHYIO akKTUBHOCTH [108]. DTOT myTh
o0OecrieunBaeT MEPBUYHBIN OTBET Ha MOCTyIUIEHUWE HHUTparta. [Ipu mpoaomKuTeIrHOM
MOCTYIUIEHUM HUTpAaTa 3TO MPUBOJUT K YycToWuMBoMy HakomieHnto OsNLP3 wu
HOJIICPYKAHUIO BBICOKOH 3KCHpeccry a30T-3aBUCUMBIX TeHoB [108]. Eciu kanblueBbIit
CUTHaJ OTCYTCTBYET, MOJOXKUTEIbHAsE 0OOpaTHasi CBSI3b HE (POPMUPYETCSI, YTO MIPUBOJUT
K cHmwkeHuto skcnpeccurn OSNLP3 u, xak crneiactBue, K pOCTOBBIM HapyHICHHUSIM B
YCJIOBUSAX HU3KOIO a30Ta.

Honroe Bpemsi cuutanoch, uro NLP7 Beimonnser sddexropubie QyHKIMM B
curHaibHOM nyTu Huwxke NRTI.1. Opmnako NLP7 HanpsMyro B3aMMOJEWUCTBYET C
HUTPATOM, MPHUYEM OTO B3aUMOJICHCTBHE HMeeT BBICOKYIO adduuHOCTH [21]. B
orcyrcTBue HuUTpara NLP7 mnpeumMymecTBEHHO JIOKaJIM30BaH B LUTOIJIA3ME; IIPH
MOCTYTUICHUU HUTPATa OH MEPEMEIIAETCS B PO, TJI€ MHUIIUUPYET TPAHCKPHUIIIIUIO COTEH
I'CHOB, YYaCTBYIOIIMX B MeTaboimm3me azota [107]. Dta smepHas peTeHIus, 3aBUCHMast
OT HUTpaTa, SBISAETCS MEXAaHW3MOM, CBS3bIBAIONIMM BHENIHUW CHUTHal C
TPaAHCKPUMITMOHHOM niepecTpoiikoit. bonee Toro, NLP7 dyukimonupyer B pexxume «hit-
and-run» («HaHECTH yJaap W YHUTH»): OH ObICTPO aKTUBUPYET ILIEJIEBbIC T€HBI, ITOCTIE YETO
JUCCOLIMUPYET OT XpOMATWHA, TMO3BOJSASA JpyruM  (¢akTopaMm MOJJIEPKUBAThH
TPAHCKPHUITLKMIO Ha JocTurHyToMm ypoBHe [107]. Takoii MexaHu3M oOecreuynBacT
ObICTPYIO ¥ 9PPEKTUBHYIO PEAKITUIO HA U3MEHEHHE a30THOTO CTaTyca.

Kanpriuit (Ca?') urpaer QyHmamMeHTaIbHYIO pOJb B Tepejadye CUrHajga Mpu

y3HABaHWHU HUTpATa. BO3HUKAIONMN KAJIBIUEBBIM CUTHAJl MMEET XapaKTEepPHbIC



37
MIPOCTPAHCTBEHHO-BPEMEHHBIE XapaKTEPUCTHKH, KOTOpbIE JNEKOAUPYIOTCS
CHEeIUaIN3UPOBAaHHBIMU CEHCOPAMHU — KaJbIUii-3aBUCUMBbIMU TTpoTenHkrnHa3aMu (CPKs)
U KanblIMHEBPUH-TION00HBIMU (ocdarazamu (CBL-CIPK). Kanbiuessiii curaan,
reHepUpyeMblii B OTBET Ha HUTpAT, HE TOJbKO akTtuBupyeT NLP-daxtops, HO u
MOAYJIUPYET AKTUBHOCTh JPYTMX TPAHCKPUIIMOHHBIX PETYJISTOPOB, OOecrneunBast
MHTETPAINIO a30THOTO CUTHaIA ¢ APYTUMHU (PU3HOIOTHUYECKUMH MTPOLIECCaMHU.

Oxkcun azora (NO) BbICTynaeT eiie OJAHUM KOMIIOHEHTOM CHUCTEMbl y3HABaHUU
azota y pacrennii. NO oOpasyeTcsi B paCTCHHSIX KaK MMOOOYHBIN MPOAYKT METa00IM3Ma
HUTpaTa, B YaCTHOCTH, B XOJI€ pEaKkluu, KaTaiusupyemond Hutparpeaykrazor (NR, ot
aurn. Nitrate Reductase), a Taxke 3a cuer akTuBHOCTH NO-CHHTa30I10100HBIX
depmenToB [110]. NO HeoOXoauM JIsl TIOTHOIICHHOW MEPBUYHON HUTPATHOW PEaKIUu
(PNR — primary nitrate response). Mexanu3m jgerictBuss NO cBsizaH ¢
MOCTTPAHCIIAIMOHHON MonuduKanuer OelKOB — S-HUTPO3WIMPOBAHHEM, TO €CThb
npucoeauHenrnemM NO-Tpynsl K THCTEMHOBBIM octatkaM. Kpome toro, NO yyacTByer B
PEryJSIIMM PEIOKC-TOMEOCTAa3a, BIUSAsS HAa aKTUBHOCTh AHTHOKCHJAHTHBIX (PEPMEHTOB
(katanmaspl, acKopOaTIEepOKCHUAa3bl), YTO TAKXKE CKAa3bIBACTCS HA YYBCTBUTEIHLHOCTHU
pacteHuii k a3oTHOMYy cratycy [110].

Cucrema y3HaBaHMs a30Ta y PACTEHUM HE OrPAaHUYMBAETCS HW30JIUPOBAHHBIM
BOCIIPUSITUEM HHUTpATa OTACHbHBIMH  KJeTKamMu. (COBpEMEHHbIE HCCIEIOBaHUS
NOYEPKUBAIOT BaXHOCTh MPOCTPAHCTBEHHOW W BPEMEHHOM OpraHu3alld 3TOTrO
nporecca [107]. Ha BpeMeHHOM ypOBHE OTBET HAa HHUTPAT Pa3BUBACTCS KACKAIHO.
[TepBuuHbIil OTBET omocpeayercss ObICTPHIMU MOCTTPAHCISIIMOHHBIMA MEXaHU3MAaAMHU:
aKTUBAIMEel KaJbIIMEBBIX KaHajoB, (ochopmwiupoBanuem NLP7 u ero snmepHoit
TpaHcioKalue. BropuuHblii OTBET CBSI3aH C MU3MEHEHUSIMU SKCITPECCUU T'€HOB, BKIIOUas
aKTUBAIMIO TOJOXHUTEIbHBIX OOpaTHBIX CBs3eil. JlonroBpemeHHass ajanTanus
NPOSIBIISIETCST B NEPECTPOMKE apXUTEKTypbl KOPHEBOM CHUCTEMbI, HW3MEHEHHH
COOTHOIIICHUSI JTATePATBbHBIX KOpHEH 1 Ipyrux Mmopdoorndeckux amaantamnusx [111]. Ha
IIPOCTPAHCTBEHHOM YPOBHE Y3HABAaHUE a30Ta OPraHM30BAHO C YYETOM KJIETOYHOU M
TKaHEeBOM cnenu@UuHOCTH. B KOpHE pa3nyHble KJIETOYHBIE TUIIbI (3MUAEPMHUC, KOpa,

3HAOJEpPMA, NEPULIMKI) MO-PAa3HOMY pearupyrorT Ha HUTpar. KpoMe Toro, cymecTByeT
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CUCTEMA JIaJIbHEro (CUCTEMHOI0) CUTHAJIMHTA, CBSI3bIBaIOIIas KOpHU U ooeru. [lentu bl
CEP (C-terminally Encoded Peptides), mpoayiupyemMble KOPHSIMH B OTBET Ha a30THOE
roJIOJJaHUE, TPAHCIIOPTUPYIOTCA B JIUCThS, TJI€ B3aUMOJICUCTBYIOT ¢ penentopamu CEPR
(CEPR1), 3amyckasi CHTHAJIBHBIM KacKaJl, KOTOPBIM MOIYJIUPYET IKCIPECCUIO a30THBIX
TPAHCIIOPTEPOB B KOPHSX U POCT JIaTepalibHbIX KopHel [109].

Curnanpabii myTh NRT1.1/NRT1.1B mnpexacraBisier co0oil IEHTPAIBHYIO
MHTETPALMOHHYIO TUIATPOpPMY, OOBEAUHSIONIYI0 BOCHPUATHE HUTpaTa, KaJIbIIMEBYIO
CUTHAJIM3ALIHIO, YOMKBUTHH-3aBUCHUMYO JErpasanuio pENpeccopos,
TPAHCKPUIILIMOHHYIO PETYJISLHIO C MOJIOKUTEIbHOW 00paTHOM CBS3bIO U MEPEKPECTHBIE
B3aUMOJICUCTBUS ¢ TopMoHalbHbIMU curHajiamu (ABK). [lonnManue 3TX MeXaHU3MOB
CO3J1a€T OCHOBY JUISI CEJIEKIMU U T€HETUYECKOTO PEJaKTUPOBAHUS 3JIAKOBBIX KYJIBTYD C
LEJbI0 TOBBIIEHHS 3(PPEKTUBHOCTH HMCIIOJIB30BAHMSI a30Ta — CIIOCOOHOCTU COXPAaHSTh
BBICOKYIO TPOJYKTUBHOCTD ITPU CHM>KEHHBIX J103aX a30THBIX yI00pEHHIA.

CpaBHUTENBHBIN aHAIU3 CHUCTEM Y3HABAHMUS a30Ta y Pa3HBIX TPYIIl PACTEHUU
BBISIBIIIET KaK KOHCEPBATHBHBIE YEpPThl, TaK U BUJOBYIO crernuduky. KiroueBbie
komnoHeHTel — NRTI1.1I/NRTI1.1B u NLP7/NLP3 — mnpucyrctByiloT y Bcex
VICCJIEIOBAHHBIX BBICIIMX PACTEHUH, YTO CBUIAETENBCTBYET O JPEBHEM MPOUCXOKICHUU
9Tol curHampHOU cucteMbl [106]. OmHaKoO CyIIECTBYIOT BaXKHBIC DPA3IUYUS MEXIY
BUJaMU. Y TIIEHUIBl W JPYTUX 3JIaKOB, MO-BUAMMOMY, JEUCTBYIOT MEXaHU3MBI,

CXOJHBIC C pPUCOBBIMM.

1.3.2 UuTerpanus yrjaepoaHoro u a3otHoro curuanon: TOR, SnRK1, Tre6P

VYriepoaHbli W a30THBIM MeTabONMM3Mbl Yy pacTeHUH O00pa3yloT €IUHYIO
UHTETPaTUBHYIO CHUCTEeMYy, OT OajaHca KOTOpOH 3aBHUCAT POCT, pa3BUTHE U
IPOAYKTUBHOCTh. POTOCHMHTE3 TpeOyeT 3HAUUTEIbHBIX BJIOKEHUH a30Ta B XJI0pO(ULI,
(bepMeHTBl U CTPYKTYpHbIE KOMIOHEHTHI (DOTOCMHTETUYECKOTO armapara, TOTJa Kak
NOTJIOIIEHHE M acCUMWJISILMs a30Ta, B CBOK ouepenp, 3aBucaAT or ATO,
BOCCTAHOBUTEJBHBIX OKBUBAJICHTOB M  YIVIEPOAHBIX  CKEJIETOB, IOCTaBIISIEMBIX

dorocunTe3om [112] . D10 Aemaer cmoCOOHOCTh PACTEHHI BOCIIPHHUMATH M aJ€KBATHO
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pearupoBaTb Ha W3MEHEHHsS COOTHOuIeHus yriepoga u asora (C/N-6GamaHca)
HEOOXOAUMBIM ISl BbIKUBaHUS. CIIOXKHBIE CUTHAJIBHBIE CETH, 00ECIEYMBAIOIINE ATy
UHTETPAINIo, BKIIOYAIOT IIEHTpaibHble KuHa3Hble Komiuiekcsl TOR (Target of
Rapamycin) u SnRK1 (SNF1-Related Protein Kinase 1), koTopble AEHCTBYIOT Kak
AHTAarOHUCTUYECKUE PEryJSTOPhl, KOOPAUHUPYS aHAOOJIMUYecCKHe U KaTaboJMYecKHe
MPOIECCHl B 3aBUCHMOCTH OT SHEPreTHMUECKOTO M METabOJIMUYECKOro CTaTyca KIIETKU
[113].

Kunaszneiii kommieke SnRK 1 aktuBupyeTcs B yCIIOBUAX SJHEPTETUYECKOTO CTpecca
U 3aIyCKaeT KaTaboJuYecKre MporpaMMbl, HalpaBJIeHHbIE HA MOOMIIM3AIIUIO 3aTaCHBIX
pecypcoB u orpanuuenue pocra. Kommnexkc TOR aktuBen npu GmaronpusitHom C/N-
OanmaHce, KOrJia pecypchl JOCTATOYHBI Il aHAOOJIMYECKUX MPOIECCOB, U CTUMYJIUPYET
onocuHTe3 Oerka, KineTouHoe aenenue u poct [112,113]. Tperanoso-6-dochar (Tre6P)
CBA3BIBACT YIJIEPOJHBIM CTaTyc C CUTHaJIbHbIM Kackagom SnRK1. On ocnabnser
B3anMoeiicTBre Katanutudeckon cyobenuauipl SNRK1 (KIN10) ¢ kunazoir GRIK u
unruoupyer aktuBHOCTH SnRK1. Ilockonpky ypoBenb Tre6P momoxxutensHoO
KOppENUpPYyeT C COACPNKAHMEM YTICBOJIOB, 3TOT MEXaHWU3M CBS3BIBACT YTJICPOIHBIH
CTaTyC U PEryJISIIHI0 SHEPreTHIeCKoro romeocTasa [113].

B cucremy y3uaBanmus C/N-6amanca Bxoaut Oenok PII, koTopslii cBsA3bIBaeT 2-
okcornyrapaT u AT®O/AlD, perynupys akTUBHOCTh (EPMEHTOB  a30THOIO
MeTabosM3Ma, B TOM YHCIIe TIIyTaMUHCUHTETa3bl M apTUHUHCYKIIMHATCUHTETa3bl. Pll
JEHCTBYeT KaK HWHTETpaTop CHUTHAJIOB O COOTHOIICHWH YIAEPOAHBIX M a30THBIX
MeTabOJUTOB Ha MOCTTPAHCIAIMOHHOM ypoBHE [113]. DTH 1eHTpaNbHble CUTHATIbHBIC
KOMIUIEKCHl B3aMMOJCHCTBYIOT C TOPMOHAJIbHBIMU CETSIMH, OOecreuuBasi TOHKYIO

HACTPOMKY pOCTa U Pa3BUTHS B 3aBUCUMOCTH OT IOCTYITHOCTU PECYPCOB.

1.3.3 'opmMoHa/IbHAs pery/jsiuus a30THOI0 0TBeTA (AYKCHHbI, HIMTOKMHUHBI,

rudoepensinnbi, ABK)

l'opmonanbHast  perynsiuus, omnocpeaywomas Bausaue C/N-OamaHca Ha

APXUTCKTYpPY pPaCTCHUA, IIPCKIC BCCTO BaﬂeﬁCTByeT AYKCHHBI, THWTOKWHHHBLI,
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aociuzoByto kuciory (ABK) m rudbepemnuubl. I{eHTpanbHyI0 pojb B HHTErpaluu
a30THOTO CHUTHAJla C TOPMOHAJIBHBIMU IMYTSAMU UrpaeT HUTpaTHbI ceHcop NRTI.1,
KOTOPBI HE TOJBKO TPAHCIOPTUPYET HUTPAT M BOCHPUHHUMAET €r0, HO U HAIPSIMYIO
BIMSCT Ha pachpejelicHue aykcuHa B KopHeBoi cucteme [109,114]. Ilpu HH3KOM
conepxanuu HuTpata NRT1.1 cnocoOCTByeT TpaHCIOPTY ayKCHHA U3 KOPHEBBIX TKAHEM,
orpaHnuyuBas (QoOpMHUpOBaHUE JaTepaldbHBIX KOpHe. [lpu BeICOKOM coaepkaHUU
HUTpaTa 3TOT 3G(HEKT CHUMAETCS, YTO MO3BOJISIET Pa3BUBATh PA3BETBICHHYIO KOPHEBYIO
cucremy i 3()(PEKTUBHOTO MOTJIOMIEHUSI a30Ta. JTOT MEXaHU3M WILTIOCTPUPYET, Kak
NEPBUYHBIM CHUTHAJI a30THOM 00ECIEUEeHHOCTH NpeodpaszyeTcss B CHEHUPUUECKYIO
TOPMOHAJIBHYIO IIPOrPaMMYy, OIIPEIEISIIOIIYI0 apPXUTEKTYPy KOPHSI.

[{UTOKMHUHBI BBICTYMAIOT B POJIM CHUCTEMHBIX CHUTHAJOB, HH(POPMHUPYIOUIIX
KOPHEBYIO CUCTEMY O a30THOM CTaTyce HaJ3eMHOM yacTu. [Ipu BBICOKOM copaep kaHuu
HuTpara u onaronpustHoMm C/N-0anaHce B mo0erax akTMBHUPYETCS] CHHTE3 HUTOKUHUHOB,
KOTOpBIE TPAHCIOPTUPYIOTCA B KOPHM MO (odMe M HWHTHOUPYIOT 3JIOHTAIHIO
JaTepanbHbIX KOPHEH. DTOT MEXaHU3M MPEJOTBpAIIAeT U30BITOUHOE PA3BUTHE KOPHEBOM
CHCTEMBI, KOTJIa B TOYBE JOCTATOYHO JOCTYIHOTO a30Ta, W MO3BOJIAET PACTECHHUIO
HAMpaBJIATh PECYypCchl Ha POCT TMOOErOB M PENpOAYyKTUBHBIX opraHoB [115].
OMHOBPEMEHHO IUTOKUHUHBI PETYIUPYIOT IKCIPECCHIO TEHOB TPAHCTIOPTEPOB HUTpATa
(NRT2.1), co3maBas 0oOpaTHyIO CBS3b, KOTOpass MOAYJUPYET MOTJOIICHUE a30Ta B
COOTBETCTBUH C MOTPEOHOCTSIMH BCETO OpraHu3Ma. Y 3JaKOBBIX KYJbTYP LIUTOKHHUHBI
TaK)Ke YYaCTBYIOT B PETYJSIIMM KYIICHHUS W BBICOTHI CTEOJIS, MHTETPUPYS CHUTHAIBI
a30THOTO CTaTyca ¢ mporpaMMoii pa3sutus mooderos [115].

I'u66epemmuubt  (I'K) wu  abcumzoBas kucnora (ABK) geiictByror kak
AHTarOHMCTUYECKHUE PEryJATOphl, omnocpenyromue BiausHue C/N-Oamanca Ha
npopacTaHue CeMsSH M pOCT MoOeroB. BbhICOkoe COOTHOIIEHHE yriiepoja K a3oTy
(Ooratblii yriieBoJjaMu, HO O€HBINA a30TOM cyOcTpar) cnocoocTByeT HakoreHno ABK
U TIOJABJICHHIO TMpopacTaHus, Torna Kak cOanaHcupoBanHoe C/N-oTHolleHue
aktuBupyet cuHTe3 ['K u ctumynupyer nepexon K aKkTUBHOMY POCTY. Y IPOPOCTKOB
371aKOB THOOEPEIUTHMHBI PETYIUPYIOT BBICOTY CTEOJIA M ATUHY MEKIOY3IHi, IpUYeM 3Ta

PETryJISIHs MOy IUPYeTCs a30THBIM nuTanueM [115]. ¥V puca u nieHuIsI MOKa3aHo, YTo
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reHbl ModykapiaukoBoctd Rht, cBsi3aHHble ¢ THOOEPEIIMHOBOM CHTHAJIH3alUEH,
CYILLECTBEHHO BJIMSIOT HAa OT3bIBUYMBOCTh HA A30THBIC yI0OPEHUS: PACTEHUS C aJUIEIISIMU
HU3KOCTEOENbHOCTH IEMOHCTPUPYIOT MEHBIITYIO () (PEKTUBHOCTH MCTIONB30BAHMS a30Ta
10 CPAaBHEHUIO C BBICOKOPOCIIBIMU (pOpMaMH.

NO BnusieT Ha aKTUBHOCTb TPAaHCKPUIIIMOHHBIX (akTopoB cemeiictBa ERF u
crabmibHOCTE DELLA-GenkoB (pempeccopoB TuOOEpE/UIMHOBON CHTHAU3AINH), a
TaK)K€ Y4YacTBYeT B peryssinuu uyBcTBUTEeNbHOCTHM K ABK. Takum oOpazom, NO
CBSI3BIBACT TIEPBUYHBIA METAa0OJM3M a30Ta C TOPMOHAJIBHBIMH KacKagamMu. OITO
o0ecreunBaeT COrIacOBaHHYIO peakiuio Ha n3MeHenue C/N-Oananca.

Nuterpanus C/N-CUTHAJIOB U TOPMOHAIBHBIX MyTEH MPOUCXOIUT TAKXKE 3a CUET
NenTUAHON curHanu3anuu. [Ipu a3otHoMm nedunmre KopHu npoayupyrot nentuasl CEP
(C-terminally Encoded Peptides), KkoTopsle TpaHCIOPTHPYIOTCS B JIUCThI U
B3aMMOJEUCTBYIOT ¢ penentopamu CEPR. D10 3amyckaer CUTrHaJIbHBIM KackKas,
NPUBOASIIANA K CHIJKEHHIO 3KCIPECCMM T€HOB LUTOKMHUHOBOIO CHUHTE3a W, Kak
CJIEJICTBUE, K OCIa0JCHUIO0 UHTMOMPOBAaHUS POCTA JIATEPAJIbHBIX KOPHEW, YTO O3BOJISET
PaACTCHHIO aJalTHBHO YBEIIMYUBATH KOPHEBYIO CUCTEMY JUIs TTorcka a3ora [109].

Takum oOpa3zoM, B3aUMOJEHCTBHE CHUTHAJIBHBIX IyTeH a3ora M yriepoaa ¢
TOPMOHAJIBHOW PEryJidiell y 3J71aK0oB MPEJCTaBIsIeT COO0OH MHOTOYPOBHEBYIO CETh, B
KOTOpOH UeHTpanbHble KuHa3Hble kKomiuiekchl (TOR u SnRKI1), merabonmueckue
cencopbl (PII, Tre6P), nutpatuwiii Ttpancentop NRTI1.1 u ropmoHbl (ayKCUHBI,
UUTOKMHUHBI, THOOepemnuubl, ABK) geilcTBytoT coriiacoBaHHo, oOecreunBast

aJallTalliio poCTa U PAa3BUTHA K USMCHAIOIMUMCA YCIOBUAM IINTAHUA.

1.3.4 Dnurenernueckasn peryiasuus (Meruwiuposanue JTHK, rucronoBbie

Moaupukanmmn)

OIHUM W3 MEXAaHU3MOB AJANTUPOBHOCTH K HM3MEHEHMSIM COJIEpKaHUSA a30Ta
SBJISTFOTCSL ATMUTCHETHUYECKHE MOIU(MUKAIIMU — H3MEHEHHUS CTPYKTYPhl XPOMAaTHHA,
peryJIMpYIOIINE SKCIPECCUI0 TeHOB 0e3 n3MeHeHus nocieaorareabnocty JJHK. K Hum

otHocsaTca MmeTwmpoBanue JIHK, rtucronoBeie momudukanmu (aneTwimpoBaHue,
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METUJIIMPOBAHHKE), a TaKkke Majble Hekoaupytoume PHK. Dtu mexanu3mMel o0ecrieunBaroT
OBICTpOE MepenporpaMMUPOBAHKE TPAHCKPHUIILIUY B OTBET HA a30THBIN cTaTyc.

Metunuposanue JIHK (mprucoeanHeHrne METUIIBHOM FPYIIIBI K HUTO3WHY ) OOBIYHO
MOJABJISIET TPAHCKPUIIIMIO. Y puca JJIMTEIbHOE Aa30THOE TOJIOAAHUE HWHIYIHUPYET
HacJelyeMble HM3MEHEHUs METWIMPOBAHUS, KOTOpBIE IEPENaloTCs IOTOMCTBY U
MOBBIIIAIOT TOJICPAHTHOCTH K cTpeccy [116].

['uctoHOBbIE MOAMGUKAIMKM  ONPENEISIOT KOMIAKTU3AIMI0 XpOMaTHHA U
JOCTYHHOCTh  TreHoB.  AnerwimpoBanne  H3K27ac wu  TpumerwimpoBaHue
H3K4me3/H3K36me3 cBsi3aHbl ¢ akTUBAIMEH TpaHCKpHUIIKUU, Toraa kak H3K27me3 u
H3K9me2/3 — ¢ penpeccueii. HccnenoBanuss Ha ToMarax IOKa3ald BBICOKYHO
JUHAMUYHOCTh 3TUX METOK B OTBET Ha HUTpaAT, ocooenHo H3K27ac, npuuém narrepHbl
pa3IMyaInuch B KOPHSIX M mo0derax, oTpaxkas opran-crenuduanyo peryssiuto [117].

VY apabunoncuca xomiiekc PRC2, ycranaBnuBaronuit H3K27me3, ocnabnsier
sKcIpeccuto HuTpaTHoro Tpancnoptepa NRT2.1 gaxke npu ero uHAyKiuu HUTpaTOM. ['eH
HNI9 (xomnonent PHK-monmmepassr II) mpu BbICOKOM YpOBHE a30Ta YCHUIMBAET
penpeccuto NRT2.1 gepe3 yBenmuenne H3K27me3. ¥V kykypyssl 6emox ZmCHBI101
BiuseT Ha tuHaMuky H3K4me3 u H3K27me3 B mokycax NRT2.1 u NRT2.2, Heo6xoaum
JUISl TIPaBUJIBHOM YCTAHOBKM TMCTOHOBBIX METOK NMPU M3MEHEHHUU Aa30THOIO MUTaHUS
[118].

CpaBHUTENBHBIN aHaAU3 COPTOB TI'EKCAIUIOWIHON MIIEHMIIb, KOHTPACTHBIX IO
3¢ ()EKTUBHOCTH HCMOJB30BAHMUS a30Ta, I[OKa3aj, YTO W3MEHEHUS THMCTOHOBBIX
Mou(pUKaMA B KOPHSIX, JUCThSIX U CEMEHAX KOPPEIUPYIOT C NEPECTPONKON KOPHEBOU
CUCTEMbl W TIOTJIOUICHHMEM a30Ta B YCIOBHUSX €ro jaeduuura. ONUreHeTHYecKas
peryisiiisg MOXeT ObITh OJHMM M3 (DAKTOPOB COPTOBBIX pa3IMYUMil O a30THOMU
s dextuBHOCTH [119].

VYceranoBka H3K27me3 xomrekcom PRC2 gacTo coueraercsi ¢ METUIIMPOBAaHUEM
JAHK, co3maBas yCTOMYMBOE PENPECCUBHOE COCTOSIHUE XpoMaTwHa. JlIMHHBIE
Hekogupyomue PHK (IncRNA) y4acTByrOT B peKpyTHPOBAHMHM PEMOJICTUPYIOIINX
KoMIuiekcoB (Harpumep, IncRNA T5120 y apabuorncuca peryjaupyeT OTBET Ha HUTPAT)

[118].
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1.4 T'enbl, HHTErPUPYIOLIHE A30THBIH 00MEH U APXUTEKTYPY PaCTeHUSA

1.4.1 DELLA-6eaku u ux Bjusinue Ha 3(p(PeKTUBHOCTH a30THOT0 0OMeHa

1.4.2 Tpanckpunuuonnnie pakTopsl GRF (Growth-Regulating Factors):

PeryJisiliusi pocTa ¥ KOMIEHCAIUsI HeraTUBHbBIX 3 GeKTOB KOPOTKOCTEHeIbHOCTH

I'enst GRF (Growth-Regulating Factors) — ceMelcTBO TPaHCKPHITIIMOHHBIX
(bakTOpoB, KOTOpHIE CreNU(UIHBI JJIsI PAaCTEHUN M yYacTBYIOT B PETYJSIMH POCTa U
Pa3BUTHS OPraHOB, a TAKXKE B OTBETE HAa a30THOE MUTAHHUE U CTPECCOBBIE BO3JCHCTBUSL.

AxtuBHoct GRF perynmpyertcs 3a c4eT MOCTTPaHCKPHUIIIMOHHOTO TOAABICHUS
MukpoPHK miR396. 3ta mukpoPHK cBsi3biBaercs ¢ Tpanckpuntamu renoB GRF u
OTrpaHUYMBAET UX 3Kcmpeccuto. Myrtauuu B caiite cBsi3piBaHus miR396 nenaroT rex
HEYYBCTBUTEIBHBIM K TOCTTPAHCKPUIIIMOHHOMY IIO/JaBICHUIO, YTO MPHBOIUT K
noBeIllieHHON dkcnpeccun GRF, yBenuyeHuio pasmepa 3epHa ©  YIYUIICHHIO
MeTabonu3Ma a3ora u yriepoja [12].

Hawnbonee m3ydeHHBIM TpeaCTaBUTENIEM ceMeicTBa y 3imakoB siBisercs GRF4,
KOTOPBIA BBIMOJIHAET (DYHKLHUIO PEryjsTopa, MHTETPUPYIOMIET0 METa0O0JM3M a30Ta U
yraepona. benok GRF4 ¢guznuecku B3anmonelicteyer ¢ DELLA-penpeccopom pocra.
OT10 co3naeT OanaHC MEXAY POCTOM M YCBOEGHHEM MHTATEIbHBIX BeEIeCTB. BbICOkwMii
ypoBeHb dkcnpeccut GRF4 yBennumnBaeT yposkalHOCTh ITPH HU3KOM YPOBHE BHECEHUS
ynoopenuii [12]. ¥ coproB «3eeHON peBOIOIUNY HaKOIICHHEe MyTaHTHBIX DELLA -
6enkoB cHmkaeT akTuBHOCTh GRF4. D10 npuBoauT k ymenbmennto NUE. Takum coptam
HEOOXOMMBI OONBIINE 1036l A30THBIX yAOOpEHUN sl TOAAEPKAHUS TPOTyKTUBHOCTH
[12].

Taxoxke GRF4 perymupyet skcnpeccuto reHa MYB61, xoTopeiii KOHTpoJIUpyeT
CHHTE3 LIEJUTIOJI03bI M HaKoIIeHne Onomacchl. Bapuant indica MYB61 umeeT BBICOKYIO

TpaHCKpHMIHI0 U accoruupoBan ¢ mosbimieHHOH NUE [120]. Takum o6pazom, GRF
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BBICTYIIAIOT B POJM IEHTPAIbHBIX KOOPAMHATOPOB Aa30THOTO M YIJIEPOJHOIO

MeTabom3Ma Y 3JIaKOB.

1.4.3 I'en NGRS kak unTerparop ru60epe/uinHOBO CUTHAJIU3ALMHA U

a30THOI0 MeTa0o0JIM3Ma

I'en NGR5 (Nitrogen-mediated Tiller Growth Response 5), npuHamaexammii K
CeMeMCTBY TpaHCKpUNIIMOHHBIX akTopoB AP2/EREBP, Okt nnentuduupoBan y puca
KaK PEryJsiTOp peaKkIMu KyLIEHUs HA YPOBEHb A30THOTO MUTaHUS. DTOT I'€H HHTETPUPYET
CUTHaJIbl THOOEPENIMHOBOW CUTHAJIM3alMU M a30THOTO METab0JIM3Ma, YTO MO3BOJISET
PaCTEHUIO KOOPIMHUPOBATH apXUTEKTYpy Mmo0era ¢ TOCTYIMHOCTRIO a3oTa [24].

Kax u B cimyuae ¢ GRF4, 6enok NGR5 B3aumonericteyer ¢ DELLA-penpeccopamu
pocta. NGRS koukypupyer ¢ DELLA 3a cBsi3piBaHME C peLEnTOpoM TuOOepesinHa
GID1. Ilpu cBs3eiBanun ¢ GID1 NGRS mnoaBepraercs yOMKBUTUHUPOBAHHMIO U
nocienytomen gerpaganuu B - mporeacomax. Haxormenne DELLA-GenkoB y
KOpoTKocTeOenpHbIX copToB 3amuiiaer NGRS or nperpamaumu, cnocoOCTBYS €ro
CTaOWI3aIIH.

[ToBbrmennas crabunbHocTh NGRS B pucyrerBun DELLA ycunuBaer KyiieHue
U CIocoOCTByeT (PopMHUPOBaHUIO OOJBIIEr0 4YKcia NPOAyKTUBHBIX ToOeroB. NGRS
CHOCOOEH B3aMMOJIEHCTBOBATh C KOMIIOHEHTAMHU MOJIMKOMO-PENPECCUBHOTO KOMILIEKCA
2 (PRC2), uro meHsieT maTTepH TpUMETUIMpoBaHUs ructoHa H3 mo 27-my nusuny
(H3K27me3) B 0TBET HAa U3MEHEHUE NOCTyNMHOCTH a30Ta. Tak NGRS cBs3bIBaeT curHaibl
a30Ta C SMUTCHETHYCCKOW PeryJsiuen TpaHcKkpumiuu [24].

[ToBbrienne ypoBHsi skcnpeccun NGRS cTumynupyer KylieHHe U YBEIUYUBAET
YPOKafHOCTh prca MpU HU3KOM YPOBHE BHECEHUS a30THBIX YAOOpEeHUH. DTO MO3BOJISET

pa3opBaTh CBA3b KYIICHUS U IIPOJYKTUBHOCTL C YPOBHCM a30THOI'O ITUTAHMA.
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1.4.4 ipyrue peryasitopsl (cemeiictBa GRAS, AP2/EREBP)

B cemeiictBo GRAS Bxomst 6enku DELLA — ueHTpanbHbIE pEnpeccopsl
rub0epeIMHOBOM curHanu3auuu U pocta pacreHuid. benku DELLA otHOcsTCS K
CEMEMCTBY  TPAHCKPUIILIMOHHBIX  PETYJSATOPOB GRAS wu  mMoxynupyioT
TPAHCKPUIILIMOHHYIO aKTUBHOCTB 4epe3 OelN0K-0eJIKOBbIE B3aUMOJICUCTBHS MO KpanlHen
Mepe ¢ 15 pa3nuyHbIMH  KJaccaMH  TPAHCKPHUMIIMOHHBIX  (akToOpoB. [ 'eHbI
nonykapiaukoBoctu Rht-Blb u Rht-D1b y mmrenuisl, mmpoko HCIojib30BaBIIMECS B
«3eneHo| PEBOTIOIUNY, KOAUPYIOT yKopodeHHbIe (hopmbl DELLA-6enkoB, yCTOWYNBBIE
K rud0eperMH-onocpenoBaHHol nerpaganuu. bonee 70% COBpEeMEHHBIX COPTOB
NIICHULBI HEeCYT Takue amiend. OCHOBHOM HEAOCTAaTOK 3THUX ajulesieil 3aKiIIouaeTcsl B
TOM, YTO OHH HE TOJIBKO CHM)KAIOT BBICOTY PACTEHUH, HO ¥ TIOJIABJISIOT aKTHBHOCTH T€HOB
a30THOr0 0OMEHa, YTO MPUBOANUT K CHUKEHUIO 3(()EKTUBHOCTH HCIIOIb30BaHUS a30Ta U
TpeOyeT BHECEHHS MOBBIIICHHBIX 103 YIOOPEHUI IS JOCTUKEHHS BBICOKUX YPOXKACB.

AnprepHatuBoil MyTanusaM B reHax DELLA moryt ciykuTh MyTauuu B reHax-
naptHepax DELLA, nanpumep, B renax IDD5 y nmenutst 1 SDW3 y ssamensi, Kotopbie
¢usnuecku B3aumonelcTByoT ¢ DELLA-GenkaMu U peryiaupyroT BBICOTY pPacTEHUM.
Takue myTanuu He CHUXAIOT 3()(PEKTUBHOCTh UCHOJIB30BAHUS a30Ta, YTO OTKPHIBAET
HOBBIE BO3MOKHOCTH JJISI CENIEKIIMN KOPOTKOCTEOEIbHBIX COPTOB.

CewmeiictBo AP2/EREBP mnpencraBieHO MHOXXECTBOM TI'€HOB, yYacTBYIOIIHMX B
PETYJISLMKA POCTa, PAa3BUTHSA U CTPECCOBBIX OTBETOB. Y mimeHuisl reasl TaPARG (Plant
Architecture-Related Gene) storo cemeiicTBa 00Iagar0T TICHOTPOITHBIMU (PYHKIIUSMH,
peryyiupys BBICOTY PACTEHUH, YHUCIO MPOJYKTHUBHBIX MOOETOB, AJIMHY KOJOCA U Maccy
1000 3epen. MccnenoBanus Ha puce Takxke MOKa3biBaroT, uTo TeHbl OSAP2 1 OSEREBP

YYacTBYIOT B OTBETE Ha a30THBIN cTpecc [7].
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1.5 I'eHeTH4YeCcKHe PeCYpPChl M COBPEMEHHbIE MOIX0AbI VISl CeJIEKIIUN 3J1aK0B

¢ BbICOKOH a30THOM 3(P(PEeKTUBHOCTHIO

1.5.1 Ilukue copoau4u U MECTHbIE COPTA KAK UCTOYHUKU aJliiesiei 1is

yiayuumenuss NUE

OQ(dEeKTUBHOCT,  WMCIMOJB30BAHUS  a30Ta  —  MOJUIEHHBIA  MPU3HAK,
KOHTPOJIMPYEMBI CIIO)KHBIMH T€HHBIMH CETSIMH, B3aMMOACHCTBYIONIUMU C (PaKkTopaMu
OKpyXamIeid  cpeapl. OJTO  JelaeT  TPAJAULUUMOHHBIE  METOJbl  CEJIEKIUU
ManodddexTuBHbIMU. Pa3zpaboTka W BHEIPEHHE TEHOMHBIX TEXHOJIOTHH TMO3BOJISIET
YCKOPHTD co3/1anue coptoB ¢ Beicokoit NUE [121].

VM cTOYHMKOM TE€HETHYECKOTO pazHOOOpasusi MOTYT CIYKUTb JUKUE COpPOJIUYH
KyJbTYPHBIX 3]1aKOB U MECTHBIE COPTa, aAaNITUPOBAHHBIEC K YCIOBHUSIM HU3KOTO a30THOTO
nutanusa. Aegilops tauschii — nurionaHslid npeaok D-cyOreHoMa mineHHIbI, 00Ia1acT
IIMPOKUM crieKTpoM aimeneil, cBs3aHHbix ¢ NUE. B wuccnegoBanum nHa 145
CHHTETHYCCKUX JIMHUSAX C pa3nuuHbiMU ajuteisimu Ae. tauschii, Oputa BwIsBIICHA
BapHalOeIbHOCTh MO YPOXKANHOCTH M HAKOIJICHUIO a30Ta B 3€pHE B YCIOBHSIX HU3KOTO
a3oTHOro (hona [122].

Juxwuit smmep (Triticum dicoccoides) — ucrounuk reqos, nossiarmux NUE. I'en
Gpc-Bl, kogupytomuit NAC-TpaHCKpUTIITMOHHBIN (aKkTop, YCKOPSET CTapEeHUE JTHCTHEB
¥ peMoOuIM3aInio a3zota B 3¢pHO. OH ObLT HHTPOTPECCHPOBAH U3 TUKON ABY3EPHSIHKH B
KyJbTYPHYIO MIIEHUIY U MCIOJNb3YETCs JUIsl TIOBBILIEHUS COIEpKaHUs Oelika B 3epHeE.
Taxke Obul  oxapaktepu3oBan QTL wa xpomocome 5B (QGpc.huj.uh-5B.2),
NPOUCXOASAIINUNA U3 JBYXEpHSHKU. VHTporpeccusi 3Toro JokKyca B MSTKYIO HIICHHUILY

YBEIIMYMBACT CojIepikaHue Oenika B 3epHe Ha 33% B yCIIOBUAX a30THOTO Aedunuta [123].
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1.5.2 Boicokonpoun3BoauTebHoe GeHOTUINIMPOBAHNE U TeHOTUIIHPOBAHHUE

BricokonpousBoaurensHoe penorunupoanue (HTP) nabupaer nonynispHOCTh B
cenekiuy Ha 3 (HEKTUBHOCTH MCTIOIB30BAHMS a30Ta, IOCKOJIBKY TPAIUIIMOHHBIE METO IbI
OLICHKH NPHU3HAKOB KOPHEBOM CHUCTEMBI M A30THOrO CTaTyca TPYIOEMKH U HHU3KO
npou3BoAUTENbHEI. COBpeMEHHBIE TIAT(HOPMBI BKIIFOYAIOT HCIIOIH30BAHNE MArHUTHO-
pezonancHoii tomorpaduu (MRI) m xommerotepHoit Tomorpadpum (X-ray CT) mus
HEUHBAa3UBHOM  BHU3yaju3allud apXUTEKTYpbl KOPHEBOM CHUCTEMBI, a TaKke
MYJIBTUCIICKTPATBHYIO ChEMKY C OECHMJIOTHBIX JjeTaTenbHbIX amnmapatoB (UAV) mius
orleHKu BeretanmoHHoro uHaekca (NDVI), comepskanus xmopoduiiia u 6GMOMacChI.
Coueranne HTP ¢ BwicokomnpousBoauTenbubiM renotunuposanuemM (HTG) nosBosser
MPOBOAUTH KPYIMHOMACIITAOHBIA CKPUHUHT CEJIEKIIMOHHOTO MaTepHaia C BBICOKOU

CKOPOCTBIO M TOUHOCTHIO [121].

1.5.3 IlostHOTreHOMHBII acconuaTuBHbIA aHaau3 (GWAS) u MeTa-anaaus

QTL

[TomHOTeHOMHBIN acconmaTuBHbIM aHamu3 (GWAS, ot anria. Genome-Wide
Association Study) wucmosnb3yeTcss A MOMCKA CBSA3M MEXKAY MOJICKYJIIPHBIMH
MapkepaMu U GEHOTUIMYECKUMHU TPU3HAKAMU Ha MMAHEISAX pa3HOOOPa3HBIX COPTOB. DTO
MOBBIMIAECT PA3PEIIAOIIYI0 CIIOCOOHOCTh KapTHpoBaHuUs 10 cpaBHeHnio ¢ QTL-
aHanu3oM. B wumccrmenoBaHMM C MCIONB30BaHMEM MaHenu u3 431 copra MIIEHHLBI
uneHtuuumponato 534 QTL, accoummnpoBannbix ¢ 12 npusnakamu NUE. C nomortibio
WHTETPAaTUBHOTO MeETa-aHajn3a HaWJeHBbl CTAaOWIbHBIC JIOKYChl. B 3THUX permonax
UJIECHTU(PUIIMPOBAHbI TeHBI-KAaHAWAATB, B TOM 4YHCJE TMPEACTaBUTEIN CeMeHCTBa
TPAHCKPHUIIIUOHHBIX (hakTopoB bZIP u Tpancmoptep kamus [124].

Mera-ananmm3z QTL pgaeT BO3MOMKHOCTH BBISIBISATH KOHCEHCYCHBIE T€HOMHBIC
peruonsl, koHTponupyronme NUE He3aBucuMO OT reHeTMdeckoro (oHa U ycioBUi

OKpyXatomieid cpeapl. TakoW MOAX0J OCOOEHHO BaXKEH MJIA MIINCHUIIBI, KOTOopas
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XapaKTepU3yeTcsl CIIOKHBIM TI'EKCAIUIOMJIHBIM T€HOMOM. PaHee MpoBeJCHHbIE MeTa-
aHaJIN3bl BbIABUIN KOoHcepBaTuBHBIE QTL-pernonsl Ha xpomocoMax 2A, 2B, 4B u SA,

KOTOPBIC KO-JIOKAITM3YIOTCS ¢ reHaMH (poToreproiuieckoi ayBCcTBUTENbHOCTH (Ppd-Al,

Ppd-B1l) u renamu nonykapaukoBoctu (Rht-B1, Rht-D1) [121].

1.5.4 MyJabTHOMHKCHBIE NOAX0/bI M PeJaKTHPOBaHMEe TeHOMA

MyJIbTHOMUKCHBIE TOAXOAbI, OOBEAUHSAIONINE TEHOMHUKY, TPAHCKPUNTOMHUKY,
MPOTEOMUKY U METAa0O0JIOMUKY, OTKPBIBAIOT HOBBIE BO3MOXXHOCTH JIJIsi MOHHUMAHUS
CJIOHBIX PErYJIATOPHBIX CETEH, KOHTPOJIUPYIONINX a30THBIA 0OMeH. TpaHCKPUIITOMHBIH
aHanu3 ¢ ucnonb3zoBaHueM RNA-Seq nmo3BOISET BBIABILATH I'€HBI, SKCIPECCHSI KOTOPBIX
U3MEHSETCS B OTBET HA U3BMEHEHHE a30THOTO MTUTAHUs, U UJIEHTU(DUIIMPOBATH KITFOUEBHIC
perynaropel. [IporeoMHble M MeTaOOJIOMHBIE HMCCIEAOBAHUS IO3BOJIAIOT MOJIYYUTh
MH(pOpMAIINIO O TOCT-TPAHCISITUOHHBIX MOJU(PUKALMUAX U META0OJIUUYECKUX MOTOKAaX,
HEIMOCPEJICTBEHHO  OTpaXkarommx  (YHKIIMOHAJIBLHOE  COCTOSIHME  pacTeHus. B
ucciie1oBaHuu, npoBeeHHOM Ha MAGIC-nionynsiiiy 03MMOM MIIEHUIBI TOKa3aHo, YTO
pa3nuvs B OTBETE€ HA Aa30THOE IMHUTAaHUE MEXAY COPTAMHU CBSI3aHbl HE CTOJIBKO C
3¢ (HEKTUBHOCTHIO TIOTJIOMIEHUS a30Ta, CKOJIBKO C Pa3IMYUsIMU B CUCTEMax y3HaBaHUS
azota u peryysinun C/N-metabonmu3ma [125].

PenaktupoBanue reHoma ¢ ucnoib3oBaHueM cucrembl CRISPR/Cas9 —
MEPCIEKTUBHBIA UHCTPYMEHT JIJIs1 U3yUYCHUS PETYJIUPOBaHUS a30THOM A (PEKTUBHOCTH Y
pactennii. CRISPR/Cas9 mo3BoisieT BHOCHTH TOYEUHBIC W3MEHEHHSI B TEHOM,
MOAUGPUITUPYS PETYJISATOPHBIC SJIEMEHTHI HJIM CO3/1aBasi HOBbIC aJJIEIN T€HOB-MHUIIICHEH.
Moaudukauuy NPOMOTOPHBIX OOJacTeld TEHOB HUTPATHBIX M  aMMOHUNHBIX
tpaucnoptepoB (NRT1.1, NRT2, AMT), dbepmentoB accumuisiinu azora (GS, GOGAT),
u tpanckpunironHeix (akropoB (NLP, NAC, GRF) mo3BosisioT ONTHMHU3HUPOBATH
YPOBEHb  OKCIOPECCHMU  IEJIEBBIX  TEHOB  0€3  U3MEHEHUs  KOAUPYIOIINX

nocjenoBareabHocTel [121].



49

1.5.5 I'eHOMHas cejieKIHMA U MapKep-OpHeHTHPOBaHHaA ceaexkuust (MAS)

['eHoMHas cenexnusi yao0Ha JJIsl MPU3HAKOB C HU3KOM HACIEIyEeMOCThIO, TaKUX
kak NUE, Tak kak 1aeT BO3MOKHOCTh IPOTHO3UPOBATH (DEHOTHUTT 0OPa3II0B HA OCHOBE UX
TeHOMHBIX Npoduieil 6e3 HeoOXOAUMOCTH (DEHOTUIIUPOBAHUS B KaXKIOM IOKOJICHUHU.
O0beauHeHre TEHOMHOM CENEKIIMU C MapKep-OpHUeHTUpoBaHHOH cenekuuer (MAS, ot
aarn.  Marker-Assisted Selection) nHa ocHoBe crabmipHbIX QTL oOecneunBaer
cuHepreTuyeckuii >PQeKT, yCKopsis HaKOIUIEHHE TMOJOXKUTEIbHBIX —allienel B
CeJIeKIIMOHHOM Matepuaie [121].

CoBpemenHas cenekuus 31akoB Ha BbicOKylo NUE — xommiexcHas crparerus,
KOTOpasi BKJIIOYAET HMCMOJIb30BAaHME NEHETHYECKOr0 Pa3zHOO0Opa3usl AUKUX COpPOAUYEH,
NEepPEeIOBbIE METOJbl TE€HOTUIIMPOBAHUSA M (PEHOTUIIMPOBAHUSA, MYJIbTUOMHUKCHBIE
HOJXOJbl JUIsl MAECHTU(UKALNUN KIIOUEBbIX I'€HOB-MMILEHEH, a TaKKe COBPEMEHHbIE

WHCTPYMEHTHI PENAKTUPOBAHMS TEHOMA.

1.6 CpaBHUTeJbHAS TCHOMUKA 3JIAKOB B KOHTEKCTE a30THOr0 00MeHa

CpaBHuUTENBHAS TECHOMHMKA 3J1aKOB HY>KHA ISl TOHUMAHUS SBOJIOLIMOHHBIX OCHOB
a30THOTO OOMEHa M TepeHOCa 3HAaHMM, TOJYYEHHBIX Ha MOJCJIBbHBIX BHUJAX, Ha
XO34MCTBEHHO 3HAUMMbIC KyJbTyphl. [limieHuila, puc, Kykypysa, sSUMEHb M COPro
MPOU30IUIM OT O0OIIero mpeaka, >KuBIIero okoyso 50—70 MWIUIMOHOB JIET Ha3zad, H
COXpPAHWJIM BBICOKYIO CTENEHb KOJUIMHEAPHOTO PACIOJI0KEHUSI T€HETHUYECKUX JIOKYCOB
Ha XpOMOCOMax. DTO MO3BOJISIET UCIOIB30BaTh UH(OPMAIIUIO O CTPYKTYpE U (PYHKIIMU
TCHOB, TOJYYCHHYI0O Ha OJIHOM BHJE, IS TIPEACKa3aHus W WIACHTU(UKAITUU
OpPTOJIOTUYHBIX TE€HOB Yy Jpyrux 31akoB. CXOJCTBO T€HOMHOM OpraHu3alldy 3J1aKOB
TOCJTYKHJI0O OCHOBO# st co3aanus KoHuenmnuu ortho-metaQTL, oO0beauHstomIeH MeTa-
aHaJIu3 KOJIMYECTBEHHBIX JIOKYCOB C JAHHBIMU CPAaBHUTEIbHON TE€HOMHUKU JJIs
BBISIBJICHUSI ~ KOHCEPBATHBHBIX  PErMOHOB,  KOHTPOJMUPYIOIMX  A(HPEKTUBHOCTH

HCIIOJIB30BaHHA a30Ta.
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I'eHomMHast ~ cTpykTypa  3JaKOB  XapakTepuszyercsa  AyIUIMKalued  u
NOJIUTIONAN3AMENd. ITO MPHUBEIIO K PACHIUPEHUIO CEMEHCTB T'€HOB, YYaCTBYIOIIUX B
a30THOM oOMeHe. Y puca ¢ HEOOJBINM JWIUIONAHBIM TeHoMOM (okoio 430 MO),
HaiijieHo 13 reHoB BeicOKOadGUHHBIX HUTpATHHIX TpaHcropTepoB NRT2 u 6omee 100
reHoB cemenctsa NPF. ¥V rekcaryionHOM IMIIEHHIBI, TEHOM KOTOPOU COAEPKUT TPH
roMeoJoTnYHbIX cyOreHoma (A, B, D), koimmuecTBO KONMUi 3THX T€HOB YBEIUYHIIOCH
BTpoe. [lomumiuonau3anus npuBena K pa3ielieHuI0 U TPUOOPETEHUIO HOBBIX (PYHKIIUN
MEXIy ToMeoyioramMH. ['€Hbl TIIyTaMUHCHUHTETa3bl B Pa3HBIX CyOreHOMax MIICHUIIBI
JEMOHCTPUPYIOT OTIUYAIOTCS MEXKAY COOOM MO TKaHecneUu(PUUHOCTH, IKCIPECCUH U
muddepeHnnanTbHOMy OTBETY Ha a30THOE T'OJIOIaHHE.

Uccnenoanusi Ha TIIEHUIIE, SYMEHE, pPHUCE U KyKypy3e, MOKazaiu, YTO
cyOorenuuanyHas ctpykrypa NADP-3aBucuMoi riryraMataeruiporeHasbl y 3TUX BUIOB
uaeHTuyHa, a pepMeHTHBIN KoMiuiekc MDH-GOAT sBisieTcs 3BOIIOIUOHHO MOJIOABIM
oOpa3zoBanueM. llonoxuTenbHass KOpPPENSUS AKTUBHOCTH O3TOTO KOMIUIEKCA C
pOpacTaHUEM CEMSH OTMEYEeHa Y BCEX 3JIaKOB, YTO TOBOPUT O TOM, YTO (PEPMEHTHI
a30THOr0 OOMEHAa COXPaHUJIMN BBICOKYIO CTPYKTYPHYIO KOHCEPBATUBHOCTD Y 371AKOB.

bnaronaps cpapautensnomy QTL-ananu3y ueHTuPpUIIPOBaTN KOHCEPBATUBHBIC
T€HOMHBIE PETUOHBI, KOTOPbIE KOHTPOJUPYIOT A(hPEKTUBHOCTH UCIIOIB30BAHUS a30Ta Y
pa3HbIX 371aKk0B. OCOOEHHO XOPOLIO M3YYEH JOKYC Ha JUIMHHOM IjIedye XpoMocombl 3B
NIICHUIIBI, HA KOTOPOM pacroyiokeH TreH riyramatcuHTasbl (GOGAT). Drtor Jokyc
HAaxXOJUTCS B OPTOJOTHYHBIX TMIO3HMIMSIX B TEHOMax pHCa, COPTO U KYKYpY3bl.
KaprtupoBanue BoisiBuII0, uTo reH GOGAT 1 okpy:karouie ero peryJasTOpHbIE JIEMEHThI
COXpaHWJIM KoJulMHeapHoe pacroiokerue [78]. YV puca opronoruunsiii reH OSNADH-
GOGATL1 urpaer KJIOUYEBYIO POJIb B PEYTHIM3ALMK a30Ta W3 CTapEIOIIUX JIMCTHEB B
3epHOBKU. Ero cBepxakcnpeccus yennuuBaeT Maccy 3epHa a0 80%.

VY puca nutparsbsiii cencop OsNRT1.1B 00pa3yer KoMILIEKC C T€TepOMEPHBIMU
kasbiiueBbiMU KaHataMu OsCNGC14 u OsCNGC16, a'y apabunoncrca GyHKITHOHUPYET
MoHOMepHbI kaHanm AtCNGCI15. Takoe paznuuue oTpaxaeT ajanTalyio puca K
YCIOBHSIM  3aTOIUICHUS, TJI€ CHUTHAJIBHBIC TIYyTH MOTYT Hapymarbcsa. Hammuwne

IreTCpOMCPHOIr0O KOMILICKCA oOecreynBaeT HaJACKHOCTD IICPpCaadn CUIrHajia. vy IIMCHUIIBI
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U KYKYpYy3bl, PACTyIIUX B a3pOOHBIX YCIOBUSAX, MEXaHNU3MbI Y3HABaHUS HUTpaTa OJIMXKe
K apaOuIOTICUCHBIM.

Muxkpocarennutasie (SSR) mapkepsi, accoruupoBanubie ¢ QTL adpdextuBHOCTH
MUHEPAIBHOTO NMUTAHUs, IPUCYTCTBYIOT Y BCEX OCHOBHBIX 3JIAKOB, HEKOTOPBIE U3 HUX
JEMOHCTPHUPYIOT MEKBUOBYIO KOHCEPBATUBHOCTD. Y TIICHUIIBI U TYMEHS OOHAPYKEHBI
optronornyabie QTL B roMeonOrnyHbIX XpOMOCOMHBIX perroHax [126],4ro roBopur o
CYLLECTBOBAHHE 3BOJIIOLMOHHO CTAOMIIBHBIX T€HETUUECKUX MOLYJIEH, KOHTPOJIUPYIOLINX
a30THBIN 00OMeH. D(H(PEeKTUBHOCTD UCIIOIB30BAHUSA SJIEMEHTOB MTUTAHUS Y 3]TaKOB MOXKET
pazmuuatbess B 20 pa3 Mexay KpalHUMH Tunamu. [‘eHOTHUnBl ¢ HauOojblIen
3(p(EKTUBHOCTBIO YACTO MPEJCTABICHbl CTAapOJaBHUMH COPTaMH, COXPaHUBIIMMHU
aJIJIeNIN, YTPAuYE€HHBIE B ITPOLIECCE COBPEMEHHON CENEKIUH.

DT pernoHsl MPOU30ILIN OT OOIIETO MPEAKOBOIO XPOMOCOMHOT'0 0JI0Ka, KOTOPBIN
npeTepriesl T'eHHblE AYIUIMKAUUU W JIeJIEUd, MHBEPCUU XPOMOCOMHBIX CEIrMEHTOB,
TPaHCIO3ULIMU U UHBA3UIO MOBTOPSIOIIMXCS 37IeMEHTOB. HecMOTps Ha 3T epecTpoiiku,

AACPHBIC (bYHKLII/IOHaJIBHBIG QJICMCHTHI OCTAJINCh KOHCCPBAaTHBHBIMHU.
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I'TABA 2. MATEPHUAJIBI U METO/IbI

2.1 PacTuTesibHBII MaTepuaJl

2.1.1 Konytekuuss MATKOM NMIIEHUIBI

st cekBenupoBanus reHoB TaNLP3-3B, TaGRF9-6A4, TaGRF9-6B, TaGRF9-6D,
1aBT2-34, 1aBT2-3D, 1aGS2-24, TaNGRS5-1D, TaAMI-2B, wuCnoOJIb30BaIUCH
MPEUMYIIECTBEHHO COPTA O3MMOM MATKOM MIIEHUIIBI, MPeA0CTaBIeHHONM HanroHansHbIM
nentpom 3epHa umenu ILIL. Jlykesanenko B Kpacunonape (Bacca, I'pom, Cuna, [lamnana,
Anexkcenu, beszocras 100, 3umtpa, Yasrpa 11), copr o3umoii nmeHunsl Epmax
(Arpapsblii HayuHbIN HEHTp «JlOHCKOIY), copT sipoBoi mieHuibl HoBocubupckas 67
(Mul" CO PAH), nBa copra o3umoi Tputukaine Bamentun 90, Mynpen (HL3 wum.
JlykbsiHeHKko). Takke NpeacTaBlI€Hbl COpPTa MHOCTPAHHOM CENEeKUUHU: COPT O3UMOM

neHuIsl Anturo (@paniust) u copt sipoBoit Tputukane Jyoner ([Tonpma) (Tabmuna 1).

Tabnuna 1 — O6pa3ibl NIIEHULIBI U TPUTHUKAJIE 1JI1 CEKBEHUPOBAHUSI T€HOB a30THOTO OOMeHa

Ha3Banue Bun Tun pazsutus | CTpaHa npoucxoxaeHus: | Pernon npoucxoxaeHus
1) Anexcenu T. aestivum o3umas Poccust Kpacunomap

2) Anturo T. aestivum o3uMast Dpaniyst -

3) Beszocras 100 T. aestivum o3umast Poccus Kpacunonap

4) Epmaxk T. aestivum o3uMast Poccust PocroB

5) Cuna T. aestivum o3uMas Poccust KpacHogmap

6) Yiprpa 11 T. aestivum o3uMas Poccust KpacHonap

7) Bacca T. aestivum o3uMas Poccust KpacHomap

8) 3umTtpa T. aestivum o3uMast Poccust KpacHogmap

9) Mamnana T. aestivum JBYypYyYKa Poccus Kpacnonap
10) I'pom T. aestivum o3uMast Poccust KpacHoznap
11) HoBocubupckas 67 T. aestivum sIpoBas Poccus HoBocubupck
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Hassanue Bun Tun pazputus | CTpaHa IPOUCXOXKACHUS | PernoH nmpoucxoxacHust
12) Banentun 90 XTriticosecale o3umast Poccus Kpacuonap

13) JlyGner XTriticosecale sipoBast [Mospmra -

14) Mynpen XTriticosecale o3umast Poccus Kpacuonap

Ha »rame reHoTunmupoBaHHUs HCMONb30Baoch 1182 oOpasuna mNIIEHUIB U
TPUTHKAJE, PA3JIMYHOTO HSKOJOTMYECKOTO0 U Teorpapuuyeckoro MpOUCXOKICHUS,
coOpaHHbIE U3 KOJUIEKLMM, repeaaHHblx Hamumu naptHepamu u3 ®I'BHY «Owmckuii
arpapHbIil Hay4yHbIM LEeHTp», HannonansHOTO 1IeHTpa 3epHa umenu [LI1. JlykbsiHeHKO,
OepnepanbHoro Mccnmenosarenbekoro neHrpa «HemuumnoBka», IlosieBoii onbITHOM
craHuun PI'AY-MCXA nvmenu K.A. Tumupszesa, AO «ILlénkoBo Arpoxum». Bmecre ¢
oOpasnamu ObUIM NPEAOCTaBICHbl (PEHOTUIMYECKHE JaHHbIE, MOJTy4YeHHbIE Ha Oa3ze
IIEPEYUCIICHHBIX OpraHu3au.

Komnekuusa un3 408 oOpa3noB sapoBoil U1 03UMOIl NIIEHUIIBI OblIa MepeAaHa u3
OI'BHY «Owmckuii arpapHblil HAy4YHBIA LIEHTP.

B reHotunupoBaHue BKIIIOYEHBI 256 00pa3loB M3 KOJUIEKIUU MATKOW O3MMOMU
NIIEHUIBI, a Takke 169 o0pasuoB TputHkanie, npuciadubie U3 HamroHansHOTO 1IEHTpa
3epna umend [LII. Jlykpanenko B Kpacnoaape (akaa. becnanosa Jlronmuina AHzipeeBHa).

N3  ®enepansHoro MccnenoBarensckoro uneHtpa «HemuuHOBKa» — ObLIO
Mpe0CTaBIeHO 76 00pa3IoB sIPOBOM MICHUIBI U 45 oOpasnoB mmeHuIsl ¢ [loneBoi
onbITHOM cTaniu PI'AY-MCXA umenu K. A. Tumupssena.

Ucnons3oBanock 132 oOpasua o3umon nieHuisl, npuciannabie u3 AO «I1énkoBo
Arpoxum.

Taxke ObutM mepenanbl 96 00pas3ioB, BKIKOYAs CTAHAAPTHI MO PEruoHaMm, IO

npoekTy Kazaxcrancko-Cubupckoit cetu no ynydmenuto sipoBoi nimeHutsl (KACUB).
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2.1.2 PekoMOMHAHTHBIE MHOPEIHBIE JIMHUU SIPOBO MSATKOI MIIEHUIbI U

SIPOBOW TPUTHKAJIE

JIist  moyrydeHWsT TEHOTHNHYECKUX W (DEHOTUNMMYECKWX JaHHBIX  TaKKe
UCIIOJIb30BAIMCh PEKOMOUHAHTHBIE WHOpPEIHBIE JIMHUK SPOBOM MSTKOM MIEHULBI U
ApoBOM TpuTuKane. JlaHHble MOMyssUM OBLTM CO3/aHBI HAa TEXHOJIOTMYECKON 0aze
[ToneBoit ombiTHOM cranuu PIAY-MCXA wumenn K.A. Tumwupsaszesa, myrem
MHOTOKpPAaTHOTO TepeceBa MOMYJAIMA B MOJ€ C MPOBEPKOM ajIeIbHOIO COCTOSTHUS
MOJIEKYJIIPHBIMU MapkepaMu. [lojieBOil OMNBIT MO BBIPAIIMBAHUIO PEKOMOMHAHTHBIX
uHOpenubix TuHui mmeHunsl (F3:4; F4:5) u tputukane (F4:5; F5:6) npousBoauics B
2018 1 2019 ronax B ycnoBusix MockBbsl 1 KpacHogapckoro kpasi. MeTeoposioruueckue
YCJIOBUS ITPOBEICHHUS MIOJIEBOTO ONBITA yKa3aHsl B [Ipuitoxennn A.

Hwxe npencraBieHa cxema CKpPENIMBAHHMI C YKa3aHHEM aJUIeJIbHBIX BAPUAHTOB
TEHOB JIJIsl IIIICHUIIBI U TPUTUKAJIC, YCTAHOBJICHHBIX HA ATare FreHOTUITUPOBAHUS .

Q (o3um.) muaus mrenuisr Chris Mutant (Rht-Blp, Ppd-Dla, TaGS2-2Ab, pAMT-
2Bb, BT2-3Aa, NLP3-3B(G), GRF9-6B(C)) x

3 (ap.) muenuna Pl 518620 (Rht-Blb, Ppd-D1b, TaGS2-2Aa, pAMT-2Ba, BT2-
3Ab, NLP3-3B(A), GRF9-6B(T)), — cemeHa pPOAMTEIbCKHX JUHHHA MPEIOCTABICHBI
npodeccopom HobOyécu Barana®s (YuuBepcuter Cenbckoro xo3zsiictBa, MOapaku,
Anonwus). B nokonennn F5:6 6p1u10 mosrydyero 3595 pacreHui.

Q(o3um.) Tputukane Xonrop (Ddwl, GRF9-6A-12a) x

J'(sap.) tputukane Jyoner (ddwl, GRF9-6A-12b); — cemeHa poaUTENLCKHX COPTOB
Tputukane npegocranieHsl u3 HII3 umenu ILI1. Jlykssinenko, Kpacunonap. B nokonennun

F5:6 6b110 moTyueno 2717 pacTeHwii.

2.2 Boigenenue JHK

Beigenenne renomuoi  JIHK  Bemoansiim  CTAB-metomom  [127] w3

TNO(PUIM3UPOBAHHBIX JIUCTHEB M 4-THEBHBIX MPOPOCTKOB. 3€pHa MpOpaliuBajifd B
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yamkax I[lerpu Ha ¢uapTpoBaIbHON Oymare, CMOYEHHOW AUCTUIUTMPOBAHHOMN BOJOM, B
tepmomikadgy mnpu 25 °C. Pabory Benmu B 96-IIyHOUHBIX TUTp-IUIAHIIETaX,
yCTaHABIMBAEGMBIX B ITATHBBI. B KaXIylo JTyHKY TOMEIaand (pparMeHT CyXOro JMCTa
JUTMHOM OKOJIO 2,5 cM, Iociie yero MaTepuai u3Menbuainu B romoreHusarope TissueLyser
IT (Qiagen, Hunepnauasl) ¢ HCTIOIB30BAHUEM CTAJbHBIX MIAPUKOB quaMeTpoMm 4 mm. K
MOJIydeHHOW Macce ao0aBimsmm 540 MK mpeaBapuTesbHO moporperoro mo 60 °C
musupytouiero Oydepa Ha ocHoBe CTAB (x1) u sHeprudHo nepeMenIuBaii CoaepKuMoe
IUTAHILIETOB.

[Inanmersl MHKYOMpoOBaduM Ha BojasHOW Oane mpu 65 °C B TeueHue 1 yaca,
BCTPSIXUBas BPYUHYIO Kaxkbie 15 munyT. [locne nHKyOanuu miaHmeTsl OXJIaxaany 10
KOMHATHOHM TeMIlepaTypbl U BHOCHIIM 10 360 MKJI cMecu XJI0popopMa U U30aMUTIOBOTO
cnupra B cootHoumieHnn 24:1. Copepxxumoe MNEpPEMENIMBAIA  MEIJICHHBIM
NEepEeBOPAYMBAHUEM IIITaTUBA BPYYHYIO Ha TMPOTSHKEHUMH 15 MHUHYT, 3aTeM
ueHtpudyruponanu npu 2000 06/muH B TeueHne 30 MUHYT IpY KOMHATHOM TeMIiepaType
(uentpudyra LMC-4200R, BioSan, JlaTtBus).

N3 xaxmoit mynku oroupanu 300 MK Ha0CaI0YHOM KUJIKOCTH (CyIlepHAaTaHTA)
MHOIOKAaHAJIbBHOM MHIIETKOM M IEPEHOCWIM B YHUCThIE IUIaHLIEThl. K cylnepHaTtaHTy
no6aBisimu 360 MK M30MPOINAHOJA, MPEABAPUTENIBHO oxjaxaéHHoro g0 -20 °C.
[InaHIIeThl HECKOJIBKO pa3 TMepeMelIMBaIM TEPEeBOpAYMBAHUEM M TIOMEIIaId B
Mopo3wibHy0 Kamepy npu -20°C Ha 20 MHHYT. 3aTeM OCaXJICHHUE MPOJI0JHKaIU
ueHtpupyrupoanueM npu 2000 o6/mun B Teuenue S50 wmunytr npu +4°C.
Hanocanounyro >XUAKOCTh aKKypaTHO YJalsjid, @ BEPXHIOK YacTh JYHOK OCYIIAU
buIBTPOBAILHON OyMaroi.

K nonyuennomy ocaaky no6asmsiau 150 Mk 70% sTaHona U HeHTpUuyrupoBaiu
riadmeTs! 10 munyT ipu 2000 00/MHUH TPU KOMHATHOM TeMIiepaType. ITaHO CIUBAIIH,
OCTaTKU KUIKOCTU ynaisuid GuibTpoBalibHOM Oymaroi. Ilocie 3aBepiieHuss O4uCTKU
IUTAHIIETHl MMOMEelan B BakyyMmHbId KoHueHTpaTop Concentrator plus (Eppendorf,
['epmanust) Ha 15 MmunyT nipu 45 °C nns noacymmsanus. Beicymennyto JIHK pactBopsiinu

B 150 MKJ cTepunbHOM BoAbI U xpaHuiau npu +4 °C.
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JJHK  Beimemsuin  Takke H3 pa3MOJIOTOrO0 3€pHAa C  HMCIOJIb30BaHUEM
aBTOMATHYCCKOM BbIACINTENbHON cTaHmuu AutoPure 96 (AlSheng, Kurait) ¢
koMmmepueckuMm Habopom MarnolIpaiim MO (OOO «Hekctbuo», Poccust) peakTuBOB
st Beigenenust JIHK. 3epno umsmenbuanu B romorenuszatope (TissueLyser 1) ¢
MIOMOIIBIO CTaJbHBIX LWJIMHAPOB M IIapuKa W3 Hepxkasewmien cranu. Ilocie B
oTaenbHble mpoOupku oroupanu 10 Mr myku. [lamee BbIIeleHHE MPOBOAMIN B
COOTBETCTBHM C MPOTOKOJIOM, YKAa3aHHOM B HMHCTPYKIMU K HaOOpy ISl BBIICICHHUS.
[Tomyuennsiii pacteop JHK B asmioupyromem Oydepe oTOupanu B THTP-TPyOKH U

MOMEIIAJIM Ha XpaHeHue B XxonoauibHuK (+4°C).

2.3 Ilog6op npaiiMepoB 1t aMILTHPUKAIMY U CEKBEHHPOBAHUSA I'¢eHOB

Homepa 3ammceil HyKJICOTUIIHBIX MOCJEAOBATEILHOCTE T'€HOB B 0a3e JaHHBIX
GenBank NCBI (https://www.ncbi.nlm.nih.gov/nucleotide/) wnu wunenTudUKaTOPHI
TE€HOB B AHHOTALIUU reHoma TIIIIEHUALBI IWGSC RefSeql.0
(https://www.wheatgenome.org/) OblTM HaWJEHBI B JIUTEPATyPHBIX HCTOYHHUKAX.
[TocnenoBaTenbHOCTH TEHOB W HMX (IAHKUPYIOIIMX PETHOHOB, HEOOXOIUMBIE ISt
nonbopa mpaiiMepoB, ObuTM HaineHbl B pedepeHcHOM reHome mmeHulsr [WGSC
RefSeql.0 mo wunentudukaropy, aub6o c nomompto noucka BLAST. B cBsizu ¢
AJUTOTIONTUTIIIONTHON MPUPOJION MIIEHUIIBI MATKOW M TPUTHKAJIE, U COCYIIIECTBOBAHUS B
cocTaBe ux renoMa Tpéx cyoreHomon (B, A u D — nns minenuns! msirkoid; A, B u R — nns
TeKCAIlJIONTHON TPHUTHKAJE), MPOUCXOASAINIMX OT POJACTBEHHBIX BHJIOB 3JIaKOB, IPHU
nondope Crnenu(PpUUHBIX MPaiMEepOB BAXXHO YUYUTHIBATh HAJIMYME TOMEOJIOTOB.
['oMeonorn KaXkaoro reHa, OTHOCSAIIMECS K JIPYTHM CyOTeHOMaM, ObLIM HaHACHBI IO
uH(pOpMaIUu, CoJepKaIIEHCs B aHHOTAIIMK TeHOMa, 1100 ¢ momotsio BLAST-moucka.

[TonbGop cnenuuyHbIX MpaitMepoB i amruiuuKanuu (pparMeHTOB TEHOB IS
MOCJIETYIOUIEr0 CEKBEHUPOBAHMSI OCYIIECTBIISIICA OAHUM U3 ABYX CIIOCOOOB.

Cnoco6 1. [TocinenoBarenbHOCTH T€HA M €T0 TOMEOJOTOB OBLTM BBIPABHEHHI B
nporpamme GeneDoc2.7 [128]. Tlogbop cyOreHoM-crenu(pHUHBIX IpaiiMepoB

OCYILECTBIISIICS c MTOMOIIBIO OHJIaMH-CEepBHUCa Primer-BLAST NCBI
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(https://www.ncbi.nlm.nih.gov/tools/primer-blast/). Hactpoiiku Primer-BLAST
OTIMYAIUCh OT CTAaHJIAPTHBIX: IS TPOBEPKH CHEHU(PUYHOCTA  MpailMepoB
UCTIONIb30Bajach 0a3za JaHHBIX HEU3OBITOUHBIX MOCIEAOBAaTEIbHOCTEH (nr) ans poaa
Triticum, MuHUMaJTbHAS JTMHA TpaiiMepa cocTaBiisia 20 HyKJICOTHIOB, a ONTHMalIbHAS
— 23 nykneoruna. [IpoBepka crnennduyHOCTH MpailMepoB MPOBOJAMIACH TAKXKE ITyTEM
BU3yaJIM3allMM WX HA BBIPABHUBAHWHM T'OMEOJIOTOB U3 TpeX CyOreHoMoB. lIpaiimepbr
noA0MpaNIKuch TakKUM 00pa3oM, 4To0kl ainHa enuauyHoro [IP-npoaykTa He mpeBbIana
2500 map ocHoBaHuid, 4yToObI III[P-pOAYKTHI MNEpPEKpPHIBAIUCH IPYr € JIPYroM M
OXBaThIBAJIM BMECTE BCIO MOCIEAOBATEILHOCTh T€HA U, €CJIM 3TO BO3MOXKHO, 110 500 map
OCHOBAaHMM (PIIAHKUPYIOIIUX TOCIEIOBATEIILHOCTEN C KaXK0TO KOHIIA.

Cnocod 2. IlonGop mpailMepoB OCYIIECTBIISUICS aBTOMAaTUYECKH, C MOMOIIBIO
Makera  MporpaMM, OCHOBY  KOTOPOTO  COCTaBiseT  mporpamMmma  Primer3
(https://primer3.org/). Ilaker mnporpaMMm BBIIOJHSI JEUCTBUSA IO CIEAYIOLIEMY
anroputmy [129]:

. [To wmneHTHUKATOPY IIEJEBOr0 T€Ha B AaHHOTAIMM TE€HOMA IMIICHUIIBI
IWGSC RefSeql.0 naxoastcst uaeHTU(PUKATOPHI TOMEOJIOTOB 11€JIEBOTO TeHAa.

. [To upenTudukaropam reHoB HaxoaUTCs H(MOpMaIUs 00 UX MOJIOKEHUHU B
pedepencHoM reHome. KoopauHaTel TE€HOB HCHONB3YIOTCA JMJIS BBIPE3aHUS UX
MOCJIEA0BATENBHOCTEN U3 MOCIIEI0BATEIBHOCTEN XPOMOCOM.

. Bo u36exanue nmogdbopa npaitMepoB, KOMILIEMEHTAPHBIX TOBTOPSIOIIUMCS
AJIEeMEHTaM T'€HOMa Ha MOCJIEOBATENbHOCTD LIEJIEBOTO T€HA, K KOTOPOW MOJ0UPAIOTCs
nmpaiiMepbl, HaKIaJbIBACTCI «Macka» (MepeBOJ] MPOMUCHBIX OYKB B CTPOYHBIC) B
COOTBETCTBHM C aHHOTAIMEW TPAHCIIO30HOB '€HOMA MIIEHUIIbI, 4 BO BXOJHBIX JaHHBIX
JUIS paboThI IIPOTPaMMBbI Primer3 YKa3bIBAETCS napameTp
«PRIMER_LOWERCASE_MASKING=1».

. B mnocnenoBatenbHOCTH 1I€JIEBOTO T'€Ha IMPOBOAMTCS TMOUCK KOPOTKUX
TaHJIEMHBIX MMOBTOPOB (MUKPOCATEIUITMTOR), YTOOBI UCKIFOYUTH BO3MOXHOCTh MOJI00pa
MpalMEPOB HA UX PETHUOHBL.

. Ha Bxon Primer3 nogaetcst mociieqoBaTENbHOCTD LIEIEBOT0 T'eHa (IapaMeTp

SEQUENCE TEMPLATE), a Takxe MOCI€I0BaTeIbHOCTU T€HOB-TOMEOJIOTOB, K
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KOTOpPBIM TNOA0MpaeMple NpaiiMepbl HE JODKHBI OBITh KOMIUIEMEHTAapHbI (depes
napametp PRIMER MISPRIMING LIBRARY). [IpoBoautcs nouck map npaiMepos,
naromux [IHP-pogykter pazmepamu ot 500 go 2500 map oCHOBaHMK KO BCEM
BO3MOYKHBIM PETMOHAM LI€JIEBOrO reHa ¢ uHrepsasiaMu B 100 rmap ocHOBaHMIA.

. N3 obmiero Habopa MOJyYEHHBIX Map MpailMepoB MPOU3BOAUTCS BBHIOOP
HauMeEHbIlero Habopa map, mnepekpeiBatommx [I[[P-amminkonamMu — 1eneByro
IIOCJIEIOBATEIBHOCT IIOJHOCTBIO, CO B3aUMHBIM II€peKpeITHEM He MeHee 50 map
OCHOBAaHMH U MMHUMAJIbHOM CYMMApHOU JUTMHOM BCEX aMILIMKOHOB.

[Tpu sTOM ammnpuKanys reHoB 1o pparMeHTaMm, pasmMep KoTopbix He 6oiee 2500
nap OCHOBaHMI COKpallaeT BpeMsi, TpedyemMoe 1Jisl MPOTEKAHUs MOJIMMEPa3HO HEemHON
peakuuu (MEHbIIEE BpeMs OJJIOHTAl[MU), W T[OBBIIIAET BEPOSTHOCTH MOJIYUYEHUS

pe3yiibTaTa oe3 HCO6XOI[I/IMOCTI/I JIUTCIBHOI'O 9Talla OIITUMHU3allu1 YCJ]OBI/Iﬁ PCaKIINM.

2.4 NGS-cexkBeHUpOBaHNE AMILIUKOHOB

CooTBeTcTBHE pa3Mepy M KauyeCTBO AMIUIMKOHOB TPOBEPSIN C TOMOIIBIO
anekTpodopesa B arapo3HOM Telie (31ech MOKHO J100aBUTh KapTHHKU (Gope3os). [locne
ANIEKTPOPOPETUUECKOI0 KOHTPOJS JUIsl KaXJO0ro reHa y KaxJAoro copTa aMIUTUMKOHBI
00BEIUHSAIN B Iy B paBHBIX 00bEMax, 0€3 NHANBUAYATHHONW OUYUCTKH U HOPMAaTTU3allun
KOHIeHTpauu. O0beIUHEHHBIE aMITMKOHBI (PparMeHTHPOBAIIU, PEMAPUPOBATIN KOHIIbI
U JIUTUPOBaU OapKOJHBIC JTUHKEPHI, creruduvHbie i copta. bapkoaupoBaHHBIC
npenaparbl pa3HbIX COPTOB OObENMHSUIM, OTOMpain (pparMeHThl Oosbme 200 m.H. H
roroBunu JIHK-6ubnuoteku ¢ ucnonp3oBanueM Habopa Swift 2S Turbo DNA Library
Kits. CexBenrpoBanue npoBoauin Ha miatdopme Illumina MiSeq (Illumina Inc., CIIIA)
B komranuu «I'enomeny. Ilocie cekBeHHpOBaHUS MPOUTEHUS COPTUPOBAIIH IO OapKoaaM

" UL KaXXKA0ro copra OTacjabHO 006Hpan1/1 IMOJIHOPA3MCPHBIC ITOCJICAIOBATCIIBHOCTH I'CHA.
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2.5 KapTupoBaHue nNpoyYTeHuii 1 BbIsiBJIeHHE NMOJMMOP(PU3MOB

KadecTBO mOJIy4eHHBIX MPOYTEHUM OBLIO OLEHEHO C IMOMOIIbI0 MPOrPaAMMBbI
FastQC [130] u oka3anock JOCTaTOYHBIM IS JalbHEHIIEH paOboThl. [l KapTupoBaHUs
KOpPOTKUX NpouTeHUul Ha pedepeHc wucnonapzoBanack mnporpamma SNAP (Scalable
Nucleotide Alignment Program) v1.0 [131]. Jus o00OpaOOTKH IOJYYCHHOTO
BBEIPABHUBAHUS, BBISIBICHHUS MOJMMMOP(GU3MOB W TOCTPOSHUS IOCIEAOBATEIIEHOCTH
CEKBEHHUPOBAHHOIO  aJlJieJisl IMyTeM BHECEHHs HW3MEHEHUH B  pePEepeHCHYIO
TIOCJICI0BATEIPHOCTD, MCIIOJIb30BAUCH Mporpamm freebayes [132] u beftools 1.10.2
[133]. Busyanu3anus BbIpaBHHUBaHHS MNPOYTCHUH Ha pedepeHC OCYIICCTBISIACH C
noMoineio mporpammbl  IGV  2.8.2 [134]. BelpaBHUBaHHE CEKBEHHPOBAHHBIX
MOCJIEIOBATEIBHOCTEW U MOCIEA0BATENBHOCTA PEPEPEHCHOTO F€HOMA MILEHULIBI COpTa
Chinese Spring (RefSeql.0) 6suto BeImonHeHo B GeneDoc 2.7. I'panunbl Gesok-
Koaupytolen nocinegoatenbHocTy (CDS) ObUIM yCTaHOBIEHBI TyTEM €€ BhIpAaBHUBAHUS
C FT€HOMHOI MOCIEA0BATENIbHOCTHIO. TpaHCIsUs HYKJICOTUIHOW MOCIEeI0BATEIbHOCTH
B AMHUHOKHCIOTHYIO mnpoBoauiack B GeneDoc 2.7. Jlns OLEHKHM NOTEHIUAIBHOIO
BIIUSHUS OOHAPYKEHHBIX HECHHOHMMHWYHBIX 3aMeH Ha (DYHKIHIO O€lKa MCITOIb30BaIH
nporpammy PROVEAN (Protein Variation Effect Analyzer), B koTopoii BapuaHThl CO
3HaueHueM PROVEAN score < -2,5 mporHo3upyroTcsi Kak MOBpexaromue QyHKIUIO

OeJika, a BAPUAHTHI C OLIEHKOM BBIIIE MOPOra — KaK HEUTpaibHBIE.

2.6 ®eHoTMIIMPOBAHME

Mps1 deHoTUIMpPOBATM 00Pa3Ilbl, OTHOCSIIHUECS K PEKOMOMHAHTHBIM MHOPETHBIM
JUHUSAM. [{1s KaXaoro pacTeHHs PEerucTpupoBaId  cleAyromue (EeHOTUITUYECKUE
pU3HaKu (Bce MapaMeTphbl KOJIoca M3MEPSUIM Ha TJIIaBHOM KOJIOCE): BBICOTA PACTCHUS
(BP, cm), nnmuna xonoca (K, cm), uncio konockoB B kojioce (UKK), mmoTHOCTh KoJioca
(IK, paccumutsiBaemas kak necstukpatHoe otHomenue YKK k JIK), macca 3epHa c

onnoro kosioca (M3K, r), uncio 3épen B konoce (U3K), macca 3epHa B konocke (M3Kou,
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r), Macca Teicsiuu 3épeH (MT3, paccuntsiBaeMas kak yactHoe oT AeneHus M3K na U3K,
ymHoxkeHHoe Ha 1000, r), yncno npoaykTuBHbIX mooero (UIIII), yucno mexnoysnuit
(UM), nata xonomenus (JIKoxn, gueit mocie mocesa), nara nsetenus (1B, gaei mocie
nocesa), uHAeKc ypoxannoctu (MY), nnuHa uBeroHoca (MepBOE MEXKIOY3JIHE MO/
KOJIOCOM, CM), JUIMHA BTOPOTO BEPXHETO MEXA0Y3IHs (CM), IJIMHA TPETHETO BEPXHETO
MEKI0y371us (CM), ITTMHA YETBEPTOTO BEPXHETO MEKI0Y3/Us (€CIIN UMEETCS, CM), IJTMHA
BTOPOrO0 HWXHETO MEXIOY3/lHsl W JJIMHA TEePBOr0 HUXKHEro (camMoro HHUYKHErO)
Mex10y3us (cMm). MHAEKC ypOoKalHOCTU PACCUMTHIBAIN KaK OTHOUIEHHWE MAacChl 3epHa
IJIaBHOTO KOJIOCA K CyMMapHOW mMacce HeOOMOJIOUEHHOTO KoJioca U IBeToHOca. Da3bl
[[BETCHUSI U KOJIOLICHUS OTPEEIISUIA BU3YaJIbHO JIJISl BCEH CeMbH (CeMeicTBa) pacTeHUM.
CeMeHa MOJICUMTHIBAIN ¢ TIOMOIIbI0 npuioxerus SeedCounter [135].

deHOTUNMHMYECKUE  JaHHBIE  JUJII  KOJUIGKIIMA  COPTOB  TMOJY4YEHBl B
MIPOU3BOICTBEHHBIX M CEJICKITMOHHBIX MUTOMHHUKAX OpPTraHU3aIMi-TIapTHEPOB HA STUHOM
JUIST KaKJIOTo ombiTa (oHEe TNUTaHUS; a30THBIM ()OH B OMBITaX HE BapbUPOBAIIH,
coJiep KaHue a30Ta B OpraHax pacTeHUs W Mmoka3areiau 3PPEeKTUBHOCTH UCTOIb30BaHUS
azora He omnpenensiu. [loaTomy BBIBOABI paOOThI OTHOCSTCS K BKJIAJy H3YUYECHHBIX
aJJIEIIbHBIX BapHAHTOB B XO3SMCTBEHHO-IICHHBbIC MPU3HAKU, HO HE K WX BKJIAaay B
3¢ (HEeKTUBHOCTH UCTIONB30BAaHUS a30Ta Kak TakoByto. [IpoBepka nmocineaHeil coctapusier

CaMOCTOATCIIBHYIO 3a/la4y U HaMCUCHA B IICPCIICKTHBAX UCCICAOBAHU.

2.7 I'enoTunupoBaHue

['eHOTMIIMPOBAHKE BBIMOJIHSUIM C MOMOILBIO MOJUMEPa3HON LenHor peakuuu. OT
KXJI0T0 oOpaslia, BXOJSILEro B MCCIEAyeMble KOJUIEKIUH, aHAIM3UPOBAIM MO JIBa
pacTeHus; s ceMel peKoMOWMHAHTHBIX uHOpemHbix jguHUE (PUJI) wywmcno
MMPOAHAIM3UPOBAHHBIX PACTCHUM YBEJIMYMBAIA N0 TPEX Ha cemblo. s OueHKH
F€HETUYECKOM OJHOPOJHOCTH M  TOATBEPKACHUS COPTOBOM  MPUHAMICKHOCTH

npoBouin [11[P-ananu3 cmemanHoro o6pasiia, Bkitodasiiero 30 pacTeHuH.
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s unentudukanuu amiened reda Rhtl7 y nuaMid sspoBO# MATKOM IIICHHUIIBI,
noyiy4eHHbIX OoT ckpemmuBanus Chris Mutant x PI518620, npumensinu mapkep Rht-Blp,
pa3paboTaHHbIH paHee [136].

OmpeneneHue alIeIbHOTO COCTOSIHUS 1O TreHy Ppd-DI tnpoBoauinu ¢
ucnonb3oBanueM mapkepa Ppd-D1 [137].

st mpoBenenust [P peakiuu u canteiBanus curaaia guryopodopos mist KASP-
MapkepoB ucnoib3oBasn Tepomornmkiiep CFX-96 (BioRad, CIIA) ¢ BcTpoeHHBIM
MPOrpaMMHBIM oOecriedeHueM. JIJisi MoCTaHOBKY KOHKYPEHTHOU aJljieNib-CIIeIIM(PUIHON
[IIIP mpeaBapuTenbHO MOATOTABIMBAIM CMECh MpaliMepoB. Kaxaplii u3 mpaiiMepoB
Pa3BOJMIMN 10 KOHIEHTpauu S0 mM/MKIT U cCMENIuBaiu B 00bEMHOM COOTHOIIEHUU: |
gacth A + 1 gacte B + 2,5 vactu C.

Hanuune na xpomocome 1B pikanoii Tpanciokamuu 1RS.1BL ompenensnu c
nomonibio Mmapkepa SCM9 [138].

Hus nmpoegenust IIHP peakuun ¢ OOBIMHBIMH MapKepaMu HCIHOJIb30BAIH
tepmorukiiep T100 (BioRad, CIIIA). Iloaydennsie [TLP-tipomykThl mpoBepsIU
METOJOM 3JIEKTpodope3a B arapo3HOM rejie C BH3yalHu3aled ¢ MOMOUIbI0 Mpudopa
GelDoc XR+ System (BioRad, CIIIA). ITpu noctanoske ITIP mapamiensHo ¢ oOpasiamu
CTAaBWJIUCH MOJIOKUTEIbHBIE KOHTPOJU IS KaXKJA0TO JIETEKTUPYEMOTO ajlielis U Boja B
KAaueCTBE OTPUILIATEIBHOIO KOHTPOJIS.

AnnensHoe coctosiHue 1Mo reHy Ddwl ompenensii ¢ MOMOIIBIO MPaiMepoB,
KOMILUIEMEHTAPHBIX MHKpPOCATE/UIMTHON mociienoBatenibiocty  REMS1218 [13], ¢
MOCJIEAYIONUM  ()parMEHTHBIM ~ aHAIW30M. @OparMeHTHBI  aHalu3 MPOIYKTOB
amrmaukanmmun REMS1218 Bemonasiau Ha JIHK-anamuzatope ABI 3130x1 (Applied
Biosystems, Life Technologies, CIIIA).
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Pa3pabGoTanHble HAMH MapKepbl.

JUist AeTeKUMU OJHOHYKIJIEOTHUIHOTO TMOoJUMOp(HU3Ma BO BTOPOM HK30HE TEHA
TaPARG-2A (c.793C>T), xapaktepuoro mias coproB Norin 61 u Chinese Spring,
WCITOJIB30BAIM  TIOJIOOPAaHHBIA HAaMH Ha OCHOBE BBIPABHUBAHHUS TEHOMOB MSTKOMN
mmrennnbl u3 IWGSC RefSeql.0 KASP-mapkep CPARG-2A.

Jlis JeTeKuu OAHOHYKJICOTHAHOTO OoJUMOp(hU3Ma B YETBEPTOM MHTPOHE T€HA
TaNLP3-3B (c.1824+137G>A) pa3paboran romeoor-crernuduansii mapkep NLP3-3B.

Jlns  pereknuu  OAHOHYKJIeOoTHaAHOro monumopdusma B reHe [aGRF9-6B
(c.1155C>T), xoropsriii BcTpevaercss y coptoB Anturo, Epmak, HoBocubupckas 67 u
NpEACTaBIIeT COOOW CHHOHMMHUYHYIO 3aMEHy KOJIOHA, pa3padoTaH  aJljielib-
cnenupUYHBIN Mapkep.

Jlng nmerexkuuu fenenud pasmepoMm 12 map HyKICOTHIOB B NMPOMOTOpPE TeHa
TaGRF9-6A, xotopass oOHapyxeHa y copta TpuTukaine JlyOieT, HCIoIb30Balu
pa3paboTaHHbBIN HaMu cyOreHoM-criennduanbiii Mapkep GRF9-6A-12del.

Jlns netexkuuu aenenun pasmepom B 60 map HyKJICOTHIOB B UHTpOHE TeHa TaBT2-
3A, kotopas BeisiBIIcHa y copToB Cadenza, Julius, Urartu, ncrmonb30Banu mogo0paHHbIi
HAMH Ha OCHOBE BbIpaBHUBaHMs TeHOMOB Msrkoi mmenuisl u3 IWGSC RefSeql.0
mapkep BT2-3A.

Jna nerekumu nenenuu 10 map HYKICOTHAOB B MpoMoTope TeHoB 1aGS2-2A
WCITOJIB30BAJIM pa3paboTaHHBIA HaMu Mapkep PGS-2A.

Jis merexuuu indel nmuHoM 4 mapsl HyKJIEOTHAOB Ha paccTosHun 570-573 mapsl
HYKJICOTH/IOB OT caiiTa Hauana Tpanckpuniuu B reHe TaNGRS-1B ucnonp3oBanm mapkep
PNGR5-1B, nomo6paHHbIii HAMH HAa OCHOBE BBIPABHUBAHUS T€HOMOB MSTKOH IMIIICHUIIBI
u3 IWGSC RefSeq1.0.

Ha oOnapy:xennyto npu amrmundukanuu pparmentoB rena TaAMT-2B neneuuto
pazmepom 160 map HyKICOTHIOB y copTa Anlekcend paspadotanu mapkep PAMT-2B.

ITocnenoBaTenbHOCTH MPaiMEpPOB, UCIIOIb30BaHHbIE ITporpamMsl I[P u cocras
peaknnoHHo# cMecu onrcanbl B [Ipunoxxennn b. Banunanus pazpaboTaHHBIX MapKepoOB

npoBoauiiack Ha ocHoBe JIHK cekBeHMpOBaHHBIX COPTOB.
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2.8 CraTucTuyeckas 00padoTKa TaHHbBIX

CrarucTrueckuii aHanu3 MPOBOAWIN C MCIOJIB30BAaHUEM IPOTPAMMHOIO ITAKETa
Statistica 12.5 (StatSoft Inc., CIIA) u Oubmmuorex Python 3 (matplotlib, pandas,
statsmodels). [l BceX aHaJIM30B MCIOJB30BAJIM TOJBKO TOMO3UTOTHBIE PACTEHUS IO
aHAIM3UPYEMBIM MapKepaM.

JUJ1sl OEHKH BIIMSIHUSI TEHOB M MX B3aMMOJEHCTBUS HA KOJIMYECTBEHHbIE PU3HAKA
npuMeHsUI aucnepcuonHbiil ananu3 (ANOVA) ¢ ucnosnb3oBanreM oOmed JTUHEHHOM
mozaenu (GLM). Cratuctuueckas MoOJENIb BKJOYalda OCHOBHBbIE (DMKCHUPOBAHHBIE
3¢ (deKThl FeHOTUNA [0 UCCIIEyEMbIM I'€HaM, I'oJia, MECTa MPOBE/ICHUS OIBbITA, a TAKXKe
BCE BO3MOJKHBIE B3aUMOACHCTBUSI MEX1y 3TUMU (pakTopamu. /1y ycTaHOBIEHHSI HOBOTO
YPOBHSI 3HAQYMMOCTH MPHU MHOKECTBEHHBIX CpPAaBHEHMSX NPUMEHSIM IONPABKY
Boudepponu. [Tocne noarsepxkaenus 3Hauumoctu F-kputepus B ANOVA npoBoauiu
napHsle post-hoc cpaBHEHHUS B3BELICHHBIX CpPEIHUX C HCIOJIb30BAHHEM KpPUTEPUS
HauMeHblen cymectBeHHoM pasHoctu (HCP) @umiepa npu ypoBHE 3HAYUMOCTH p <
0,05.

HopmanbHOCTh pacrmpenesieHus KaXAoro IMpu3HaKa OLEHUBAIM BHU3YalbHO C
NOMOUIbIO TUCTOrpaMM. 111l mpU3HAKOB € pacnpesesieHneM, OJIM3KUM K HOpMalbHOMY,
JaHHblEe (UIBTPOBAJIM C UCIHOJIb30BAHUEM TPAHMIIBI, PABHOM TPEM MEIUAHHBIM
aOcomoTHBIM oTKJIoHeHUsM (three-median absolute deviation). HopmaiibHOCTE 0CTaTKOB
nocJie MPUMEHEHHsI MOJIEIH ITPOBEPSUIIU C TOMOLIBIO KBAHTUIIb-KBAaHTUIIb IT'paduKoB. Jlis
MpU3HaKa «Macca 3epHA Ha PacTeHHUE», paclpe/ieIeHUe KOTOPOTro HE COOTBETCTBOBAIIO
HOpMaJbHOMY, IPUMEHSUIA TPeoOpa3oBaHue HATYPaIbHOTO JIoTapudma.

JlJis IpU3HAKOB «YHCIIO KOJOCKOB B KOJIOCE)», «UUCIIO MPOTYKTUBHBIX MOOETOBY,
«UUCIIO MEXAOY3JUi», «JlaTa KOJIOUIEHUS» W «JaTa LBETEHHUs» HCIOJIb30BAIH
HEMapaMeTpUYECKUl Y>-KpUTEPUl Il TPOBEPKH HE3aBUCHUMOCTU pPacHpeleiIeHUs
pacTeHud MO KjaccaM TeHOTHNOB M ()eHOTUNOB. JJi1 BBISBICHUS CTATUCTUYECKU

3HAYUMBIX PA3JIMYMUA MEXIY IpyIIlaMy I€HOTUIIOB IpuMeHsin U-kpurepuii ManHa —
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VYuthHu. [lonydyeHHble p-3HaYEHHsI KOPPEKTUPOBAIN C MOMOILBIO MTPOLEAYPhl KOHTPOJIS
noxHbIX o0HapykeHnii (FDR) benmxamuan — Xox6epra npu yposae FDR = 0,05.

JInis BU3yanu3aluil paclpeeleHus MPU3HAKOB B TPYIIax T'€HOTHUIIOB CTPOMIIN
ALUIMYKOBBIE quarpammsl (box plots) B KOMOMHAIIMM CO «CKPUIIMYHBIMUY AMATPAMMAMHU
(violin plots) u ToueunbiMu nuarpammamu (scatter plots). OZHOpOJHBIE TPYIIBI Ha
rpadukax BbIAETSIIM HA OCHOBE CKOPPEKTUPOBAaHHBIX p-3HaueHuit (FDR = 0,05).

AcCCOLIMAaTUBHBIN aHaIU3 C OLEHKOM CTaTUCTHUYECKON 3HAYMMOCTH IPOBOJIWIN
TOJIKO JJISl KOJUICKIUH, ¥ KOTOPBIX OBLI JOCTATOUHBIM OOBEM BBIOOPKM AJI KaxaAOH
TeHOTUINYECKOM rpynnbl. [{jist Komekuuii ¢ MajibIM YMCIIOM 00pa3OB WM OTCYTCTBUEM
COIyTCTBYIOIIMX (DEHOTUNMUYECKUX JAHHBIX pacdy€T CTAaTUCTUYECKUX KPUTEPUEB HE
MPOBOMIIN BBUIY HEJOCTATOYHOTO O0BbEMa BBHIOOPKM M BBICOKOTO PHCKA MOIYUYCHHS
JIOKHOTIOJNIOKUTENBHBIX PE3YyJbTaTOB. B Takux ciydyasx OrpaHUYMBAINUCH OLEHKOM

YacTOT BCTPCHACMOCTH aJiJIeel M ONMMCaHueM ajljIeIbHOIO COCTaBa KOJIICKIIUM.
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I')TABA 3. PE3YJIBTATBI HCCJIEAOBAHUA

3.1 MoJjiekyasipHo-reHeTHYeckuil aHajau3 reia TaPARG-2A

3.1.1 CexBenupoBanue rena TaPARG-2A

Hns ammumndukauuu reHa I1aPARG nHa xpomocome 2A y 14 coproB Obuin
nonodpaunsl 5 nap npaiiMmepoB (Tabnuma 2). [IpaliMmepsl nogObupaIuck ¢ NEPEKPhITHEM U
MNOKPBIBIA LEIUKOM TOCIEI0BATEIbHOCTh T€Ha C IMPOMOTOPOM M TEPMHUHATOPOM, a
TaKke ero (UIaHKpuyrolHue peruoHbl. Cxema pacloNoKeHUs NpaiMepoB M SK30H-
WHTPOHHAsI CTPYKTypa reHa Noka3zaHbl Ha pucyHke 1. CTpykTypa reHa BKIIIOYaeT &
AK30HOB U 7 UHTPOHOB. CpaBHUTEIBHBIN aHAIN3 IEPBUYHON CTPYKTYPbI UCCIET0BAHHBIX
romenorudHbix TeHOB (1aPARG-2B w TaPARG-2D) BbISIBUII COBIAJIEHWE HUX DSK30H-
UHTPOHHOW  opraHu3auumud.  OOHapyKEHHO€  CXOACTBO  IMOATBEPKAAET  UX
($uIOreHeTHYeCcKoe POACTBO M yKa3bIBaeT Ha 0OIee MPOUCXOXKAECHUE OT IMPEIKOBOrO

I'CHa.

Tabmuna 2 — [paiimepsl, o100paHHBIC Ha TIOCTIEIOBAaTEILHOCTh reHa PARG-2A

e HuapH O06o03HayeHnEe ITociienoBaTeabHOCTD, 5'-3' Tm, °C flmnza

npaiiMepoB AMIUTUKOHA, I1.H.
TaPARG-2A-1F GTTCTACACAGATCCCAAGCTGG 61

' TaPARG-2A-1R GCATGAACACGTAGTAGTACCCA 60 1o
TaPARG-2A-2F TTAGCCGGGCAAGAAGTAGAG 60

i TaPARG-2A-2R CCGTTCACACACATCACGAAA 59 o
TaPARG-2A-3F CTTGTTGGGGAGTGTGTGGT 60

’ TaPARG-2A-3R ATGACGTCCTGGTTTCGGTG 60 T
TaPARG-2A-4F GTGAGTGACGCAGATGGTGT 60

* TaPARG-2A-4R CTCACGGGAGTACATCGCAG 60 105

5 TaPARG-2A-5F GGATATGTACCAAGCCCAGCAT 60 525
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No napsr Jnmuna
O06o3HaueHne ITocnenoBareasHOCTD, 5'-3' Tm, °C
paiiMepoB aMIUIMKOHA, IL.H.

TaPARG-2A-5R GCACGCAACAGATCAACTAACTG 61

TaPARG — 2A (TraesCS2A03G0658800.2)
— TaPARG-2A-4R

- TaPARG-2A-3R
- TaPARG-2A-2R
= TaPARG-2A-1F - TaPARG-2A-1R —= TaPARG-2A-5R
— — — —r —1 — L
- TaPARG-2A-2F
- [aPARG-2A-3F
= TaPARG-2A-4F

- TaPARG-2A-5F

0 500 1000 1500 2000 2500 3000 3500 4000
Position, bp

Pucynok 1 — Pacnionoxxenue noio0paHHbIX MpaitMepoB U SK30H-UHTOPOHHAsS CTPYKTypa reHa

TaPARG-2A (TraesCS2A03G0658800.2).

3.1.2 loammopdusmbl rena TaPARG-2A

Ham ypmanoch wuneHTM(UUUpPOBAaTH HECKOABKO moiauMmoppuzmMoB. B 5'-
HETpaHCIUpyemMo oOmacTu 1-ro sk30Ha HaMHM ObLT OOHApYKEH MOJUMOpPGU3M C.-
117T>C y 6onbinHCcTBa 00pa3ioB, kpoMe oOpasios nineHulbl Epmak u [Tannana. Takke
y OonbmmHCTBa coproB, Kpome Epmak u Ilannmaga, mpucyrcTBoBan mnoaumMopdusm
c.*215C>A B 3’-HeTpaHCAUpPyeMOIl 00JACTH U OJHOHYKJICOTHAHbIE MOIUMOP(HU3MBI B
MeXreHHOU o0actu Xxpomocombl chr2A:g.428 911 939C>T u chr2A:g.428 912 023T>C,
KOTOpPbI€ MOTYT HapyllaTh Perysilui0 SKCIPECcCcuu reHoB. Takum o0pa3oM, y 00pa3LoB
Epmak u Ilannaga npucyTcTBOBaN ajljiesb, CXOHBIN C ajljiesneM pedepeHCHOro reHoma
Chinese Spring, B TO BpeMs KaK y OOJBIIMHCTBA OCTAIBHBIX 00PA3I[0B MPUCYTCTBOBAI
OTJIMYAIOILIUICS alJICIIb.

Bo 2-Mm sk30He rena TaPARG-2A obHapykeHa HykJeoTuaHas 3ameHa c.793C>T.
bonpmmuCcTBO 00pasiioB Hecno amwiens «7», u mumb copt Epmak Héc ammens «C»,
cxonHbld ¢ ameneMm pedepencHoro copra Chinese Spring. JlaHHbIN monMOpPU3M
NOPEINOJOKUTEILHO TPUBOAUT K 3aMEHE AaMHHOKHCIOTHI B KOAHUPYEeMOM Oeike

p-(His265Tyr). IIpu sTom BapuaHT Oenka ¢ amienem «C» o nporuosy PROVEAN [139],
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BeposTHO HedyHkiuoHaneH (PROVEAN score = -4,749). Dtor nonmumopdusMm ObLI
paHee ONMCaH Kak KiatodeBou juis ramiotunoB Hap-2A-2 u Hap-2A-3 reHa nieHMIlsI
PARG na xpomocome 2A. XoTd CBEPXIKCIPECCHUS 3TOr0 T'€HAa y puca MPUBOAUIA K
YBEJIMYEHUIO KYIIEHUS M CHUYKEHUIO TPOAYKTUBHOCTH [ 7], rarorunsl Hap-2A-2 u Hap-
2A-3 ¢ amneneM «T», garommmM (YHKIIMOHAJIBHBIA OENOK, IIMPOKO PacTpOCTPaHEHHBI
CpeIl KUTAMCKUX COPTOB IMIIEHUIIHI U OJIATOTIPUATHO BIMSIOT HU XO3SMCTBEHHO-IICHHBIC
npuszHaku. B Ttom umcie, Hap-2A-2 u Hap-2A-3 Obuin acconMupoBaHbl ¢ MEHBIIICH
BBICOTOM pacTEHUM, MEHbIIEH KyCTUCTOCThIO M Oosbmedt maccoi 1000 3epen [7,8].
MoOXHO MpeAnonaok1uTh, YTO W B HAIEM HCCIEIOBAaHUU Y OOJBIIUHCTBA COPTOB
MPUCYTCTBOBAJl OAWH W3 IeHHbIX TamotunoB (Hap-2A-2 wmm Hap-2A-3), mecymmx

nonumopdusm c.793C>T.

3.1.3 Pa3paboTka MoJIeKYJISIPHBIX MAPKEPOB Ha ajljieJibHble BADUAHTHI I'eHa

TaPARG-2A

Ha naiinennslii HaMu BO 2-0M 3Kk30HE nojuMopduszm ¢.793C>T ObLn pazpaboTan
KASP-mapxep. B KAueCcTBe npaniMepoB Mo1I00paHbI HYKJICOTUIHBIC
MOCJICI0OBATEILHOCTH, TIepeurcieHHble B Tabauie 3. J[nmrHa amrinkoHa Obuta 56 I1LH.
Ob6patnabie mpaitmepsl TaPARG-2A-A u TaPARG-2A-B cnemuduunsr A-cyOreHomy
MATKOW TIIEHUIBI, OOIUNA MpsSMOUN TpaiiMep He crenuduueH s cyOreHoma A u

aMILTAQUITUPYETCS CO BCEX TPEX CYOr€HOMOB MSATKOU MIIICHUITBI.

Tabmuna — 3 [NocnenoBarenpHOCTH TpaiiMepoB Ha oauMopdusm ¢.793C>T B rene TaPARG-2A

HasBanue Tun npaiimepa | XBocT npaiiMepa ITocnenoBarenpHOCTS IIpaiiMepa Annenn
CPARG-2A-A |[Ipamoii-FAM | GAAGGTGACCAAGTTCATGCT CCTGGTGACGCCACGGTA T
CPARG-2A-B |Ipsamoii-HEX |GAAGGTCGGAGTCAACGGATT |CCTGGTGACGCCACGGTG C

cPARG-2A-C | O6parHblit - GCAAGTCCATCGACACGTTC
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Mapkep Obu1 anpobupoBaH, copt Chinese Spring, 0XugaeMo OTIWYAJICS, Y HEroO
OBLT IETEKTUPOBaH ajuiesb «C» B TO BpeMs, KaK y JPYTHX MIICHUI aMIUTH(QUIIHPOBAIICS
aienb «1» (PucyHok 2).

Allelic Discrimination E

2400 | u
2300 |

2200 +

RFU for Allele 2 - HEX

2100 4

2000 L% : 1 . | .
2200 2300 2400 2500 2600 2700

RFU for Allele 1 - FAM 7] Polar Coordinates

Pucynok 2 — Jluarpamma pe3yiabtatoB KASP-reHoTHIIMpOBaHMS 110 OTHOHYKJICOTHIHOMY
nonumopdusmy TaPARG-2A: ¢.793C>T. Cunuit kBagpat — copt nienuns! Chinese Spring, Hecymui
atenb «Cy»; opaHkeBble Kpyru — copta Bacca, Anturo, Cuna, HoBocubupckas 67, HecyIiue auieinb

«T»; yepHbIil poMO — OTpULIATENbHBIN KOHTPOJIb (BOJA).

3.1.4 Accounanms ajjieJbHbIX BapuanToB reia TaPARG-2A ¢

XO3HI7[CTBBHHO-]_[€HHI)IMI/I NPpU3HAKAMHU

[Tocne anpobaruu Ha paspaborannbiii KASP-mapkep ObLIM poOaHaTU3UPOBAHBI
636 00pa31oB mieHuIbl U3 Kosuiekiuil mpenoctaBieHHbIx GI'BHY «OMmckuit arpapHbrit
Hay4uHbld 1eHTp», AO «IllénkoBo Arpoxum», KACUB u 169 00pa3noB TputHkaie u3
HaunonansHoro nentpa 3epHa umenu ILII. JlykpsHeHko. Cpeau M3y4EHHBIX COPTOB
BBISIBJICHBI COPTa TMIICHUIBI, Hecyinmue awieidb «C»: Epmak, Jerry, Akord, a rtakxe
CeJICKIIMOHHBIN 00pazel Tputukane 0-113t12. [IpomeHT BcTpeyaeMOCTH JaHHOTO ajliess
B aHAIM3UPYEMbBIX KOJUIEKIUAX cocTaBiseT Beero 0,5%.

IIporno3 PROVEAN (score = —4,749) yka3plBaeT Ha HapylIeHUE
byHKIIMOHaIBHOCTH OenKa y 00pasuoB ¢ ameneM «C». CBepxakcnpeccusi rena TaPARG

Yy puca npuBejia K CHUKCHHUIO BbICOTEI pACTCHUA, YMCHBIIICHUIO CKOPOCTHU 3aBA3bIBAHUSA
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ceMsiH U yMmeHblneHnto maccel 1000 3epeH u yBenawueHuto kymenus [7]. C mpyroi
ctoponbl, Tammotunsl Hap-2A-2 u Hap-2A-3, necyume 3ameny c.793C>T, 1o ecTb
aienb «I» ¢ HOpMaIbHOW (DYHKIIMOHATBHOCTHIO O€JiKa, OMUCAHBl KakK IIUPOKO
pacnpocTpaHEHHBIE U OJaroNpUsiTHBIE 1O BHICOTE pacTeHUs, KycTUCTOCTH U Macce 1000
3épeH [7,8]. B HacTosmelt pabore peHOTUIMYSCKHUE TaHHBIC TT0 HOCUTEIISIM auteiis «C»
OTCYTCTBYIOT: BCE YETBIPE 00pa3iia MPOUCXO AT U3 KOJUISKITHH, /ISl KOTOPBIX CPAaBHCHHE
TeHOTUITMYECKUX KJIACCOB MO MpU3HAKaM MPOAYKTUBHOCTH HEBO3MOXHO M3-3a KpalHe
HU3KOW YacTOTHI ajuielisi, T03TOMY BOMPOC O HANpaBiICHUM W BennuuHe 3ddexTa
c.793C>T y MATKOU MILIEHUIIBI OCTAETCS OTKPBITHIM.

Huzkas yactora amens «Cy» B U3y4EHHBIX KOJUIEKIMIX COTJIACYETCS C TUIIOTE301
O €ro BBITECHEHHH B XOJ€ CENEeKIIMH, OJHAKO caMa Mo cebe He OTIMYaeT OTOOp OT
OCOOEHHOCTEM MPOUCXOXKIEHUSI HCXOAHOro wmatepuana. [IpakTuueckoe 3HaueHUE
MOJTYYE€HHOI0 pe3yJibTaTa COCTOUT B TOM, 4TO pazpadotaHHbiii KASP-Mapkep no3Bosiser
BECTH IICJICHANIPABJICHHBIM TIOWCK HOCUTENEW TMOTEHIMAIbHO IICHHOTO ajulelis: B

HN3YYCHHBIX KOJUICKIMWAX OHHU CAVMHHUYHBI.

3.2 MoJiekyasipHo-reHeTH4YecKuii ananu3 rena TaPARG-2B

3.2.1 CexBennpoBanue reia TaPARG-2B

Hnst ammmudukanuu rena PARG Ha xpomocome 2B y 14 coproB Hamu ObLIO
nonoopano 6 nap npaiimepos (Tabnuna 4). [IpaiiMepsl moaOUpanuch ¢ MEPEKPHITUEM U
MOKPBIBAJIA I[EJTUKOM TOCJIEIOBATEILHOCTh T'€HA C MPOMOTOPOM M TEPMHHATOPOM, a
Takke ero QUIaHKupyromue peruoHbl. Cxema pacroyoKeHHs] MpaiMepoB W IK30H-
WHTPOHHAs CTPYKTypa IeHa TMokKa3aHbl Ha pucyHke 3. CTpyKkTypa reHa BKJIHOYaeT &
HK30HOB M 7 UHTPOHOB. CpaBHUTEIIbHBIN aHAIN3 IEPBUYHOM CTPYKTYPHI HCCIICOBAHHBIX
roMenoruuHbix reHOB (TaPARG-2A w TaPARG-2D) BbIBUJI COBIAJICHHE WX HK30H-

UHTPOHHOW  opraHu3auuud.  OOHapy>KEHHO€  CXOACTBO  MOATBEPXKAAET  HUX
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@HHOFCHGTH"I@CKOC POACTBO M YKaA3bIBACT Ha O6HICC IMPOUCXOKACHHUEC OT IIPCAKOBOTO

IcHa.

Tabmuna 4 — [paiimepsl, mogo00paHHbIC HA TIOCTENOBaTENBHOCTL TeHa PARG-2B

Ne maps1
. O6o03HaueHNE TlocnenoBarensHOCTB, 5'-3' Tm, °C | JauHa aMIUIMKOHA, I1.H.

paiMepoB

TaPARG-2B-1F | ACATATAGAGGAGAGCAGCTCA 58
1 604

TaPARG-2B-1R | GCGCTGAAGTACGTACCGTT 61

TaPARG-2B-2F | CCTACTTCCTCTTGCCCCATC 60
2 1823

TaPARG-2B-2R | CCGTTCACGCAGATCACAAG 60

TaPARG-2B-3F | TCGGGGAAAGAAGTAGAGCA 58
3 1186

TaPARG-2B-3R | ACACGCATACATGTGGAAGG 58

TaPARG-2B-4F | GTCACAGCTCACAGCCACTC 61
4 1289

TaPARG-2B-4R | CCGTGGGCTTGGTACATATCA 60

TaPARG-2B-5F | ATGCGTGTGTGTATGGTCCTG 61
5 1530

TaPARG-2B-5R | ACGCTACCAGCCCTATTATTCAG 60
6 TaPARG-2B-6F | ACGATGTAAGATCGAGGAAATGC 59 518

TaPARG-2B-6R | AATCTACCGATTCAGGTTCCGTC 60

TaPARG — 2B (TraesCS2B03G0714000)
- TaPARG-2B-3R
- TaPARG-2B-4R
= [aPARG-2B-1F - [aPARG-2B-5R
- [aPARG-2B-2F - TaPARG-2B-2R - TaPARG-2B-6R
_._TaPARG-ZB-lR I - TaPARG-2B-6F
- [aPARG-2B-5F
= [aPARG-2B-4F
= [aPARG-2B-3F

(I) 5CI)O 10‘00 15I00 ZOIOO 25IOO 30I00 35IOO 40I00

Position, bp

Pucynok 3 — PacrosioxkeHne 1moo0paHHBIX paiiMepoB U 3K30H-UHTPOHHAS CTpyKTypa reHa TaPARG-

2B (TraesCS2B03G0714000)

3.2.2 Mlonumopdusmel rena TaPARG-2B

B cexBeHMpOBaHHOM MOCIIEIOBATEIBLHOCTHA I'€Ha HE ObLTIO OOHAPYKEHO 3HAYMMBIX

otnuuuii  oT pedepeHcHoM mocienoBarensHOCTH Y copta Chinese Spring, 3a
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UCKJIFOUEHHEM BapUalluy JJIMHBI MUKPOCATENIUTA B IIECTOM, ITOCJIEIHEM, MHTPOHE reHa
(Pucynok 4), xotopass MOXXeT BbI3BaTh HapyuieHue crutaiicuira PHK. OcHoBHBIM
MOTHBOM IIOBTOpA SIBJIACTCS AUHYKJIEOTHIHAs nocaeaoBartenbHocTh “CT”. Beero Hamu
ObLJIO HailieHo 4 BapuaHTa MHUKPOCATEIUIMTHOTO JOKyca: BapuaHT A (82 m. H.) — y
obpasmoB Epmak, I'pom, HoBocubupckas 67, [Tannana, Bacca u 3umtpa; Bapuant B (80
m. H.) — y 00pasuoB Anekcend, bezoctas 100, Yaerpa 11 u Chinese Spring; Bapuant C

(82 . H.) — y oOpa3ua Anturo u Bapuant D (78 n. H.) — y oOpa3ua Cuiia.

Alekseich 1-8 Bl CTCTCTCTCTCTCTCTCTCTCTC g CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! : 8O
Altigo_9-17 HElCTCTCTCTCTCTCTCTCTCTCTC T @Mk CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! > a2
Bezostaya 100 _18-24 HElCTCTCTCTCTCTCTCTCTCTC T C Ty CTCTCTCTCTCTCTCTCTCTCTACACACACRRARATATCTCATTCTCTCT! : 80
Ermak_25-31 Bl CTCTCTCTCTCTCTCTCTCTCTC g CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! : 82
Grem_32-39 HElCTCTCTCTCTCTCTCTCTCTCTC T CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! > a2
LA T3 N3 R =3 N R Y AV T C TC T C T C T CTCTCTC T T C T C T C T TCTCTCTC T TCTC TCTC TRCACRCACRRATATCTCATTCTCTCT ¢ g2
Pallada_47-54 Bl CTCTCTCTCTCTCTCTCTCTCTC g CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! : 82
Sila_55-62 HECTCTCTCTCTCTCTCTCTC T gttt TCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT : 78
Ultra 11 €3-69 HElCTCTCTCTCTCTCTCTCTCTC T C Ty CTCTCTCTCTCTCTCTCTCTCTACACACACRRARATATCTCATTCTCTCT! : 80
Vassa_T70-75 HElCTCTCTCTCTCTCTCTCTCTCTC Ty CTCTCTCTCTCTCTCTCTCTCTACACACACRAATATCTCATTCTCTCT! : 82
Zimtra_76-82 HElCTCTCTCTCTCTCTCTCTCTCTC T CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! > a2
chr2B HElCTCTCTCTCTCTCTCTCTCTC T C Ty CTCTCTCTCTCTCTCTCTCTCTACACACACRRARATATCTCATTCTCTCT! : 80

TraesCS2B02G268100 HECTCTCTCTCTCTCTCTCTCTCTC CTCTCTCTCTCTCTCTCTCTCTACACACACAAATATCTCATTCTCTCT! : 80

exons : .

CDs : : -
ctctctotectotectotectotectet  cteotcoctotcoctotcoctotcoctotoctacacacacaaatatectecattctetecte  tototet

Pucynox 4 — Bapuanus JuHBI MUKpocaTeluinTa B 6-oM nHTpoHe reHa TaPARG-2B.

3.3 MoJiekyasipHo-reHeTHYeCKUii anaau3 reia TaPARG-2D

3.3.1 CexBennpoBanue reia TaPARG-2D

Hnst ammumndukanuu rena PARG Ha xpomocome 2D y 14 copTtoB Hamu ObUIH
no00pansl 4 napsel npaiimepos (Tabmuma 5). [Tpaiimeps! moxOMpaNKCh ¢ IEPEKPHITUEM
Y TIOKPBIBAIM LIETUKOM MOCJIEeI0BATEIbHOCTh I'€Ha C IPOMOTOPOM M TEPMUHATOPOM, a
TaKkKe ero (QUIaHKHpyloHHe perdoHbl. Cxema pacroyioKeHUs HpaiMepoB M HK30H-
MHTPOHHAsI CTPYKTypa I'eHa MOoKa3aHbl Ha pucyHke 5. CTpyKTypa reHa BKIIOYaeT &
9K30HOB U 7 UHTPOHOB. B cexBeHupoBanHoii nocnenoarensHocty reHa TaPRAG-2D ne
OBLIO OOHAPYKEHO OTIMYMK OT pedepeHCHON MOCIeI0BaTeIBHOCTH MieHuIbl Chinese
Spring.  CpaBHUTENbHBI  aHAIW3  TEPBUYHOM  CTPYKTYPbl  HCCIECJOBAaHHBIX
romeonornyHbix TeHOB (TaPARG-2A u TaPARG-2B) BbisiBUN coBnajeHHE MX JK30H-

UHTPOHHOM  opraHu3aiuu.  OOHapyXeHHOE€  CXOJCTBO  MOATBEPKIAET  HUX
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@HHOFCHCTH"ICCKOC POACTBO M YKA3LIBACT Ha 0611166 IMPOUCXOKACHUE OT IMPCAKOBOIO

IcHa.

Tabmuna 5 — [paiimepsl, mogo0paHHbIe HA TIOCTEN0BaTEIbHOCTh reHa PARG-2D

Ne maps1
. O0o3HaucHUE [TocnenoBarenbHOCTD, 5'-3' Tm, °C | [AnuHa aMIUTUKOHA, I1.H.
paiMepoB
TaPARG-2D-1F | GTTCGCGTGTCAATGTATTCA 57
1 1733
TaPARG-2D-1R | CGACGGAGGAAATATGTGTGT 58
TaPARG-2D-2F | TCCTCCTACTTCTTCTTCTTCTTG 57
2 2235
TaPARG-2D-2R | ACACACATGAGGGAGGAGAGAG 61
TaPARG-2D-3F | TGATTCTCCTCTCCCTGCCA 60
3 1505
TaPARG-2D-3R | CAGTAAGATGCACGTTTTGATCGA 60
TaPARG-2D-4F | CTCCTGCGACTTAAGATCGAAGA 60
4 1013
TaPARG-2D-4R | GAGCATCTAGTTCTTGCAAACCA 59
TaPARG — 2D (TraesCS2D03G0593200)
- TaPARG-2D-4R
- TaPARG-2D-2F - TaPARG-2D-3R
- TaPARG-2D-1F - TaPARG-2D-2R
:TaPARG-ZD-_lR__ o m-ZDBF -
- TaPARG-2D-4F
6 10I00 20I00 3OIOO 40‘00 SOIOO

Position, bp

Pucynok 5 — Pacnionoskenue mogo06paHHbIX MpaiMepoB M YK30H-UHTOPOHHAS CTPYKTypa reHa

TaPARG-2D (TraesCS2D03G0593200)

3.4 MoJiekyasipHo-reHeTHUYeCKUil ananu3 rena TaNLP3-3B

3.4.1 CexBenupoBanue rena TaNLP3-3B

Jna cexBenupoBanus reHa-romosiora NLP3 y 14 copToB, JIoKaan30BaHHOTO Ha
xpomocome 3B u o6o3nauenHoro Hamu kak TaNLP3-3B, 6butn momoOpansl 8 map

npaiimepoB (TaOmuma 6). IlpaliMepsl MOAOHMpaANIHMCh C MEPEKPHITUEM M TOKPHIBAIH
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LEIMKOM TMOCIE0BATeIbHOCTh T€Ha ¢ MPOMOTOPOM M TEPMHUHATOPOM, a TAKXKE €ro
bnankupyronme peruoHbl. CxeMa pacroyioKeHUs MNpaiMepoB U 3IK30H-UHTPOHHAS
CTPYKTypa I'éHa TMOKa3aHbl Ha pUCyHKe 6. CTpyKTypa reéHa BKJIIOYaeT 5 3K30HOB U 4

HHTpPOHA.

Tabmuna 6 — [Ipaiimepsl, mogoOpaHHbIe Ha TIOocenoBaTeIbHOCTh reHa NLP3-3B

N nuapm O0o3Hauenne IlocnenoBarensHOCTD, 5'-3' Tm, °C | JnuHa aMIUTHKOHA, I1.H.

npaiiMepoB
TaNLP3-3B-F1 TGACAATGTAACCAAACACGCTC 60

. TaNLP3-3B-R1 TAAACATCCCGTGCGATCCA 59 1169
TaNLP3-3B-E2 GACAAAAACACATCGCCCACTTG 61

? TaNLP3-3B-R2 AGCACGGCAAAGTACATATCATTG 60 1054
TaNLP3-3B-F3 ATTAGTGCGGACAAGCCTGG 60

3 TaNLP3-3B-R3 TTTCACCTTCGGGCGATTCA 60 2285
TaNLP3-3B-F4 TGCCCTTGGATTGATGATAGAATG 59

‘ TaNLP3-3B-R4 ATGGTGTCATGACTTCAACAGGA 60 239
TaNLP3-3B-F5 GATGGCCCCACTTACCTTGG 60

° TaNLP3-3B-R5 TTCCCCGGAGTCATCTCTTGT 61 1130
TaNLP3-3B-F6 GTTCCTGTTGAAGTCATGACACC 60

° TaNLP3-3B-R6 CATTGTCCTACGGCTGGTCG 61 1024
TaNLP3-3B-EF7 TCGGGGTTCGACTGTTGGATA 61

! TaNLP3-3B-R7 AGGTTTTTCCTAGTGGTGCACA 60 torz




74

TaNLP3 — 3B (TraesCS3B03G0459500)
+ TaNLP3-3B-F4

» TaNLP3-3B-F3 » TaNLP3-3B-F7
+ TaNLP3-3B-F2 » TaNLP3-3B-F6
» TaNLP3-3B-F1 » TaNLP3-3B-F5
- _ - - —
<« TaNLP3-3B-R1 <+ TaNLP3-3B-R5
<« TaNLP3-3B-R2 <« TaNLP3-3B-R6
<« TaNLP3-3B-R3 <« TaNLP3-3B-R7

<+ TaNLP3-3B-R4

0 1000 2000 3000 4000 5000 6000 7000
Position, bp

Pucynok 6 — Pacnonoxxenne mogo0opaHHbIX MpaiMepoB U IK30H-UHTPOHHAS CTpyKTypa rera TaNLP3-

3B (TraesCS3B03G0459500)

3.4.2 Ilonumopdusmsbl rea TaNLP3-3B

B camoM rene Hamu ObLIO BBISBIEHO 3 monumopdusma. Y BCeX HCCIEIOBAaHHBIX
HaMHU 00pa3IoB MIICHUIIBI HA0JI0IaI0Ch OoTiaudne oT pedepencHoro remoma Chinese
Spring B ¢popMe 0JTHOHYKJICOTHTHOM 3aMEHBI B O€JI0K-KOqupyrolnei odaactu: €.234T>C.
Onmnako JaHHas 3aMe€Ha HE  MOPUBOJAUT K  M3MEHEHHUIO  aMUHOKHUCJIOTHOM
MOCJIEIOBATEILHOCTH O€lKa BBHJY CHHOHMMHYHOCTH KOAOHOB. B 4-oM wuHTpoHE
NPUCYTCTBYET  BapHaTUBHBIM  CpeAM  HCCIAEAOBAHHBIX  COPTOB  MOJIUMOP(HU3M
c.1824+137G>A, a B 3'-Hekomupyromeil 001acTi TreHa MPUCYTCTBYET MOIUMOPHU3IM
C.*245A>T. Xors o0a mnomumopdu3Ma HE  MEHSIOT  aMHUHOKHCIIOTHYIO
MOCJIE0BaTEILHOCTh O€Ka, OHU MOTY TOBJUATH Ha PETYJSLUI0 APKCIPECCUU T'eHa U
CILJIAWICUHT .

B MexreHHoM mpocTpaHCTBE psaoM ¢ 3'-KoHmoMm reHa umerorcs emé 2 SNP:
chr3B:g.202 930 660C>T y Bcex CeKBEHHPOBAaHHBIX HAMU 00pa3IoB (IT0 OTHOIICHHUIO K
Chinese Spring) u chr3B:g.202 930 918T>C y HekoTOpBIX 00pas3IIOB.

C nomoripio 0OHAPYKEHHBIX HAMHU TOJUMOP(PU3MOB MOXKHO BBISIBUTH 3 ajuiess
(ramtotuna) rena TaNLP3-3B. Amtens 0603HaueHHBIM HaMu OYKBOM & BCTpedaeTcs y
coproB miieHuil Anekcend, Epmak, Iamnana, Cuna u Bacca; amiens b — y coptoB
Aunruro, bezoctas 100, I'pom, HoBocubupckas 67, Yawsrpa 11 1 3umrpa; u amiens C — B

pedepencuom renome mienunsr Chineses Spring.
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3.4.3 Pa3paboTka MoJ1eKYJISIPHBIX MAPKEPOB Ha ajlieJibHble BADUAHTHI I'eHa

TaNLP3-3B

Hust merexknmm  nmonuMmopduzma ¢.1824+137G>A B rene TaNLP3-3B Obun
pa3paboTaH KOHKYypeHTHbIM amnenb-cnenuuuneiii  [THP-mapkep (KASP). Ha
OCHOBAaHUM BBIPABHUBAHUS HYKJICOTHUIHBIX IOCJIEIOBATEIbHOCTEH TOMEOJIOTOB ObLIH
nonoOpaHsl  JBa  ayjieNb-CleMUUYHBIX TNPSAMBIX TpaiiMepa ¢ 3'-KOHIAMH,
KOMILJIEMEHTapHbIMH BapuanTamM G u A, u oauH oO0muil oOpatHbiii mpaiimep. K
5’-KOHIaM aJlJIeNb-CIeHU(PUUHBIX TPAaHMEPOB ObLIN 100aBJIEHBI YHUBEPCAIBHBIE XBOCTHI
JUIsl  cBsi3bIBaHUsA C  (dayopecueHTHBIME 30HgamMu FAM u HEX (Ta6numa 7).
Cneunduunocts Mapkepa Kk B-cyOorenomy noarsepikieHa ¢ nomoibio BLAST-ananuza

u [1[[P Ha KOHTPOJIbHBIX 00Opa3Iax.

Tabmuna 7 — [locnenoBarensHoctu nmpaiimepoB KASP-mapkepa Ha nonumopdusm B rene 7TaNLP3-3B

Hassanue | Tun npaiiMepa | XBoCT npaiimepa ITocnenoBarenpHOCTS MpaiiMepa Annenu

Ipsamoii-FAM | GAAGGTGACCAAGTTCATGCT |CTAGTCCTCTTGAATATGGATATCAA |A
NLP3-3B |Hpamoii-HEX | GAAGGTCGGAGTCAACGGATT |CTAGTCCTCTTGAATATGGATATCAG |G

O6paTHblit - ACATTTTGTTGCCATTTAAGCCC -

[Io pesynpTaram cekBeHUpOBaHUs, BapuaHT «G»  OJHOHYKIICOTHIHOTO
nosmmMopdusma c.1824+137G>A BcTpeuaercs y coptoB Anekcend, Epmak, [Tamnana,
Cuna, Bacca, Chinese Spring, a Bapuant «A» y coptoB Anruro, besocras 100, ['powm,
HoBocubupckas 67, Yaptpa 11 u 3umrpa. OTH JaHHBIE MO3BOJWIM YCHEIIHO
BaJIUMPOBATh PE3YyJbTaThl TEHOTHUIUPOBAHMS, TOJYYECHHbIE HAMHU C IOMOIIBIO

pa3paboranHoro KASP-mapkepa (PucyHok 7).
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Allelic Discrimination

6000 |- ]
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5000 L ]
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E [ .
=
L [ _
3000 + .
2000 - * ———t——————
4000 5000 G000 7000 8000 5000

RFU for Allele 1 - FAM

Pucynok 7 — luarpamma pe3ynbratoB KASP-reHoTHIMpOBaHUS 110 OJJTHOHYKIECOTUIHOMY
nonumopdusmy TaNLP3-3B: ¢.1824+137G>A. Cunue kBagpaTsl — 00pa3ipl, Hecyme aiens «G»;
OpaH’KeBbIe KPYI'H — 00pa31ibl, HECYIUE alIIeNb «4»; YepHBI pOMO — OTpULIATENbHbIN KOHTPOJIb

(Boma).

3.4.4 Accoumanus a;ulejbHbIX BapuanToB rena TaNLP3-3B ¢

X0351ICTBEHHO-II€eHHbIMH IMPpU3HAKAMHA

1013 o0pa3noB mieHubl U3 Kouiekuui npenoctaBieHHbIX GI'BHY «Omcknii
arpapHblii Hay4HbI UeHTp», HannonansHoro nentpa 3epHa umenu ILII. JIykpaHeHko,
OenepanbHoro HMccnenosarenbckoro nentpa «HemuunoBkay, IloseBoit onbITHOM
craniuu PITAY-MCXA umenn K. A. Tumupsizera, AO «Il[énkoBo Arpoxum», KACHD, a
TaKke 00pasibl OTHOCSAIIUECS K TOMYJISAIMA PEKOMOWHAHTHBIX WHOPEIHBIX JTUHUN
mmeHuibsl Chris Mutant x PI 518620 Obuti o1ieHEHBI ¢ UCITONIB30BaHHEM pa3paboTaHHOTO
MapKepa Ha OJHOHYKJICOTHUIIHYIO 3aMeHy c.1824+137G>A B 4eTBEPTOM MHTPOHE T'eHA
TaNLP3-3B. TeHoTUIIUPOBaHUE TOKA3aJi0, YTO y KOJUIEKIIMI O3MMBIX COPTOB 4Yalle
BCTpeUaeTcst ajuienb «A» (B cpeaHeM y 65% o0pasnoB), a y sipoBbIX aiienb «G» (B

cpenueM y 60,5% o06pasioB). CtatucTuuecKue TaHHbIE OBLITH MOTYUYEHBI JJIS KOJUICKITUI
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o3umMoil u sipoBor miieHubl U3 Omckoro AHII, o3umoii nmmenunsl u3 HI3 wum.
Jlykpanenko u PUJI nmeHuilpl, mpu 3TOM B KOJUICKIIMU MIIEHULBI M3 HannoHambHOTO

LEHTpa 3epHa HE ObLJI0O OOHAPYKEHO 3HAYMMBIX aCCOIUALIUM.

B pesympraTe craTucTMuYeckoil  00pabOTKM  (DEHOTHNHMYECKUX  JaHHBIX,
nonyyeHHbIx B MockBe B 2019 romy, ¢ pesynbTaTaMud TE€HOTUIUPOBAHHS ObLIO
YCTaHOBJIEHO, YTO aJlIelb «A4» CBSI3aH C YCKOPEHUEM HACTYIUIEHUS KOJIOLICHUS WU
I[BETCHUSI B CPEHEM HaA 2 JTHSI TIO CPABHEHUIO C PACTCHUSMH, HECYIIIMMH BapuaHT «G».
OT10oT (PPeKT CTATUCTUUYECKH BBICOKO JOCTOBEPEH M MPOSBISETCS HE3aBUCUMO OT
(GOTONEepUOANYECKO UYYyBCTBUTEIBHOCTU. Takke BapuaHT «A» acCOUMUpPOBaH C
HEOOJIBIITUM, HO JIOCTOBEPHBIM CHIKEHHEM BBICOTHI pacTeHM — B cpenHeM Ha 1,3 cm
(oko110 2% OT CpenHel BBICOThI). Y MEHBLIEHUE BBICOTHI IPOUCXOJIUT TJIaBHBIM 00pa3oM
32 CYET YKOPOUYEHUSI BEPXHUX MEXKIOY3IHM (IEPBOr0 U BTOPOIO), a TAKKE OTMEUYECHO
CTATUCTUYECKU 3HAYMMOE YBEIMYEHUE IJIOTHOCTH Kojoca Ha 2,1% mo cpaBHEHHIO C
BapuaHTOM «G» B TeX K€ yCIOBUAX. BaXHO MOTYEPKHYTH, YTO ajlIeib «A» B JaHHBIX
YCJIOBUSIX HE OKA3bIBAET JOCTOBEPHOIO BIIMSHUS HA KOMIIOHEHTHI YPOKAUHOCTH: MACCy
3€pHa C TJIABHOI'O KOJIOCA, MACCy 3€pHa C pacTeHHUs, YMCIo 3€peH B kKojoce, maccy 1000
3€peH, YMCJIO MPOIYKTUBHBIX MOOETOB W HWHIAEKC YpokaHOCTH. Takum oOpazowm,
paHHECIENIOCTh JOCTUTaeTCs 0e3 BUAMMOTO yiepoa /st MpoyKTUBHOCTU. 3HAYSHUS P-
value st 3HauuMBIX 3P GEKTOB MpHUBEICHBI B Ta0HIE 8.

C apyroit cTOpOHBI, HA KOJUIEKIIMK COPTOB 03UMOM miieHuibl 3 Omckoro AHII B
ycnoBusix Omckolt oomactu B 2023 roqy ObUIO YCTaHOBJIEHO, YTO aJljieib A MOBBIIIAET
Maccy 1000 3epen Ha 6%, YMCI0 KOJIOCKOB B KOJIOCE Ha 7% M YMCII0 3€pEH B KOJIOCKE Ha
3%, 4TO MPUBOAUT K MOBBIMIEHUIO ypoxkalWHOCTH Ha 30%. XOTs yBeNIMYEHHE 4ucia
KOJIOCKOB M 3€pE€H B KOJIOCE ObLIO HE3HAYUTENBHBIM M0 abcomtoTHOl Bennunne (0,844
mT. B 2023 roay u 0,589 mTt. B 2024 roay), OHO BHOCUJIO BKJIaJ B 00Ill€e MOBBIIICHUE
Macchl 3epHa ¢ kosnoca. COBMECTHO € MOJOKUTENBHBIM BiIngHHEM Ha Maccy 1000 3épen
U YpPOXKaHOCTb, 3TO CBUICTEIBCTBYET O TMOTEHIMANE aJulesisd JUIsl TOBBIIICHUS
MPOIYKTUBHOCTU MPH MUPAMHUAUPOBAHUM C APYrUMU reHamu. [Ipu 3ToM 1o JaHHBIM 3a
2023 u 2024 rona BeICOTa paCTEHUM, HECYIIIUX AJIJIENb A, OblJIa B CpeiHEM Ha 4 CM BBIIIIE,

a KOJIOMICHUE HACTYIIAaJIO ITIO3KC Ha OJHU CYTKH. I[J'IH KOJIJICKITU U HpOBOfI MNIICHUIIbI U3
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omckoro AHIL B 2022 romy B ycnoBusix OMckol 007acTH Takke OBbIJIO YCTAHOBJIEHO

MOBBIIEHUE YPOXKANHOCTH Ha 29%.

Ppd-D1 — oaua u3 HauOOjJee 3HAYUMBIX TI'E€HOB, KOHTPOJIHMPYIOIIMX
(doTOIEePHOANUYECKYIO peakiuio y mimeHunbl [14], KOTOpBI OKa3bIBAaeT KITFOUEBOE
BJIUSIHUE HA CPOKHM HACTYIUICHUS KOJIOUIEHUS, YTO, B CBOIO OYEpe/b, BICUET 3a COOOM
MHOKeCTBO 3((EKTOB, CBSI3aHHBIX C YPOXKANHOCTBIO M apXUTEKTypoil pactenus. [Ipu
coBmectHoM aHanmu3e NLP3-3B u Ppd-D1 (doronepuoanueckas 4yBCTBUTEIBLHOCTD) HA
KOJUIEKIIUU COPTOB 03uMoi nieHuIsl u3 Omckoro AHILL B ycnoBusax Omckoi o01acTH B
2023 u 2024 ronax oOHapy€H CUHEPTU3M B OTHOIIEHUH CPOKOB: B IPUCYTCTBUH aJLIENS
Ppd-Dla (¢poromneproaruecku HEHTpaIbHbIN) BapuaHT «A» YCKOpSET IBETCHHE Ha 3
nHs, Torna kak Ha pone Ppd-D1b (wyBcTBHTEIBHBIN) — TONMBKO Ha 1 AeHB. XOTs 3P dekT
NLP3-3B nHa ckopocnenocTs cinabee, yem y Ppd-D1a, oH HOCHT ajiMTHBHBIN XapaKTep
(Pucynox 8) [140].

Cratuctuuecku 3Haunmoe B3anmoeiicterue NLP3-3B x Ppd-D1 Takxke BbIABICHO
JUTSL JTMHBI TIEPBOTO (BEPXHET0) MEKI0Y3JIUs, Yhciia 3€peH B INIaBHOM KOJIOCE U YMcia
3épeH B KoJiocke. B mpucyrcTBum BapuanTa «A» amtens Ppd-Dla ysenmuunBaer uuciio
3épeH B Kojioce Ha 7%, Toraa Kak B MPUCYTCTBUU BapuaHTa «G» — CHIDKaeT ero Ha 5% B
2023 roay, 4TO yKa3bIBa€T Ha AaHTATOHUCTUYECKUI XapaKTep B3aUMOJICUCTBUS 10 ITOMY

npusHaky [140].

Tabmuna 8 — Bimsiaue renotunos Ppd-D1 n NLP3-3B Ha arpoHomuueckue rnpu3Haku B Mockse B 2019

rony
-950 0
[Tpuznak (ex. uzm.) Tun spdexra 'enotun Cpennee le/o +?:5|/° p-value
aa 57,81 57,39 58,23
Ppd-D1 <0,001
bb 59,99 59,57 60,41
GG 59,59 59,16 60,02
IBricoTa pacTeHus, CM NLP3-3B <0,001
AA 58,33 57,91 58,75
Pod D1 + aa+ GG 58,25 57,65 58,85
p
NLP3-3B 0,189
aa+ AA 57,40 56,81 57,98
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- 0, 0,
[Tpuznak (ex. uzm.) Tun s dexra I'enoTun Cpennee 9(&:3 I/O +905|A) p-value
bb + GG 60,85 60,26 61,44
bb + AA 59,20 58,61 59,79
aa 53,18 52,99 53,37
Ppd-D1 <0,001
bb 57,67 57,52 57,82
GG 56,51 56,29 56,73
NLP3-3B <0,001
AA 54,65 54,47 54,84
JIHY 1O KOJOMICHUS
aa+ GG 54,17 53,86 54,47
Ppd D1 + aa+ AA 52,33 52,11 52,56
NLP3-3B 0,455
bb + GG 58,52 58,29 58,75
bb + AA 56,86 56,68 57,05
aa 57,53 57,21 57,85
Ppd-D1 <0,001
bb 61,21 61,01 61,40
GG 60,48 60,21 60,75
NLP3-3B <0,001
AA 58,46 58,19 58,74
JIH1 o nBeTeHUs
aa+ GG 58,99 58,55 59,44
Ppd D1 + aa+ AA 56,19 55,77 56,62
NLP3-3B <0,001
bb + GG 61,82 61,53 62,10
bb + AA 60,62 60,35 60,89
aa 28,83 28,27 29,39
Ppd-D1 0,502
bb 28,54 28,00 29,07
GG 29,31 28,75 29,87
- . NLP3-3B 0,003
UCITO 3éPEH B TIIABHOM AA 28,09 2756 28,63
KOJIOCE, IIIT.
aa+ GG 28,59 27,77 29,41
EPL?D?E%; aa+ AA 29,05 28,28 29,81 <0,001
bb + GG 29,95 29,18 30,71
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-0RK0, 0,
[Tpuznak (ex. uzm.) Tun s dexra T'enorun Cpennee 93 I/O +905I/0 p-value
bb + AA 27,16 26,42 27,91

Ynucno gHen ot Bcxoaos A0 KonoweHua: TaNLP3-3B+Ppd-D1

60 5767 58.52

56.86

58 56.51
5 54.65 54.17

53.18
5 52.33
5
5
4
46

Ppd-Dla  Ppd-Dlb  NLP3-3B(G) NLP3-3B(A) Ppd-Dla  Ppd-Dla  Ppd-Dib  Ppd-Dlb
+ NLP3-3B  + NLP3-3B  + NLP3-3B + NLP3-3B
(G) (A) (G) (A)

o N B O

Yncno aHet oT BCXOA0B A0 KONOLWEHUA
o0

Mocksa, 2019

Pucynok 8 — Bpemst Mexxy nataMu NOSIBJIICHUS BCXOJIOB M HACTYTICHUS KOJIOIICHUS Yy PACTCHHIA
MIIECHHIIBI, KIMEIOIINX Pa3IMYHbIC TOMO3UTOTHBIEC TeHOTHITBI 110 TeHy Ppd-D1 u SNP-mapkepy BHYTpH

resa TaNLP3-3B.

3.5 MouJiekyJasipHo-reHeTu4eckuii anaiau3 rena TaGRF9-6A

3.5.1 CexBennpoBanue reia TaGRF9-6A

st ammmndukanuu nocneaoBareabHOCTH TeHa GRF9 Ha xpomocome 6A y 14
copToB ObLIM Mojo0panbl 8 map nparimepoB (Tabmuia 9). IpaliMepsl mogOUpaIUCh €
NEPEKPBITUEM W TOKPBIBAJIM LEIUKOM IOCJIEI0BATEIbHOCTh T'€Ha C MPOMOTOPOM M
TEPMHUHATOPOM, a TakXke ero (UIaHKUpyrolue peruoHsl. Cxema pacroyIoKEHUs
npailMepoB U 3K30H-UHTPOHHAsI CTPYKTypa T'€Ha Moka3zaHbl Ha pucyHke 9. CTtpykrypa
reHa BKJItouaeT 4 3k30Ha U 3 uHTpoHAa. CpaBHUTENbHBIA aHATU3 EPBUYHON CTPYKTYPBI
UCCJIEIOBaHHbIX TOMeONOru4HblXx TeHOB (1aGRF9-6B wu TaGRF9-6D) BblsBUI

COBNAQJCHHE MX OK30H-UHTPOHHOW  opraHuzanuu. OOHapyXEHHOE  CXOACTBO
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MNOATBCPIKAACT UX @HHOFCHCTH‘I@CKOG POACTBO M YKA3bIBACT Ha 06]1166 IMPOUCXOKACHHUC

OT IIPCAKOBOI'O I'CHA.

Ta6muma 9 — [IpaiiMepsl, mogoOpaHHbIe Ha MocaeaoBareabHOCTh TeHa GRFI-6A

e nuapm O06o3HayeHNE IlocnenoBarensHOCTB, 5'-3' Tm, °C | JauHa aMIUIMKOHA, I1.H.

npaiiMepoB
TaGRF9-6A-F1 CCTAAGGATGCCAATCCTACGAA 60

. TaGRF9-6A-R1 GAAGCGTCTTTAATGGGGTTCC 60 93
TaGRF9-6A-F2 ATCTACTCCTCCTCGCTACTACC 60

? TaGRF9-6A-R2 ATCCCGGATTAACAAAAGACCGA 60 92
TaGRF9-6A-F3 TCCTTCATCATCACCGCAAATCT 60

: TaGRF9-6A-R3 AGCACTGTGCATAGAGGAACAAAT 61 H0
TaGRF9-6A-F4 CAACAATGCCGCCTCTCCCTA 62

‘ TaGRF9-6A-R4 TGCTCATCGTTCCAACATGCTTA 61 Hes
TaGRF9-6A-F5 CTGTTGCGATTGTTTTGCTTTCC 60

> TaGRF9-6A-R5 TCTCCTCTAAATCTTTGTGGCCC 60 1022
TaGRF9-6A-F6 GCACGCATGAGAATAAGGTGGTT 62

° TaGRF9-6A-R6 CCTCCCACCGGTTTTTCTCTTT 61 199
TaGRF9-6A-F7 AAATACGTTGGGTATTGCCCGTC 61

! TaGRF9-6A-R7 GACTCTGCTCATCTGCCAAAGAT 61 104z

8 TaGRF9-6A-F8 TAGTTCTGTACCAACTGTGCCAA 60 1081
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No napsr
O0o3HaueHue ITocnenoBaTenbHOCTD, 5'-3' Tm, °C | JnnHa aMIUIMKOHA, I1.H.
IpaiiMepoB
TaGRF9-6A-R8 CCCATGATGAAGCTTTCACAACA 60
TaGRF9 — 6A (TraesCS6A03G0721200.1)
» TaGRF9-6A-F4 + TaGRF9-6A-F8
» TaGRF9-6A-F3 » TaGRF9-6A-F7
» TaGRF9-6A-F2 +» TaGRF9-6A-F6
» TaGRF9-6A-F1 » TaGRF9-6A-F5
- | .3
<+ TaGRF9-6A-R1 «+ TaGRF9-6A-R5
<+ TaGRF9-6A-R2 <+ TaGRF9-6A-R6
<+ TaGRF9-6A-R3 <« TaGRF9-6A-R7
<« TaGRF9-6A-R4 <« TaGRF9-6A-R8
0 1000 2000 3000 4000 5000 6000 7000
Position, bp

Pucynok 9 — PacriosioxkeHne 1moo0paHHBIX MpaiMepoOB U IK30H-UHTPOHHAS CTpyKTypa rerHa TaGRF9-

6A (TraesCS6A03G0721200.1)

3.5.2 Mloaumopdusmsel rena TaGRFI-6A

VY uccaenoBaHHBIX 00pa3noB mieHUIb moauMopdu3Mel B rene TaGRF9-6A O6biu
OOHapyXEeHbl HCKIIIOUUTENBHO B 3-€M HHTpPOHE. OTO ObUIM OJHOHYKJIEOTHUIHBIE
nosmmopdusmel: C.739+972A>T y copra Anturo, €.739-863C>T y copra Vibrpa 11,
€.739-799G>A y coptoB 3umtpa u beszocras 100, u momumopdusm €.739-605C>A,
BCTPEUAIOLIUIICS Y BCEX MCCIEI0BAHHBIX HAMH COPTOB, HO HE B PEPEPEHCHOM I'€HOME
copra mmreHunpl Chinese Spring. Jlanaple moimMopduU3Mbl MOTYT TOBJIUATH Ha
CIUIAMICHHT ¥ IPUBECTH K HOHCEHC-oIocpeaoBanHoMy pacnany MPHK.

Cpenu oOpasnoB TpuTHKane A0cTOoBepHbIe oTiimuus B reHe [aGRF9-6A Opumm
OoOHapyXeHbl TOJBKO Yy spoBoro copta Jly6ner. Ilpu »sToM oTauyus oOT
MOCJICIOBATEILHOCTEM TEHAa TIICHUIIBI OBbUIM OYEHb CYIIECTBEHHBIMH. B paiioHe
npomoTopa rexa ChréA:g.496 017 230-496 018 065 y copta [ly6ier Ob110 0OHApPYKEHO
14 oAHOHYKIJICOTHUAHBIX TOJIUMOPPU3MOB U 12-Hykneotunnas aeneuus (Pucynok 10 a),
YTO MOXET TOBIMATP Ha MHULMALMIO TpaHCKpuniuu. B koxupyromei
nocinenoBarenbHoctTn reHa 1aGRF9-6A y copra [lybsmer Obuio oOHapyxkeHo 4
OJTHOHYKJICOTUJIHBIX mosiuMmopdusma: €.143C>G, €.562G>A, ¢.583G>A u c.716G>A.

Bce st monmuMopdusMbl TPUBOAST K 3aME€HAM aMUHOKHCIIOTHBIX OCTATKOB B O€IKe:
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p.(Pro48Arg), p.(Gly188Ser), p.(Val195lle), p.(Gly239Asp) coorBercTBeHHO (PrcyHOK
10 6).
B coBokynHocTH, n3menenus, Habmogaemble B reHe 1aGRF9-6A copra sipoBoit

TPUTHUKAJIC ]_—[}76HGT HOJDKHBI CYHICCTBCHHO ITOBJIMATH HA €TI0 (1)}’HKHI/IOH3JIBHOCTB.

(a) - 505 bp -

200 bp 300 bp 200 bp 500 bp 600 bp 700 bp 800 bp 900 bp 1000 bp
|

[0 - 41408]

T T

Rlekseich : [ZRAINSY AS: FC ¥ ARPVE AQYEELEHQALIYE ’DLVLPIRRG Ay ¢ 103
Dublet H AMPY ATAS! FC A AREVE AQYEELEHQALIYEYLV DLVLEP .E?' ARR : 103

AQYEELEHQALIYRYLV.

Rlekseich : pd
Dublet

: 206
: 206

Rlekseich : [¢ *QQHMG! JFRY' SQLMTEAMNTSVENPWRLPPSSQTTTFEP. Gls : 309
Dublet : G PQQ IE‘ 24 ADEQSQLMTEAMNTSVENPWRLPPSSQTTTFPLSSYSPQLGATSD! Sl ¢ 30¢@

320 * 340 * 360 380 * 400
Alekseich : A G ] ATQ

Dublet

Pucynok 10 — O6nacts npomotopa rena TaGRF9-6A y copta sipoBoii Tputukaie Jlyoner (a) u

BapHaHThI Oenka, koaupyemoro renom TaGRF9-6A y nienuisl Anexcend u Tputukane Jyomnert (6).

3.5.3 Pa3paboTka MoJ1eKYJISIPHBIX MAPKEPOB Ha ajljieJibHble BADUAHTHI I'eHa

TaGRF9-6A

Ha ocHoBe BBISIBIICHHOTO MH IENa pa3MepoM 12 map HyKJIeoTHAO0B ObLT pa3padoTaH
MOJIEKYJISIPHBIN Mapkep miis knaccuueckou [P ¢ Bu3yanusanuen B arapo3HOM reje.
bbun moo6pansl npsiMoi U 0OpaTHBIN MpaiMepsl (PIaHKUPYIONHE YIaCTOK TPOMOTOPA,
comepkammii  12-mH. wHgen (Tabnwma 10). I[lomydeHHBIH MapKep OAHO3HAYHO
netextupoBai amienn GRF9-6A-12b ¢ nannunem aenenuu u amrear GRF9-6A-12a 6e3
nenenuu nipu Bamupauuu Ha JIHK cekBenupoBanHwix coptoB. C copra Jlyoser
amruduimpoBaiics GparmeHT pasmepom 191 1m.H., uto cooTBercTBYeT aymwieno GRF9-

6A-12a, a ¢ ocTanbHBIX COPTOB (hparMeHT pazmMepom 203 1.H., YTO COOTBETCTBYET aJlICIO

GRF9-6A-12b (Pucynoxk 11).
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Ta6mmma 10 — [TocnenoBarensHOCTH TIpaiiMepoB Mapkepa Ha mosuMopdusm B rene TaGRFI-6A

Ha3Banue Tun npaiimepa | IlocnenoBaTenbHOCTH IIpaiiMepa Annenn Pa3smep, n.H.
GRF9-6A-12del-F | ITpsimoii CCGAGACATCGCTTTCATATTTGG GRF9-6A-12a | 203
GRF9-6A-12del-R | O6patHbrit ACTATGTGCTTGCTTCTTGTGTC GRF9-6A-12b | 191

Pucynok 11 — IMpumep snexrpodopesa TP mpomykra ¢ mapkepom Ha reH TaGRF9-6A. Jlopoxkka 1 u
2 cootBetcTBYIOT ajwiento GRF9-6A-12a (orcyTcTBUE Nenenun), 10pokka 3 U 4 COOTBETCTBYIOT

atenro GRF9-6A-12b (nanuuue nenern)

3.5.4 Accounanms ajiieibHbIX BapuanToB reHa TaGRF9-6A ¢

XO3ﬂI7[CTBeHHO-]_[eHHI)IMI/I NpU3HAKAMHU

C wucnonp3oBaHWEM pa3pa0OTaHHOTO HAMW MapKepa TEeHOTUNUpoBaHo 169
o0pasnoB TpuTHKajae u3 Koiuiekuuu HanmonanpHOro mnentpa 3epHa ummenu [LII
JlykbsitHeHko u 132 oOpaszna nmeHunsl W3 lllenkoBo Arpoxum, a Takke 00pasiibl
OTHOCSIIMECS K TOMYJISIMA PEeKOMOWHAHTHBIX WHOpPEIHBbIX JuHUN XOoHTOp X [[yOmer.
CrartucTuyeckue JIaHHble ObLIM moJiydeHbl Toibko mis PUJI, Tak kak B OCTaJIbHBIX
T€HOTUITUPOBAHHBIX KOJIJIEKIUAX OO0BEM BBIOOPKM OKa3ajcsi HEAOCTATOYHBIM IS

IMPOBCACHUA CTATUCTUYICCKOI'O aHAJIN34.
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JluciepCuOHHBIM aHAIW3 BBIABWJ 3HauuMoe BiusHue GRF9-64 Ha jiuHy
rJ1IaBHOTO Kosioca. CtatucTuuecku 3HauuMble 3G dekTsl Ha0moaanuch B Mockse B 2019
r. u B Kpacnogape B 2018 r.: romo3urorsl no amiento GRF9-6Ab vMenu Koyocks
JUIMHHEe, 4YeM ToMO3urothl GRF9-64Aa, na 0,3 cm (3,7%) u 0,7 cm (6,5%)
COOTBETCTBEHHO.

W3 wm3ydeHHBIX MaTepHalioB HM3BECTHO, 4TO0 DdAW1l — 3TO0 WyBCTBHTEIBHBIH K
rub0epeIUIMHy TE€H KapJIMKOBOCTH, KOTOPBIA BIMSIET Ha BBICOTY pPACTCHUN W
YCTOMYUBOCTB K TMOJIETAaHHIO Y THOpHIHOM pku [141]. MHOTO(haKTOpHBIN aHAIN3 BBISIBU
CTATUCTUYECKU 3HAYMMOE B3aUMOJECHCTBHE MEXIY T€HaMU M0 Macce 3€pHa C TJIABHOTO
KoJsioca. B ycnoBusix MOCKBBI y TIOJTYKapJIMKOBBIX pacTeHUi-HOcuTenei amwternst Ddwl B
00a rojia MoJeBoro 3KcrnepuMenTa Hocurenu amiens GRE9-6Ab nmenu 60iee BBICOKYIO
Maccy 3epHa [0 CpaBHEHHIO ¢ HocuTesiMu aiens GRF9-6Aa: va 0,28 1 (19,2%) B 2018
r. u Ha 0,34 r (16,9%) B 2019 r. O10T 3ddhekT GRFI-6Ab y nonykapaIuKOBbIX pacTEHUN
c aymenieM DAw1 ObuT pe3ybTaToM Kak yBeITHUEHUS Yrciia 3epeH B kosoce Ha 3,0 (6,8%)
B 2018 r. u Ha 5,2 (11,6%) B 2019 r., Tak u noBbiieHnus Macchl 1000 3epen Ha 3,7 T
(11,5%) B 2018 r. mu Ha 2,9 r (6,6%) B 2019 r. B KpacHonape nojioxXuTeabHOE BIUSHUE
GRF9-6A4b na maccy 3epHa TJTaBHOTO KOJIOCA Y MOJYKAPJIUKOBBIX PACTEHUN-HOCUTENEH
Ddwl nat6monmanock Tonbko B 2018 1. m coctaBmio mpubaBky 0,35 r (19,7%), dro
ONPEIENSIIOCH TOJIOKUTENbHBIM BiIusiHueM GRF9-6Ab Ha uucio 3epeH B kosoce (+8,5
3epeH, 16,0%) [142].

JlucnepCuoOHHBIM aHAIN3 MOKa3al 3HAYUMOE B3aUMOJICVCTBUE MEXY T€HAMHU I10
WHJEKCY ypoxas. B ycimoBusix MOCKBbI OTMEUEHO yBEIMYEHUE UHAEKCA MO BIUSHUEM
amenss GRF9-64Ab mno cpaBHenuto ¢ GRF9-6Aa y TONYyKapJIMKOBBIX PACTEHUM-
Hocuteneit Ddwl va 4,0 m.m. B 2018 r. m Ha 2,8 .. B 2019 1. B KpacHonape 3ot apdexr
HaOsromancs Toiabko B 2018 1. u coctaBmia 2,8 m.m [142].

JIMCTIepCUOHHBIM ~ aHaiW3  BBIABWI  3HAYUMOE  B3aUMOJICWCTBUE IO
MPOJIOIKUTEILHOCTH BEreTallMOHHOTO Tepuoja B MOCKBE, KOTOpO€ MpOSBIOCH B
COKpAIICHUH Teproja 0 KOJomeHus noj BausaueMm amwiens GRF9-64b y Hocutenei
Ddwl na 6,3 musa (10,0%) B 2018 1. u Ha 6,5 musa (10,2%) B 2019 r [142]. Bcee

BBISIBJICHHBIC PAa3IM4Hs 00J1a1aIi BEICOKOIM CTaTUCTHUYECKOM ocToBepHOCTHRIO (p < 0,05).
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P€3yanaTBI CTaTUCTHUYCCKHUX PACYCTOB I10 SHAYNMbIM C—)(i)(beKTaMI/I ITPUBCACHEI B Ta6J'II/II_IC

11.

Tabnuna 11 — CoBmectHoe BiusHue reHotunioB DAwW1 u GRF9-64 Ha mMaccy 3epHa IJIaBHOTO KOJIOCA U

CPOKH KOJIOIICHHUS

Macca 3epHa Bpewms konouenus,
Jlokarusa Ton Ddw1 resotun GRF9-6A resorun IJIaBHOTO KOJIoca, T IHY (cpenHee +
(cpennee + SD) SD)
Ddw1l GRF9-6Aa 1,78+ 0,61 72670
Ddw1l GRF9-64b 2,13+0,51 69,0+ 3,0
2018
ddwl GRF9-6Aa 2,21 +0,65 645+ 3,4
ddwl GRF9-6A4b 2,43 + 0,66 64,0+£24
Kpacnonap
Ddw1l GRF9-6Aa 1,93 +0,64 -
Ddw1l GRF9-64b 2,03+0,61 -
2019
ddwl GRF9-6Aa 2,15+ 0,65 -
ddwl GRF9-64b 1,81 +0,64 -

3.6 MoJiekyasipHo-reHeTn4eckuii ananu3 rena TaGRF9-6B

3.6.1 CexBennpoBanue reia TaGRF9-6B

Hst ammmudukanuu nocnenoBatenbHocTu TeHa GRF9 Ha xpomocome 6B y 14
copToB ObLTH MMO00panbl 6 map npaiimepor (Tabmuma 12). Tpaiimepsl moadoupaIuch ¢
MEPEKPBITHEM M TIOKPBIBAIA IICJIMKOM TIOCIEAOBATEIIBHOCTh T€HA C MPOMOTOPOM M
TEPMUHATOPOM, a TakKe ero (IaHKPUYIOIIHNE PETHOHBI. DTO TMO3BOJIAIO TOJTHOCTHIO

CCKBCHHPOBATL MOCICA0BATCIbHOCTE I'CHA. Cxema PaCIoJIOKCHUA Hp&ﬁMCpOB H 3K30H-
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WHTPOHHAsI CTPYKTypa reHa Toka3aHbl Ha pucyHke 12. CTpykrypa reHa BKIrO4aeT 4
9Kk30HA U 3 UHTpoHA. CpaBHUTEIBHBIN aHAIW3 MEPBUYHON CTPYKTYPhI UCCIEAOBAHHBIX
romenornunbix reHOB (TaGRF9-6A m TaGRF9-6D) BeisBMI coBmageHue MX SK30H-
UHTPOHHOM  opranu3anuu.  OOHapyXkeHHOE€  CXOJCTBO  TMOJATBEPKIACT  UX
¢uoreHeTHYECKOE POJCTBO M YKa3bIBA€T Ha 00Ilee MPOUCXOXKICHHE OT MPEAKOBOTO

I'CHAa.

Ta6mmma 12 — [paiimepsl, mogoOpaHHbIe HA MTocienoBaTeabHOCTh TeHa GRF9-6B

e HvapH O0o3Hauenne ITocnenoBaTeabHOCTD, 5'-3' Tm, °C | JInnHa aMIUTHKOHA, I1.H.

npaiiMepoB
TaGRF9-6B-F1 GCACTAGATGGGCAAGAAAATCG 60

' TaGRF9-6B-R1 TTAATGTGCTTTGCTTGGCTTGT 60 e
TaGRF9-6B-F2 GAGGAGGGCGCTTGTCATCTA 61

? TaGRF9-6B-R2 CATGAAGATAGCACTGGTTGGGA 60 994
TaGRF9-6B-F3 GATATACAAGTACCTGGTGGCCG 60

° TaGRF9-6B-R3 AGTTTCGGCGATAGATCATATTACA 58 1220
TaGRF9-6B-F4 CAACAATGCCTCCTCACCCTAC 60

! TaGRF9-6B-R4 AACGATAAATCACGACGGAGTAA 58 1219
TaGRF9-6B-F5 ATTGCCTCTCCTCTCTCACAGTA 60

> TaGRF9-6B-R5 CTCGCTGCTGTTGATACAAATCC 60 tert
TaGRF9-6B-F6 CGCAGGTGACTTAAACTGAATGG 60

° TaGRF9-6B-R6 TGGAGCCCCTAGCATGTTAAAAG 61 o

TaGRF9 — 6B (TraesCS6B03G0854800)
- TaGRF9-6B-F4
- TaGRF9-6B-F3
- TaGRF9-6B-F2 + TaGRF9-6B-F6
+ TaGRF9-6B-F1 - TaGRF9-6B-F5
- TaGRF9-6B-R1
-« TaGRF9-6B-R2

- TaGRF9-6B-R3

——
-« TaGRF9-6B-R5
- TaGRF9-6B-R6

- TaGRF9-6B-R4

0 1000 2000 3000 4000 5000
Position, bp

Pucynok 12 — Pacnionosxenue mofo0paHHbIX MpaiiMepoB U 3K30H-UHTPOHHAs CTPYKTypa reHa

TaGRF9-6B (TraesCS6B03G0854800)
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3.6.2 Ilomumopdusmsl rena TaGRF9-6B

VY OonpmMHCTBA 00pa3lloB IIIEHUIIBI MocienoBarebHOCTh TeHa [aGRF9-6B
MOJTHOCTBIO COOTBETCTBOBaja pedepeHCHON MOCHeI0BATEIHbHOCTH T€HOMA MIIECHUIIBI
copra Chinese Spring. V coptoB Anturo u EpmMak B KoAMpyIOIICH 4YacTh TeHa ObLI
OOHapyXeH OJHOHYKJICOTUIHBIA momumoppuaM C.1155C>T, He mnpuBomAmmMil K
M3MEHEHHIO TOCJIEA0BaTEILHOCTH aMUHOKHUCIOT Oenka. Y copra HoBocuOupckas 67,
NMOMHMO TOH € 3aMEHbl 4TO ObUTa HaiieHa y copToB Anturo u Epmak, Taxke
npucyTcTBoBasl onuH moiaumopdusm C.905A>G, MeHsIomuil MOoCIeI0BaTEIbHOCTD
aMHHOKHUCIIOT Oenka P.(Asn302Ser). JlanHas aMUHOKHCIIOTHAS 3aMeHa 10 pe3yJibTaTaM
nporioza PROVEAN He pgomkHa 3HauYuMO BIUSATh Ha  OHMOJIOTHYECKYIO

(yHKIHOHAIBHOCTH O€JIKa.

3.6.3 Pa3zpa0doTKa MOJIEKY/JISIPHBIX MAPKEPOB HA ajl/Ie/IbHbIC BADUAHTHI I'eHA

TaGRF9-6B

VY coproB Anturo, Epmak u HoBocuOupckass 67 B KOIMPYIOIIEH 4YacTU TeHa
TaGRF9-6B 6b11 00HapykeH OAHOHYKICOTHAHBIN noaumopdusm c.1155C>T, koTopsbrit
OPUBOJUT K CUHOHUMHUYHON 3aMEHE KOJIOHAa M HE W3MEHSIET MEPBUYHOU CTPYKTYpPHI
oenka. [lockonmbky MaHHBIN TOMMMOPGU3M SBISETCS TOYTH EIWHCTBEHHBIM YacTO
BCTPEUAIOLIUMCS TOJIMMOP(PHU3MOM B I'eHe (3a UCKIIIOUEHUEM YHUKAJIbHOW MyTalluu y
coptra HoBocubupckas 67), Mbl paspaboranu Ha 3ToT moiumopduzm KASP-mapkep
(Tabmuma 13) Jlnuna ammmukona Obuta 96 m.H. [paiimepsr GRF9-6B-1155-A u GRF9-
6B-1155-B cnenuduunst B-cyorenomy, oO1muit mpsaMoi npaiiMep aMIiupUIupyeTcs co

BCEX CyOreHOMOB.
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Haspatie Tun npaiimepa XBOCT npaimep IlocnenoBarenbHOCTD Ao
npaiimepa
GRF9-6B-1155-A IMpsamoii-FAM GAAGGTCGGAGTCAA | GATCTCGATACCCAT | T
CGGATT GACGTCC
GRF9-6B-1155-B [psmoi-HEX GAAGGTGACCAAGTT | GATCTCGATACCCAT | C
CATGCT GACGTCT
GRF9-6B-1155-C OOpaTHBI - CTGCCGGCCTAGTAC | -
ATTTCG

[Tpu Banmmanmm Mapkepa yCTaHOBJICHO, YTO alljieNib-crienuuanbie mpaiimeps! (-A u -B)
MO3BOJISIFOT JAETEKTUPOBATh BapUAHT OJHOHYKJICOTHUAHOIO MOIMMOpdusMa «71», B TOM
yucie y coptoB nienuibl Anrturo, Epmak, HoBocubupckas 67, u BapuanT « C» y COPTOB

Anekcend, bezocras 100, I'pom, [Tanmnana, Cuna, Yaerpa 11, Bacca, 3umtpa u Chinese

Spring (Pucynok 13).

Allelic Discrimination
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Pucynok 13 — lnarpamma pe3ynbratoB KASP-reHOTHIIMPOBaHUS IO OJTHOHYKJICOTUTHOMY

nonumoppusmy GRF9-6B:c.1155C>T. Cunue kBaapatsl — 00pasiibl, Hecylye amiensb «C»;

OpaH)KEBbIC KPYTH — 00pasIbl, HECYIIHE aJUIeb « T%»; YepHBIH POMO — OTPHUIIATEIHHBIM KOHTPOJIb

(Boma).




90
3.6.4 Accounanus ajieibHbIX BapuanToB rena TaGRF9-6B ¢

X031ICTBEHHO-IIEHHbIMH IPpU3HAKAMHA

C wucmosp30BaHUEM pa3pabOTAaHHOTO HaMH MOJIEKYJIIPHOTO MapKepa Ha
OJIHOHYKJICOTUIHBIN mosiuMopdu3Mm c.1155C>T Obuu renotunupoBano 1013 o6pasiion
NIIEHUIBl U3 KoJjulekuuid npenoctaBieHHbIX PI'BHY «Owmckuii arpapHblii Hay4HBIN
neHtp», HammonanbHoro unenrpa 3epHa mmenu ILII. Jlykesnenko, ®enepanbHOrO
UccnenoBarenbckoro 1eHTtpa «HemunHoBkay», IloneBoit omnbiTHOM cTaniuu PI'AY-
MCXA nmenu K.A. Tumupszea, AO «lllénkoBo Arpoxum», KACHUDB. YcrtanosneHo,
YTO aJJIeNb « 1% BCTpedalics Cpelld BCEX KOJUIEKIMHU Ha 25% Jaiie, yeM amienb « C», 4To
MOXET TOBOPUTHh O €ro CBSI3M C XO3SMCTBEHHO-LICHHBIMU Npu3Hakamu. OmHAKO, MO
pe3yJibTaTaM CTaTUCTUYECKUX Pacu€TOB HE ObLIO OOHAPYKEHO JTOCTOBEPHOIO BIIMSHUSA

JaHHBIX aJjijIeJaeu Ha HN3y4aCMBIC @CHOTHHI/I‘{CCKI/IG IIPU3HAKMH.

3.7 MoJiekyasipHo-reHeTn4yeckuii anaiau3 rena TaGRF9-6D

3.7.1 CexBenupoBanue rena TaGRF9-6D

st ammmudukanuu nocneaoBarenbHoctd reHa GRF9 na xpomocome 6D y 14
COPTOB IIICHUI[BI M TPUTHKAJC ObUIM MomoOpaHbl 6 map mpaiimepoB (Tabmuia 14).
[Tpaiimepsl moaOMpaNTHCh C IEPEKPHITHEM M TIOKPBIBAIH IIETMKOM IOCJIEI0BATEILHOCTD
reHa ¢ IpOMOTOPOM M TEPMHHATOPOM, a TaKke ero (praHkupyromue peruonsl. Cxema
PacrooKeHUs MpalitMePOB M SK30H-UHTPOHHAS CTPYKTypa IreHa MOKa3aHbl Ha PUCYHKE
14. Ctpyktypa reHa BkIO4aeT 4 3K30HOB U 3 HUHTpoHA. CpaBHUTEIBHBIN aHAIN3
NEePBUYHOM CTPYKTYPHI HCCJIENOBAHHBIX ToMmeosiornuHbix TeHoB (TaGRF9-6A wu
TaGRF9-6B) BbIsiBHII COBMaIeHHE UX SK30H-UHTPOHHOU opranuzanuu. OOHapyKeHHOE
CXOJCTBO MOJTBEPXKIAeT MX (puioreHeTHueckoe pPOACTBO M yKa3blBaeT Ha obIiee

IMPOUCXOXKACHHUC OT IIPCAKOBOI'O I'CHA.
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Ta6muma 14 — [paitmepsl, mogoOpaHHbIe HA MTocienoBaTeabHOCTh TeHa TaGRF9-6D

e HvapH O6o03HaueHNE TlocnenoBarensHOCTB, 5'-3' Tm, °C JlmuHa aMIDIMKOHA, I1.H.

npaiiMepoB
TaGRF9-6D-F1 | ACTGACGTTAGATACAAGTGGCA 60

: TaGRF9-6D-R1 | CACAACACACAAGCCAAGCTAA 60 1299
TaGRF9-6D-F2 | GGAGAGAGACAAAGCCGGTAATA 60

? TaGRF9-6D-R2 | TGGGATTACTAAAATAAGCGGAAGC | g0 538
TaGRF9-6D-F3 | GTTAACTCGCTTCGGTCTTTTGT 60

3 TaGRF9-6D-R3 | ATCCCAGAAAGCAGATCTAAAGGC | 61 1087
TaGRF9-6D-F4 | ATCTCTCCATGCCATACAGTGTC 60

! TaGRF9-6D-R4 | CGATAAATCATCGCGACCGAGTA 60 Had
TaGRF9-6D-F5 | ACTCTCTCACAGCATGTGTAAACT 60

> TaGRF9-6D-R5 | TGATGCGAATACGCGATTATGAA 60 1ol
TaGRF9-6D-F6 | GCAGGTGACTTAAACTGAATGGT 60

° TaGRF9-6D-R6 | CAGGCTGAATCGGCAATGTAAC 60 858

» TaGRF9-6D-F1

TaGRF9 — 6D (TraesCS6D03G0604500)
» TaGRF9

‘6D-F4
~ TaGRF9-6D-F3

+ TaGRF9-6D-F2

- TaGRF9-6D-F5

- TaGRF9-6D-R1

- TaGRF9-6D-R2
- TaGRF9-6D-R3

- TaGRF9-6D-R4

» TaGRF9-6D-F6

- TaGRF9-6D-R5
- TaGRF9-6D-R6

1000

3000 4000

Position, bp

2000

5000

Pucynok 14 — PacnionoxxeHue mogo0paHHbIX TpaiiMepoB U SK30H-UHTPOHHAS CTPYKTypa reHa

TaGRF9-6D (TraesCS6D03G0604500)

Kaprtuposanue

IIOCJICA0BAaTCIbHOCTD

KOPOTKHX

IToKa3aJio

3.7.2 Tloaumoppusmbl rena TaGRF9-6D

MPOYTECHUI

OTCYTCTBUE

AMIIJIMKOHOB

KaKUX-JIM00

HA pePEepeHCHYIO

pasauyuid  MEXIYy

CEKBEHHUPOBAHHBIMU oOOpasiiaMu W pedepeHCHON TMOCIeN0BATEILHOCTRIO  COpPTa

nirenuipl Chinese Spring. Hu y omHOro w3 nMcciieloBaHHBIX HAaMH 00pPa3IioB MIIEHUIIBI

WJIU TPUTHKAJIE HEe ObLIO BBISBICHO nojuMopdu3MoB B rene TaGRF9-6D.
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Jns nanHoro rena (TraesCS6D03G0604500) B renome mmenunsl RefSeql.0
AHHOTUPOBAHO S OJHOHYKJICOTHIHBIX MOJTUMOP(PHU3MOB, BCTPEUAIOIIMXCS CPEIU
oOpasnoB mmeHuisl ¢ yactoramu ot 0,1 1o 3%. Huskas wacrota momumodpu3MoB
TOBOPHUT O TOM, YTO IOCJIEIOBATEIILHOCTh ATOIO T€HA JOBOJBHO KOHCEPBATHBHA, UTO

MOXXET CBUACTCIBCTBOBATH O €I'0 BBICOKOM 3HA4YCHUM JIA paCTCHHﬁ.

3.8 MoJiekyJisipHO-TeHeTHUYeCKHMiA aHaau3 rena TaBT2-3A

3.8.1 CexBenupoBanue rena TaBT2-3A

Jns ammumndukanuu y 14 cOpTOB MIIEHUIIBI U TpUTHKajde (parMeHTOB TeHa
nmmeHuIsl BT2 Ha xpoMocome 3A Hamu ObLI0 TToAoOpaHo 6 map mparimepoB (Tadmuia
15). Ilpaiimepbl MOAOUpPATMCh C  MEPEKPHITHEM W  TOKPBHIBAIU  ICIIUKOM
MOCJICIOBATEIPHOCTh TE€HAa C TIPOMOTOPOM H TEPMHHATOPOM, a TaKXKe €ro
biankupyronme pernoHbl. CxeMa pacIioNioKEHUs MpaliMepoB W IK30H-HHTPOHHAS
CTPYKTypa T'eHa MoKa3aHbl Ha pucyHke 15. CornacHo maHHbIM 6a3bl qaHHbIX NCBI, ren
BT2 y A. thaliana nmeer 5K30H-UHTPOHHYIO CTPYKTYPY, COCTOSIIYIO U3 5 3K30HOB U 4
uHTpoHa [143]. IIpoBenéHHBIN HAMK aHAIM3 TIOKA3all, YTO CEKBEHUPOBAHHbBIN HAMU I'eH
y TIIEHUIBI ¥ TPUTHKAJIE TaKXKe XapaKTepus3yeTcs CXOIHBIM YKCIOM SK30HOB U
WHTPOHOB, YTO CBUJICTEIHCTBYET O KOHCEPBATUBHOCTH €TO CTPYKTYPHOU OpraHU3aIliH B
npoiiecce dBomonnu. CXoaHas SK30H-MHOTPOIMHAS CTPYKTypa HaOomaercs Yy,

W3YYCHHBIX HAMHU, TOMEOJIOTHYHBIX TeHOB — TaBT2-3D.

Tabmuna 15 — IpaiiMepsl, og00paHHBIE HA MTOCIIE0BaTeILHOCTE TeHa BT2-3A

Ne maps1
. O6o3HaueHue [TocnenoBarenbHOCTH, 5'-3' Tm, °C | JInvHa aMIUTMKOHA, I1.H.
paiiMepoB
TaBT2-3A-1F AATGCACAAACTAGTCAACATGG 58
1 1125
TaBT2-3A-1R | TAGCATACACATGTCGTCTCCTG 60
TaBT2-3A-2F | AATCTCTGCCAGTACGACATGC 61
2 1111
TaBT2-3A-2R | ATCATGTGACGAGGTAGATCTGC 60
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No napsr
. O6o3HaueHne ITocnenoBarebHOCTh, 5'-3' Tm, °C | JnuHa aMIUIMKOHA, I1.H.

npaiiMepoB

TaBT2-3A-3F TAATGGTTTAGCTGCCATCTCGG 61
3 1546

TaBT2-3A-3R CCATCTTTTTGTTGCACTTTGGC 60

TaBT2-3A-4F CAGTGAAATTCGATCATGTGGCA 60
4 1010

TaBT2-3A-4R GGTGTGAGAGTAAGCAGATCAGT 60

TaBT2-3A-5F GACGGAAACTTTATTCTGGCGTG 60
5 1519

TaBT2-3A-5R | AGATGATAGAGATGAGAGAGGCA 58

TaBT2-3A-6F TTGCGATGTGTTGCTAGAAATCT 59
6 814

TaBT2-3A-6R | TCTAATGCTCGCCTATGGTTGTT 60

TaBT2 — 3A (TraesCS3A03G0964300.1)
+» TaBT2-3A-4F
+ TaBT2-3A-3F
+ TaBT2-3A-2F + TaBT2-3A-6F

+» TaBT2-3A-1F + TaBT2-3A-5F

-— — ——

<« T[aBT2-3A-1R « [aBT2-3A-5R
<« TaBT2-3A-2R « TaBT2-3A-6R
<« TaBT2-3A-3R
« TaBT2-3A-4R

(I) 1 OIOO 2 OIOO 3 OIUO 40I00 5 OIO 0

Position, bp

Pucynok 15 — PacnionoxeHnue nogo0paHHbIX TpaiiMepoB U SK30H-UHTPOHHAs CTPYKTypa reHa TaBT2-

3A (TraesCS3A03G0964300.1)

3.8.2 Iloiumoppusmbl rena TaBT2-3A

CexBEeHHPOBAHHBIE HAMU MTOCIEA0BATEILHOCTH I€HA Y COPTOB Ajiekcend, ANTUTO,
besocras 100, Epmak, ['pom, HoBocubupckas 67, [Tanmnana, Cuna, Bacca u 3umtpa He
OTIMYaIuCh Apyr oT Apyra. Jlumb y copra VYastpa 11 Obuta geTekTHpoBaHa
CAVMHCTBEHHAs OJHOHYKJICOTHIHAs 3aMEHa BO BTOPOM HHTpOHE C.255+65G>A,
OTJIMYABILIAS aJUIENIb 3TOTO COPTA OT IPYTUX, BEPOATHO BiMssromas Ha crutauncuar MPHK.

B To ke Bpems, mocienoBaTeqpHOCTH TreHa y copta Chinese Spring,
WCIIOJIB30BABINASICA B KadecTBe pedepeHca, OoTindyaiach OT BCEX H3YUYEHHBIX HaMU

COPTOB MNIICHUIBI II0 6 OIHOHYKIICOTUAHBIM HOJ'II/IMOp(l)I/IBMaM, OJIMH H3 KOTOPBIX
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HAXOAWUTCSA B OCIOK-KOAUPYIOIICH YacTh reHa, U OJHON JUHYKICOTHTHOW MHCEPIUEH B
3'-HeKoupYIOIIeH 00JIaCTH, KOTOpast MOXKET MOBJIMATH Ha cTabmibHOCTE MPHK.

[Tpu 5TOM OTHOHYKJICOTHAHBIHN ToTUMOphU3M c.784T>G, cocTaBIAOMUN OAHO U3
OTJIMYMI BCEX CCKBEHMPOBAHHBIX HAMHM COPTOB MIIeHHIBI OT copta Chinese Spring,
IIPUBOIUT K aMUHOKHUCIIOTHOU 3aMeHe B Oeike P.(Ser262Ala) (otHocuTensHO pedeperca
Chinese Spring). O6paTHas 3aMeHa aMUHOKHCIIOTHI aJlaHiHA Ha CEPHH B MO3UIUHU 262
OeJIKOBOM MOJIEKYJIbI Kiaccuduiupyercs ¢ ucnoiab3oBanueM anroputma PROVEAN kak
3HAYMMO BIIMSIONIAsl HAa (YHKIMOHAILHOCTh Oenka. Takmm oOpasom, copt Chinese
Spring BeposTHO 00JIaaeT PEAKON MyTalluel, MpuBoAIIeH K (OPMUPOBAHHIO OeKa

BT2 ¢ HapyuieHHO#M (yHKIIMOHATBHOCTHIO.

3.8.3 Pa3paboTka MoJIeKyJISIPHBIX MAPKEPOB Ha ajljieJibHble BADUAHTHI reHa

TaBT2-3A

Crnenyer OTMETUTh, YTO MapKep pa3padoTaH Ha MHTPOHHYIO jaenenuto 60 1. H.,
oOHapyKEHHYI0 Ha OCHOBAaHWUHY BBIPABHUBAHUS T€HOMOB 0a3bl TAHHBIX MATKOM MIICHUITBI
IWGSC RefSeql.0, a He Ha 3ameny C.784T>G, BnusoIIyl0, TO MPEACKA3ZAHUIO
PROVEAN, Ha (yHKIIMOHAJIBLHOCTH O€NIKa: TOCIEIHSIsT MOHOMOp(HA B H3yYEeHHOMU
nanesu. [103ToMy BBISBIISIEMBIC Taliee aCCOIMAIIMH CIIEIYyET TPAKTOBATh KaK aCCOITHAITIN
MapKepHOTO0 JIOKYCa; BOIPOC O TOM, 0OYCJIOBIICHBI JIM OHU caMuM reHom TaBT2-3A unu
CLEIUICHHBIM C HUM Y4aCTKOM XpoMocoMbl 3A, TpeOyeT oTAeNbHON npoBepkH. [enenus
60 m.H. ObLTa BhIsIBJICHA B HHTPOHE y copTtoB Cadenza, Julius, Urartu. Onnako, y Chinese
Spring, u Apyrux copToB U3 0a3bl JaHHBIX U CCKBEHUPOBAHHBIX COPTOB JIaHHAS JICIICIIUs
OTCYTCTBOBAJIA.

Ha nanseii  momumopdusm  paspaboran [II[P wmapkep c¢ mpaiimepamu,
¢dmankupyronmMu  UckoMbliid uHaen (Tabmuna 16). OOpasipl 0e3 AenaeHuy TaBajiu
amriuiupoBansbii  pparMeHT B 333 m.H., a oOpasipl, HECYIIHUE ACJICHHI0 —
amruuIMpoBaHHbIA GparmeHT B 273 1.H. Banmnanus qaHHOTO Mapkepa mpoBOIUIach
Ha 6 oOpasmax mmenuisl 1 Tputhkane (Pl 518620, Cltr 17241, Pl 518624, Bacca,
Mynpen, Banertun 90) (Pucynok 16).
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Ta6muma 16 — [TocnenoBarensHOCTH IpaiiMepoB Mapkepa Ha oauMopdusm B rede TaBT2-3A

Ha3Banue Tun npaiimepa [locnenoBarensHOCTH MpaiiMepa Annenn Pa3smep, n.H.
BT2-3A-F [Mpsmoit GGTCTGGTTGGTGGAACCTG BT2-3Aa (et nenenun) 333
BT2-3A-R OOpaTHBI CCCATCACCAAATTAGATACTCG | BT2-3Ab (ectp menerus) 273

1 2 3 - 5 6 7 M

1000

500

400
300

200

100

Pucynok 16 — ITpumep snexrpodopesa 1P nponykra c mapkepom Ha reH TaBT2-3A na obpasuax: 1.
P1518620, 2. Cltr17241, 3. P1518624, 4. Bacca, 5. Tputukane Mynaper, 6. Tputukane Baneatun 90, 7.
Bona (orpuniarensHbIil KOHTPOIIH). Jopoxku 3, 4, 5 u 6 cooTBeTCTBYIOT ayento 333 (oTcyTCTBUE

nenenuu 60 1m.H.), Topokka 1 1 2 cOOTBETCTBYIOT ajuiento 273 (Hanuuue aeneruu 60 m.H.)

3.8.4 Accounanms ajljieJIbHbIX BApHaHTOB reia TaBT2-3A ¢ xo3siiicTBeHHO-

IHEHHBIMH IIPU3HAKAMHU

C wucnosib30BaHHEM pa3padOTaHHOTO Mapkepa ObUIO TE€HOTUIHUPOBaHO 259
obpasnoB spoBoit mmeHUIbl U3 ®I'BHY «Owmckuii arpapHbplii Hay4YHBIM TEHTP» U
®denepanbHoro MccnenoBarenbekoro 1eHtpa «HemunHoBka», a takke 301 obOpasenn
MIIeHUIb! U3 KoJulekuuu HannonansHOro nenrpa 3epHa umenu ILII. JlykbsHenko u
[Tonesoii onbiTHOM cTaHuu PITAY-MCXA umenu K.A. TumupsizeBa, a Takxe o0Opa3ibl
OTHOCSIIMECS K TMOMYJSIUUA PEKOMOMHAHTHBIX WHOpPETHBIX JMHHMKA mmeHuIpl Chris

Mutant x PI1518620. Yacrora BcTtpeuaemoctn amiens BT2-3Aa cpenm o6pasios
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MIICHUIIB 3HAYUTEIBHO MpeBbIlIaeT ayiens BT2-3Ab, 4To MOXeT KOCBEHHO YKa3bIBaTh
Ha HeraTUBHBIN A (et ayutesst D Ha X03sHcTBEHHO-TICHHbIC TIPU3HAKUA. CTaTUCTHYECKHUE
JaHHBIC OBUTM TMOJy4YeHBl ToJbKO mis PWUJI mmieHuibl, Tak Kak JJs OCTaIbHBIX
KOJUIEKIUA  00BEM  BBIOODKHM  OKa3ajCsl  HEIOCTAaTOYHBIM Il  TPOBEACHUS
CTaTHUCTUYECKOTO aHAJIN3a.

[1o nanubIM, osydeHHBIM Ha PYJI mmenniel B yenoBusax Mockssl B 2019 rony,
oOHapyxeHbl Haubosee 3HauuMble 3¢ dexTel. MHnuBuayanpueiii 3ddext BT2-3Aa
aCCOLIMUPOBAH C YBEIMYEHUEM MACChI 3epHa C TJIABHOTO KoJioca Ha +30% OTHOCUTEIBHO
BT2-3Ab. Coueranue amens BT2-3Ab ¢ poTonepuonnyecku uyscrBurenpabiv Ppd-D1b
3aJIepKUBAJI0 TEPEeX0J] K KOJOIICHUIO MPUMEPHO Ha YEThIpEe JHS OTHOCHUTEIHHO
aJIbTEPHATHBHOTO aJljIelis, ToTIa Kak Ha ¢pone Ppd-Dla pasnuuuii He HaOoamock. [1pu
sToM riaBHbIi 3ddexkt BT2-3A 3aBucut ot amtens Ppd-D1. Ilpu Ppd-Dla pasuuna
mMexy aensimu BT2 He 3naunMa, a npu Ppd-D1b ona cocraBnser 4 qHsl, 9YTO CXOTHO C
UHIMBUIYyTBHBIM 3 dextom Ppd [144]. B3anMoaelicTBHe TakkKe MPOSIBISLIOCH B TOM,
uro 3¢dext Ppd-D1 6b11 BaBoe cuibHee pu BT2-3Ab (+9,2), uem npu BT2-3Aa (+4,3),
a apdexr BT2-34 mensut Hanpasnenue B 3aBucumoctu ot Ppd-D1 (—1,0 mpu Ppd-Dla,
+3,9 npu Ppd-D1b). KomOunauus BT2-3Ab x Ppd-D1b maBana B cpeanem Ha 4,9 mHs
OoJbIe, YeM OXKUAATIOCHh MPH aJINTUBHON MOJIENH, YTO YKa3bIBaeT HA CHHEPTUYECKOE
B3aumojelicTBiue reHoB. Ha mpakTuke 3TO O3HAYaeT, 4TO MPUMEHSTHh pa3pabOTaHHbBIN
mapkep Ha BT2-3A HE0OXOIMMO COBMECTHO C KOHTPOJIEM TE€HETHYeCKOoro (¢oHa.

3HavyeHus p-value mist 3HauMMbIX 3G GEKTOB pHUBEIeHBI B Ta0mIe 17.

Tabmuua — 17 Bnusinue rena BT2-34 u ero B3aumojeiictsuit ¢ Ppd-D1 Ha mMaccy TJaBHOTO Kojoca U

CPOKH KOJIOIIEHUS

Auens IMpusHak Cpennee p-value
BT2-3Aa x Ppd-Dla 52,3 <0,001
BT2-3Ab x Ppd-Dla JlHeit 10 KoJomeHus 51,3
BT2-3Aa x Ppd-D1b 56,6
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Auiens IMpusHak Cpennee p-value
BT2-3Ab x Ppd-D1b 60,5

BT2-3Aa 54,4 <0,01

BT2-3Ab 55,7
BT2-3Aa x Ppd-Dla 1,27 0,658
BT2-3Ab x Ppd-Dla 1,09
BT2-3Aa x Ppd-D1b 1,35

Macca 3epHa ¢ raaBHOTO
KoJyoca, T

BT2-3Ab x Ppd-D1b 0,94

BT2-3Aa 1,31 <0,05

BT2-3Ab 1,01

3.9 MoJiekyasipHo-TeHeTHUYeCKUil anaau3 rena TaBT2-3D

3.9.1 CexBennpoBanue reia TaBT2-3D

Jlist amrmndukaiym nocienoBaTeabHocT reHa BT2 na xpomocome menutis 3D,
Hamu ObuM TTOI0Opanbl 6 map mpaiimepoB (Tabmuma 18). IIpaiimepsr mogOupanucek ¢
NEPEKPHITHEM M TMOKPBIBAIM LEIUKOM IOCIEI0BAaTEIbHOCTh I'€Ha C MPOMOTOPOM U
TEPMHHATOPOM, a TakXKe ero (QUaHKupyromme peruoHsl. Cxema pacrojOKEHUs
paiiMepoB U SK30H-UHTPOHHAS CTPYKTYypa reHa MmoKa3aHbl Ha pUCyHKe 17.

Coriacuo manHbIM 6a3bl gaHHbIX NCBI, ren BT2 y A. thaliana umeet 3k30H-
UHTPOHHYIO CTPYKTYPY, COCTOSIIYIO U3 5 3k30HOB U 4 uHTpoHa [143]. IIpoBenéHHbIi
HaMU aHaJIM3 MOKa3all, YTO CEKBEHUPOBAHHBIN HAMU T'€H Y MILEHUIbI M TPUTHUKAJIE TAKKE

XapaKTCPU3YCTCA CXOAHBIM HYHCJIOM 3JK30HOB M HMHTPOHOB, 4YTO CBHACTCIBLCTBYCT O
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KOHCEPBATUBHOCTH €Tr0 CTPYKTYpHOW OpraHu3aluy B mporiecce dBomonun. CxomHas
OK30H-MHOTPOITHASL CTPYKTypa HaOIofaeTcss y, M3YYCHHBIX HaMH, TOMEOJIOTHYHBIX
reHoB — [aBT2-3A. CexBenupoBanue [IIIP-mpoaykToB mo KOpOTKUM (parMeHram,
M0Ka3aJjio, YTO y OOJBIIMHCTBA U3YYCHHBIX HAMH COPTOB HE HAOIIOAACTCS OTIUYHNA TI0
JaHHOMY T€HY JPYT OT JIpyTra 1 OT MOCJIeI0BaTeIILHOCTH copTa mmeHuIsr Chinese Spring,

3a UCKJIFOYeHHeM copTa YibTpa 11.

Ta6mmma 18 — [paiimepsl, mogoOpaHHBIE HA MTOCIEI0BaTEILHOCTL TeHa BT2-3D

Ne nmapst
O06o3HaucHHEe ITocnenoBarensHOCTD, 5'-3' Tm, °C | [JnuHa aMIUTHKOHA, I1.H.

IpaiiMepoB
TaBT2-3D-1F AGAAATACCCATCCGAATCTCCG 60

1 1404
TaBT2-3D-1R TAAACCATGTGAGAGCTGGAAGG 60
TaBT2-3D-2F AGTACTAGTATTAACACGCGAGG 58

2 530
TaBT2-3D-2R GAAGGGTCGATCGTAATCAAGGA 60
TaBT2-3D-3F ACCAAACCAACAACGAAAACCAT 60

3 1574
TaBT2-3D-3R CATCATGACGGGACCTCAGC 61
TaBT2-3D-4F CCAAAGCGCTGCGAAAGATC 61

4 508
TaBT2-3D-4R GCATAGAGTGTTTGGGTCAGTTC 60
TaBT2-3D-5F CTTTGGGTTCCGGACGTGAT 60

5 1062
TaBT2-3D-5R GCTGATTCTCGTTGTGATTGCA 60
TaBT2-3D-6F TTCACTTACCCCAACACGCAG 61

6 1122
TaBT2-3D-6R GGTTGTGATTTGGGCTACGATTT 60
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TaBT2 — 3D (TraesCS3D03G0898500.1)
- TaBT2-3D-3R

- TaBT2-3D-4R

- TaBT2-3D-1R - [aBT2-3D-5R
- TaBT2-3D-2R - TaBT2-3D-6R
— e — I
- TaBT2-3D-2F - TaBT2-3D-6F
+ TaBT2-3D-1F = TaBT2-3D-5F

= TaBT2-3D-4F
- TaBT2-3D-3F

0 1000 2000 3000 4000
Position, bp

Pucynoxk 17 — Pacrionoxenue mogo0paHHbIX TPaiMepoB U SK30H-UHTPOHHAs CTPYKTypa reHa TaBT2-

3D (TraesCS3D03G0898500.1)

3.9.2 Ioaumoppusmel rena TaBT2-3D

VY copra Yiuprpa 11 B 4-M 5K30HE HaOMIOAACTCS PE3KOE CHIKEHHE TITyOWHBI
CEKBEHUPOBAHMS. DTO MOXET CBUJICTEICTBOBATH O HAJIWYUU KPYMHOTO M3MEHEHUS B
JJAaHHOM DPETMOHE T'eHa Tuna uHcepiuu/nenenuu. Habmomaembie moauMoppu3Mbl Ha
y4acTKE€ C HHM3KOM TJIyOMHOW TIOKPBITHS CBHUJIETEILCTBYIOT O (DaKTHYECKOM
CeKBeHUMpOoBaHUH (PparmeHToB Hecnenudpuueckoro IIP-npoxykra. [lelicTBUTENBHO,
oTnuyaronmiics (parmMeHT 4-ro ’K30Ha Ha CaMOM JIeJi€ TIOJIHOCTBIO COOTBETCTBYET
mocjeaoBaTeIbHOCTH  cocenHero reHa [raesCS3D03G0898400, kotopwlil, 10-
BUJMMOMY, sBIsieTcsl mapanoroM reHa 1raesCS3D03G0898500.1, obpazoBaBmmmcs B
pe3yJibTare JIOKAIbHOW HHBEPCHUHU.

Takum oOpa3om, y copta YibTpa 11 ecTh BEpOSITHOCTh HAIMUMSI TOJuMOpdu3Ma B

4-oMm sk30He Tena BT2-3D.

3.10 MoJiekyJasipHO-TeHeTHUYeCKUIT aHaau3 reHa TaGS2-2A

3.10.1 CexBenupoBanme rena TaGS2-2A

Jns ammmdukanuu mocieaoBaTenbHOCTH reHa GS2 Ha xpomocome 2A y 14

COPTOB HamMu ObuLTH momoOpanbl 6 map mpariMepoB (Tabmauma 19). Ilpaiimepsr



100

HO,Z[6I/IpaJII/ICL C INCPCKPBLITUEM M IOKPBIBAJIM HLCIMKOM IIOCIICA0BATCIBbHOCTh I'€HA C

IPOMOTOPOM M TEPMHUHATOPOM, a Takxke ero ¢rIaHKpuyromme peruonsl. Cxema

PACIIOJIOKEHUS IPAMMEPOB U 3K30H-MHTPOHHAS CTPYKTYpa I'€Ha MOKa3aHbl HA PUCYHKE

18. CtpykTtypa rena BirovaeT 11 3x30H0B U 12 UHTPOHOB.

Tabmuna 19 — IpaiiMepsl, mogoOpaHHBIC HA MOCIIEI0BATENILHOCTS TeHa GS2-2A

Ne O06o3HayeHNE TlocnenoBaTensHOCTB, 5'-3' Tm, °C | JnuHa aMIUIMKOHA, I1.H.
TaGS2-2A-F1 CTGACAAAGGGGTCCATCCATC 61

1 1598
TaGS2-2A-R1 GAGAAAATGATGGCTGCTCATCC 60
TaGS2-2A-F2 AATCAAGGGTACGCGTTCGATAG 61

2 501
TaGS2-2A-R2 GCATAAAGCACGTCCAGATGAAA 60
TaGS2-2A-F3 GATGAGCAGCCATCATTTTCTCC 60

3 1358
TaGS2-2A-R3 ATGCACCTACCGAGTCTACGATA 60
TaGS2-2A-F4 TTGTTCCGTGATGGCCTGAT 60

4 521
TaGS2-2A-R4 ACACACGGCAAGATATAATTGTAGA 58
TaGS2-2A-F5 CCAAGTGATCATCCTTTTGCTGT 59

5 618
TaGS2-2A-R5 AGATTGTTGTTTCTCACTCGCAA 59
TaGS2-2A-F6 AAGGTATTTCAAACAGGGCCTGA 60

6 1562
TaGS2-2A-R6 TCGTTTCTTCAGAGCTGAGAGAC 60
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TaGS2 — 2A (TraesCS2A03G1166300.2)
<« TaGS2-2A-R4
< TaGS2-2A-R3
< TaGS2-2A-R2
» TaGS2-2A-F1 < TaGS2-2A-R1 < TaGS2-2A-R5 < TaGS2-2A-R6
- — — — — — - — S
» TaGS2-2A-F2 » TaGS2-2A-F6
» TaGS2-2A-F3

+ TaGS2-2A-F4
+» TaGS2-2A-F5

0 1000 2000 3000 4000 5000
Position, bp

Pucynok 18 — PacnionoxeHue mogo0paHHbBIX TPaiiMepOB M SK30H-UHTPOHHAS CTPYKTypa reHa 1aGS2-

2A (TraesCS2A03G1166300.2)

3.10.2 Ioammopdusmbl rena TaGS2-2A

CexBennpoBanue [I[[P-ipoayKTOB ¢ NPUMEHEHNEM METOJ0B HOBOTO MOKOJIEHUSA
MO3BOJIWIIO BBISIBUTH Jiejenuio B 10 M.H., O KOTOPBIM pa3InyaroTCs J1Ba ajljIelis 3TOTr0
rena — TaGS2-2Aa u TaGS2-2Ab.

[Momumo amneneir TaGS2-2Aa m TaGS2-2Ab B pe3ynbrare KapTHPOBaHUS
npouTeHUd HaMu ObuM 3aUKCHUpOBaHBI €lle 3 «PEKOMOMHAHTHBIX» BapUaHTa
MOCJIEIOBATEILHOCTA TE€HA. Y copTa MIeHUIbl YiabTpa 11 Oblm 0O0HApyKeH ajiens,
omuskuii k TaGS2-2Aa (TaGS2-2Aa.l), a y coprta NIeHHIB AJITUTO — aJljielTb, OJTU3KHIA
k TaGS2-2Ab (TaGS2-2Ab.1). [Ipu 3TOM 00a «HOBBIX» AJJICIA OTIUYATIHCH OT OJM3KUX
uM u3BecTHBIX 10 1 SNP 1 1immHe KopoTkoro TanaeMHoro mostopa (T)N B MHTPOHE reHa,
KOTOpbIE MOTYT NMPUBOJUTH K HapyIIEHWIO CIulaiicuHra. Y coprta Bacca oOHapyxeH
«PEKOMOWHAHTHBINY ajiedb, MPUMEPHO TOJOBHHA KOTOPOTO COOTBETCTBYET aJLICIIO
TaGS2-2Ab, a ocrampHas yacth — amutento 1aGS2-2Aa. OmgHako, MaHHBIA PE3yJbTaT,
CKOpEE BCEro, SIBIIACTCS PE3yJbTAaTOM OINMOKMU OTbITA, CBS3aHHOW C (PparMeHTHOM

aMHHH(l)HKaHHCﬁ T'CHOB IJIs1 CCKBCHHUPOBAHMAL.
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3.10.3 Pa3zpaGoTka MoJIeKyJISAPHBIX MAPKePOB Ha ajljle/ibHble BAPDHAHTHI

rena TaGS2-2A

Jna unenTuduKanny ajuiedbHbIX BapuaHToB reHa 1aGS2-2A paspabortanu T11[P-
mapkep (STS), ocHOBaHHBII Ha ACTEKIIUU UHCIA B TPOMOTOPHOU 00J1acTH reHa. B xoze
IpeIBapUTEILHOTO aHaM3a HYKJICOTHIHBIX MocienoBarenbHocTelt TaGS2-2A Obuio
oOHapy’>KEHO, YTO JIBA OCHOBHBIX TalIoTHNa, 0003HaueHHbIX Kak 1aGS2-2Aa n TaGS2-
2ADb, paznnyarotrcs HanuyreM aeneruu JUTMHOM 10 map ocHoBaHUWil B mpomoTope. DTta
JIeNIeUsl  PaclojiokeHa npuMepHo B 570-573 HykneoTHaax BBIIIE CalTa Hadala
TPAHCKPUIIIUU U CITY>KUT IUATHOCTUYECKUM MPU3HAKOM IS pa3inueHus ayenent. J{is
aMIMpuKauy  (PIaHKUPYIOIIETO0 ATy JACNCHUI0 y4YacTKa ObUIM CKOHCTPYHPOBAHBI
npaiimepsl pGS2-2A-F u pGS2-2A-R, mocnenoBaTeNbHOCTH KOTOPBIX MOIOHPATUChH
TakKUM 00pa3oM, YTOObI OHU OBUIM KOMIUIEMEHTAPHBI KOHCEPBATUBHBIM PETHOHAM,
okpy>karorum e (Tadmuia 20). [TonuvepasHas 1eHast peakius ¢ HCIOJIb30BaHHEM
ITHX TpaliMepOB MPUBOIUT K 00Pa30BAHHUIO AMILTUKOHOB Pa3HOM JIJIMHBI B 3aBUCUMOCTH
OT ajuteNst: y 00pasnoB, Hecymux amiens 1aGS2-2Ab, npoaykr umeet amuny 182 mm.H.,
Torna Kak y Hocuteneit TaGS2-2Aa u3-3a Hanmmuus aeneruu (motepu 10 m.H.) o6pasyercs
oonee koporkuit (parment — 172 mH. (Pucynox 19). Takoe pazmuuue Jerko
JETEKTUPYETCSI C TIOMOIIBIO OOBIYHOTO ANIEKTpodope3a B arapo3HOM Telie, 4TO AeNacT
MapKep yI0OHBIM JIJIi MaCCOBOTO T€HOTHITUPOBaHMs. B pe3ynbrare Banugaui JaHHOTO
Mapkepa ObLIO MOATBEpkACHO Hamuuue amnens 1aGS2-2Aa y o0pasioB MIIEHUIIBI
Mmsrkon Anekcend, besocras 100, Epmak, Cuna, 3umtpa, Banentun 90, a Takke y copToB
tputukaie Jlyoner m Mynpen. Astenr 1aGS2-2Ab Obin oOHapykeH y 0O0pasioB

neHuIbl Markou I'pom, Ilamnama, m HoBocubupckas 67.

Ta6muma 20 — [TocegoBaTeTbHOCTH MpaiiMepoB Mapkepa Ha monmMop¢usM B reHe TaGS2-2A

Hazpanue Tun mpaiimepa INocnenoBarensHOCTH IpaiiMepa Annenu Pa3mep, n.H.

pGS2-2A-F IMpsamoit GGCCTCCGCTCCCATAAATATAA TaGS2-2Aa 172
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Hazpanue Tun mpaiimepa ITocnenoBarensHOCTE IpaiiMepa Annenu Pasmep, n.H.

pGS2-2A-R OO0patHbIi AACGCAACAGAGATTGAAGAAGC TaGS2-2Ab 182

12 3 45 6 7H20M

Pucynok 19 — IIpumep snextpodopesa TP npoxykra ¢ mapkepom Ha ren TaGS2-2A. Jlopoxkul,2,7
COOTBETCTBYIOT ajutento 1aGS2-2Aa (nanmmuue nenenun), 1opoxka 3,4,5,6 COOTBETCTBYIOT aJIJICITO

TaGS2-2Ab (oTcyTcTBHUE JIEITCIIUH)

3.10.4 Accoumanms ajjieIbHbIX BApUAHTOB reHa TaGS2-2A ¢ xo3s1iicTBeHHO-

IHEHHBIMH IIPU3HAKAMHU

C wWcrnoib30BaHHEM pa3padOTaHHOTO Mapkepa OBLIO TeHOTHUIHpOBaHO 917
00pa3IoB TMIIEHUIIbI, OTHOCsIMeCs K KojuiekiusiM u3 PI'BHY «Owmckuii arpapHblif
Hay4yHbId 1eHTp», HanuonambHOoro munentpa 3epHa wumenu ILII. JlykbsHeHko,
OenepanbHoro HMccnenosarensckoro nentpa «HemumHoBka», IloneBol omnbITHOM
cranunn PI'AY-MCXA wumenn K.A. Tumwmpszea, AO «lllénkoBo Arpoxum».

['enHoTunMpoBaHue mokaszano, uro amienb 1aGS2-2Ab Bcrpeuaercs B 60% 00Opasios
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cpeau Bcex Kosuiekiui, amienb 1aGS2-2Aa — B 33%, 7% oOpasioB — reTepo3uroThl.
CratucTryeckue JaHHbIC TOTYYECHBI 1J11 OOJBIITMHCTBA T€HOTUITUPOBAHHBIX KOJIJICKIIUMA:
03uMOU U sipoBoit mieHunsl 3 Omckoro AHI, PUJI ninennist, nmenuns: u3 HI3 um.
JIyKbsIHEHKO.

B ycnoBusix Omckoii obmactu B 2022 roay Ha KOJUICKIIMU SIPOBOM MIIEHHUIIBI
0JTHO(aKTOPHBINA AUCTIEPCUOHHBIN aHAINU3 BBISIBUII, YTO pacTeHus ¢ aienem 1aGS2-2Aa
UMeTHU I0CTOBepHO Oosee Bhicokyto Maccy 1000 3épen (+ 9%), Oosee MIMHHBINA KOJIOC
(+17%), Gospmiee uncio 3€peH B kosoce (+ 19%) u, kKak cieacTBue, 0ojiee BHICOKYIO
Maccy 3epHa ¢ kosioca (+ 30%) 1o cpaBHEHHIO C paCTCHUSMH, HeCyIITUMHU ajuiesb 1aGS2-
2ADb. B 2023 romy 3HauYMMBIE pa3Iuuns COXPAHUIMCh TOJIBKO 10 JJIMHE Kojoca: 10,8 cm
(+11%); mo apyruM mpu3HAKaM pa3indusl ObLTH CTATHCTUYCCKH HE3HAYHMBIMH.

B ycnoBusix Omckoii ob6nactu B 2023 roay Ha KOJIJIEKIIUH O3UMOM IIIISHUIIBI
YCTaHOBJICHO, 4TO ayuienb 1aGS2-2Aa accoruupoBad ¢ 60Jiee BEICOKOM Maccoil 3epHa ¢
kooca (+ 11%), m kak cienctBue Ooiiee BhIcOKOH Maccoit 1000 3epen (+ 4%) u
ypoxkaiiHocThio (+ 27%). B Tex xe ycnoBusx B 2024 roay TaGS2-2Aa BbISBHI
acCcoIMalliIo ¢ yBenudeHueM ypoxannoctu (+ 14,5%), oqHako Ipu 3TOM Y pacTeHUH ¢
ATUM aJUjIesieM HaOII0aI0Ch CHUKEHNE YhCia 3epeH B Kostocke Ha 4,5%. Kpowme Toro, y
PWJI nmmennmbr B ycnoBusix Mocksel B 2019 roay amnens TaGS2-2Aa accoruupoBad ¢
YCKOPEHHEM HACTYIIJICHUS KOJIOIIECHUS B CpeHEM Ha CyTKH. [lomydeHHbIe pe3yabTaThl B
COBOKYMHOCTU CBHUJETEIBCTBYIOT O TOJIOKHUTEIbHOM Bkiane amiens 1aGS2-2Aa B
MPOIYKTUBHOCTh, HECMOTPS Ha pa3HOHAMpaBlICHHbIE A(M(PEKTHI 1O OTACITHLHBIM
MpU3HAKaM.

[Tpu anamuze TaGS2-2A coBmectHO ¢ Tpanciokaiueid 1RS.1BL BeisicHunocsh, 4to
noyiokuTeNbHbIN ekt amnens TaGS2-2Aa 3HaYUTENBHO CHUJIbHEE MPOSIBISETCS Ha
done orcyrcTBus Tpancnokanuu 1RS.1BL. Hanpumep, y pactennii 6e3 TpaHCIOKaIMH
(rerotun 1BS.1BL) pa3nuia B macce 3epHa ¢ kojoca Mmexay 1aGS2-2Aa u TaGS2-2Ab
nocturana 56%, Torjaa Kak y paCTeHUI ¢ TPaHCIOKAalMeW 3Ta pa3HUIA COCTABIISIIA BCETO
18%. Ananornynas kapTrHa HaOmroAaMach 11t Macchl 1000 3€peH u IuHBI Kojoca. ITo
MOKET OBITh CBA3aHO C TeM, 4TO TpaHcaokanus 1RS.1BL oka3piBaeT HACTOIBKO CHIIBHOE

IMMOJIOKUTCIIBHOC BJIMAHWC HA IIPU3HAKHU, YTO OHA MACKUPYCT I[OHOHHHTGHBHI)Iﬁ BKJIaJ



amtens TaGS2-2Aa. Ilpu »TomM camasi BbICOKasi MPOIYKTHUBHOCTH 3a()UKCHPOBAHA Yy
pacTeHui, coueTarmx ogHoBpeMeHHO TpaHciaokaiuio 1RS. 1BL u annens TaGS2-2Aa,
HO pa3HUIlAa MEXIy TEHOTHUIIaMH C pa3HbIMH autensmu 1aGS2-2A B mpucyTCTBUU
TPAHCJIOKAIIMK Oblila HEOOJIBIIION M CTATUCTHYCCKH He3HaunMoi [16]. Bce 3Haummble
pasnuuns 00JaJany  BBICOKOM cTaTHCTHYEeCKOW jgoctoBepHocThio (p < 0,001).

Pe3ynbTaThl CTAaTUCTUYECKUX PACYETOB 10 3HAUMMBIM 3G eKTaMu IPUBEACHBI B TAOIHIIE

21,
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Tabmuma 21 — Dddexrsr aruteneit TaGS2-2Aa u TaGS2-2Ab Ha arpoHOMHUYECKUE IPU3HAKA

ITpusznak TaGS2-Ala + TaGS2-A1b + TaGS2-Ala + TaGS2-A1b +
1RS.1BL 1RS.1BL 1BS.1BL 1BS.1BL
2022 rox
Macca 3epHa C TJIaBHOTO KOJloca 1,3 1,1 1,4 0,9
(r)

Macca 1000 3épeH (1) 38,0 35,9 38,6 334

JlmrHa TIIaBHOTO Kojioca (CM) 9,7 8,5 9,9 7,8

YHCII0 KOJIOCKOB B TIIaBHOM 15,6 15,2 14,1 13,3

KoJjoce (IIT.)

UYuciio 3€peH B TIIaBHOM KOJIOCE 34,4 30,7 35,0 26,2
(mT.)

BricoTa pacrenus (cm) 95,1 98,2 99,3 86,0

ITeproa «BCXOIbI — KOJIOIICHUEY 445 42,8 40,8 40,7
(meit)

Ilepuona «Bcxoibl — BOCKOBast 83,2 83,5 81,8 81,7

CHenocTr (mHeil)

2023 rox,
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[Tpuznak TaGS2-Ala + TaGS2-A1b + TaGS2-Ala + TaGS2-41b +
1RS.1BL 1RS.1BL 1BS.1BL 1BS.1BL
Macca 3epHa C TJIaBHOTO KOJioca 1,0 1,0 1,0 0,9
(r)
Macca 1000 3épeH (1) 38,1 36,6 37,1 36,4
JlmiHa TIIaBHOTO KoJioca (CM) 8,5 7,9 8,2 7,1
Yuci10 KOJIOCKOB B TJIaBHOM 13,6 13,6 12,6 11,9

KoJjoce (IIT.)

Uwucno 3€peH B TJIaBHOM KOJIOCE 27,1 27,3 27,5 27,5
(mT.)

Bricora pacrenus (cm) 80,0 81,1 74,2 78,1

[Tepro «BCXOIbI — KOJIOIICHUE) 44 4 441 43,0 42,0
(nHeit)

[epron «BCX0OBI — BOCKOBas 83,0 82,7 81,8 80,1

CHenocTry (nHeil)

3.11 MoJaexkyasipHo-reHeTHueckuii anaau3 rena TaNGR5-1D

3.11.1 CexBenupoBanue rena TaNGR5-1D

Jnst ammnudukanuu nocieaosarenbHoctd reHa NGRS Ha xpomocome 1D y 14
COpPTOB OBLIM MOA00paHbl 8 map mpaiimMepoB (Tabmuma 22). IpaiiMepbl MoAOHPATUCh C
NEPEKPBITUEM M TMOKPBIBAIA LIEJIMKOM IOCIEAOBATENIBHOCTh T€HA C MPOMOTOPOM M
TEPMUHATOPOM, a Takke ero (QuaHkupyromue peruoHbl. Cxema pacrooXeHUs
npaiiMepoB U 3K30H-MHTPOHHAS CTPYKTypa T'eHa moka3aHbl Ha pucyHke 20. CtpykTypa

reHa BKIo4YaeT 9 3k30HOB M 9 MHHTPOHOB.
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Ta6muia 22 — [paitmepsl, mogoOpaHHbIe Ha nTocienoBareabHOCTh TeHa NGR5-1D

No O603HaueHue ITocnenoBatenbHOCTD, 5'-3' Tm, °C | JInnHa aMIUTHKOHA, I1.H.
TaNGR5-1D-1F ACGGGGATACACACATAGTACA 58

1 1535
TaNGR5-1D-1R GAGGGAGTATAAGGTGGCCAAAA 60
TaNGR5-1D-2F TAGCCTGGGAGATGAGATCTGAT 60

2 1568
TaNGR5-1D-2R AACAAGAGCTGAATGGCGTTAG 59
TaNGR5-1D-3F CACGGCACAACAATCTTGCA 60

3 638
TaNGR5-1D-3R CAGACTAATTAGCTCAGTTTCACCA 59
TaNGR5-1D-4F GCTAACGCCATTCAGCTCTT 59

4 1708
TaNGR5-1D-4R AGGTACTTGTATTACTACGAAGGC 58
TaNGR5-1D-5F CCCATGGTGAAACTGAGCTAATTA 59

5 1658
TaNGR5-1D-5R TGACGGTTTATGTCGCGAAA 58
TaNGR5-1D-6F TGGGCCTTCGTAGTAATACAAGT 59

6 1201
TaNGR5-1D-6R TCAGCATTTCAGATTCAGCAGAA 59
TaNGR5-1D-7F TTTCGCGACATAAACCGTCA 58

7 2445
TaNGR5-1D-7R ACACTCGCTCCTTGCTTTTCTAA 60
TaNGR5-1D-8F CGGGAACAAGGCAATTCATCTTT 60

8 629
TaNGR5-1D-8R TGTCATAGTGAATATGGGGGCTG 60
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TaNGR5 — 1D (TraesCS1D03G0590300)

~ TaNGR5-1D-4F ~ TaNGR5-1D-8F
+ TaNGR5-1D-3F + TaNGR5-1D-7F
» TaNGR5-1D-2F » TaNGR5-1D-6F
~ TaNGR5-1D-1F ~ TaNGR5-1D-5F
- - — -—— -
- TaNGR5-1D-1R ~ TaNGR5-1D-5R
« TaNGR5-1D-2R < TaNGR5-1D-6R
~ TaNGR5-1D-3R « TaNGR5-1D-7R
~ TaNGR5-1D-4R - TaNGR5-1D-8R
0 1000 2000 3000 4000 5000 6000 7000

Position, bp

Pucynok 20 — PacnionoxxeHue mogo0paHHbBIX ITpaiiMepoB 3K30H-UHTPOHHAs CTpyKTypa rena TaNGR5-

1D (TraesCS1D03G0590300)

3.11.2 Ioaumopdusmbl rena TaNGR5-1D

B pesynbrate KapTUpoBaHUS KOPOTKHUX TPOYTEHHM Ha pedepeHCHYIo
MOCJICIOBATEILHOCTh OBLTO OOHapyx)eHo Bcero ymmib 2 SNP mnpuxomsmmxcs Ha
HEKoJupymoImue obnactu reHa. 1o 3ameHa €.556+109C>T B 6-m uHTpoHE y copTa
mmenuisl bezoctas 100 u 3amena €.*190T>C B mocneauem, 10-M dK30HE, MOIHOCTHIO
pacrosjokeHHoM B 3'-HeTpaHCIUpyeMOM o00JacTH TeHa y copTa IMIICHUIIBI
HoBocubupckas 67. Takum oOpa3oM, y OOJBIIMHCTBA W3YYEHHBIX COPTOB MIICHUIIBI
nocnenoBarenbHOCTh reHa NGR5-1D He otinuaetcst oT pedepeHcHOi, a 00HapyKEeHHBIE
y 2 COpPTOB MYTallMH, CKOPEE BCEro, HE3HAYUTEIHHO BIUSIOT Ha (HYHKIIMOHUPOBAHUE

rcHa.

3.11.3 Pa3pa6orannnie mapkepbl TaNGR5-1B

Tak kaK y OOJIBIIMHCTBA U3YYEHHBIX COPTOB MIIICHHIIBI TTOCIICIOBATEIFHOCTD TeHA
NGR5-1D nHe omimuanack OT pedepeHCHON ObUTM OIICHEHBI TOCIIEIOBATEIHHOCTU
TOMEOJIOTOB 3TOTO T'€Ha HAa OCHOBAHWHU TOCJIEIOBATEIBHOCTEW W3 0a3 MaHHBIX. bbul
oOHapy>KeH WHJIET JJIMHOM 4 HyKJIeoTHaa Ha pacctosiHun 570-573 m.H. OT caiiTa Havana
TpaHckpunimu B romeonorudHoM reHe NGRS-1B. Ha pannsii momumopdusm Obul
paspaboran KASP-mapkep (Tabmuna 23). laHHbI MapKep pa3jidyacT JBa IaljoTHIIA.

[Nannotun ¢ Hanmmuwmem npenennu Obur HasBaH PNGRS-1Ba, m malinen B 5 oOpasmax
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MATKON TiieHuibl (Oonee peaxkuit BapuaHT). ['amioTun ¢ OoTCyTCTBUEM Jenenuu ObLI
Ha3BaH PNGR5-1Bb u Obu1 oOHapykeH y 9 00pa3loB MSATKOH IMIICHHUIIBI, a TaKKE B
MIOCJICIOBATEIBLHOCTAX U3 0a3 JaHHBIX CIEIbTHI, TBepAoi mmeHuIb! (Kronos) u aukoi

noJsosl (Zawitan).

Tabmuua 23 — I[TocnenoBarensHoctu npaiimepoB KASP-mapkepa na nonmumopdusm B rene TaNGR5-1D

Hasanue | Tun npaiimepa | XBocT npaiiMepa [TocnenoBarensHOCTH NpaiiMepa Annenun
ITpsmoit-FAM PNGR5-
GAAGGTGACCAAGTTCATGCT | GCAACATTAACACGGATGTAGCC 1B
a
PNGR5-
ITpsmoit-HEX pPNGR5-
1B GAAGGTCGGAGTCAACGGATT | GCAACATTAACACGGATGTAGCA

OO6patHsbIi - AGGTGTACTGCGCTGCATAT -

3.11.4 Accoumanus anjieabHbIX BapuanToB rena TaNGR5-1B ¢

XO3HI7[CTBCHHO-]_[€HHI)IMI/I NPpU3HAKaAMHU

Pa3paboTannbiii Mapkep HUCIOJIB30BAaH ISl TeHOTUNHpOBaHusA 892 o0pasios
nmeHubl w3 kouiekiuid  DOI'BHY  «OMmckuii  arpapHblid  Hay4HBIM  LEHTPY,
HarmmonanbHoro nientpa 3epHa umeHu ILIL Jlykesaenko, AO «IIlénkoBo Arpoxum»,
KACHB. Craructudeckue AaHHBIE MOJTYYEHbI i1 KOJUIEKUHUA SPOBOM U O3UMOM
rmmeHunsl u3 Omckoro AHII, a Taxoke ns komnekuuu KACHB.

CratucTuyecku OCTOBEPHBIE AacCCOIMAIMKM ObUIM OOHApPYXEHBI B KOJUICKIIUU
copToB sipoBoi mmeHunbl 13 OMmckoro AHI B ycinoBusix Omckoii oomactu B 2022 rony.
Ycranosneno, uro amens PNGRS-1Ba Bbi3biBaeT 3a1ep:KKy HACTYIUICHHS KOJIOIICHUS
Ha 4 JOHS W HACTYIUICHHME BOCKOBOM cHeilocT Ha 2 nHs, a B 2023 romy 3aaepxkKy
HACTYIUIEHUS KOJIOLICHUSI U BOCKOBOM cmenoctd Ha 2 aHs. [Ipu stom B 2023 rony

ypokaiftHOCTh Obliia Ha 14% BbilIe.
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Ha komnexumu o3umoin mmenunpl u3 Omckoro AHIL B 2024 romy Ttakke
YCTaHOBJICHA 33/IepKKA HACTYIUJICHUS KOJIOUIEHUs Ha 2 THA Y 00pa30B, HECYIIUX aJUIelb
PNGR5-1Ba, mpu 3ToM 3TH e 00pa3ibl UMEIH JTOCTOBEPHO Oojiee ATUHHBIA KOJIOC
(+9%).

Pe3ynbrarel cratuctuyeckux pacdetoB Ha kojuiekunun KACHDB nokaszanu, 4to
amnens PNGRS5S-1Ba oka3piBaeT SPKO BBIPAKEHHBIM TMOJOXKHUTENbHBIN 3PQexT Ha
MPOJYKTUBHOCT. Y POKAMHOCTh PACTEHUH € 3TUM aljiesieM B cpenHeM Ha 15,7% Boime
B ycnoBusix Kyprauckoit obmactu, Ha 31,2% Bbiiie B ycnoBusix OMCKo# 0061acTi U Ha
38,7% Boiie B ycaoBusax YemnsiOunckoit o01actu, yeM y Hocurenei aiens pPNGR5-1Bb,
YTO COTJIACYETCs C pe3ysibTaTaMu, MOJyuYeHHbBIMU HaMu B OMckoii ooactu B 2023 roay
Ha spoBor mmenHwre. [lomumo ypokaitHocTH, amwtens PNGRS-1Ba cratuctudecku
3HaYMMO aCCOLMUPOBaH C MOBbIIIEHHEM Macchl 10 K010CheB 10 00M0JIOTA, B CPEAHEM Ha
17% B ycnoBusix Omckoit obnactu u Ha 21,4% B ycioBusx YemsiOunckoi oOiacTu.
Macca 3epna ¢ 10 komockeB Tarke Oblia Bbimie y Hocuteneir PNGR5-1Ba: na 18% B
ycnoBusix Omckoi oomactu u Ha 23,9% B ycnoBusax Yensiounckoit obmactu. Kpome toro,
ormeueHo yBenmdeHue macchl 1000 3€pen Ha 12,8% y o0pa3iioB, HECyIUX auieihb
PNGR5-1Ba B ycnoBusix UensionHckoi obnactu. OqHAKO HApsAy C MOJOKUTEIHHBIMU
apdexTamMn Ha MPOAYKTHUBHOCTH, Hammume aymens PNGR5-1Ba zamemnsano pa3sutue
pacteHuit B cpeaHem Ha 1,6% B Omckoit obmactu u Ha 2,4% B UensaOuMHCKOH 00macTH.

3nadyeHus p-value mist 3HauMMbIX 3G GEKTOB MPUBEICHBI B Ta0HIIE 24,

Ta6muna 24 — Dddexrsr auteneit pPNGR5-1Ba u pPNGR5-1Bb Ha arpoHOMUYecKue Mpu3HaAKU

Jlokanuust [TpusHak Amnenb Cpennue Pasnnua Pasuuiia p-value
re’a 3HAYEHUS MEXITY MEXKITY
[pU3HAKA aJUIeIIIMU ajrensamu, %
Kyprau YpoxaitHocTs, r/m’ pNGR5-1Ba 368,2
50 15,7 0,001
pNGR5-1Bb 318,2
Omck Yucno gueii Bexomsl- | pPNGR5-1Ba 38,5
KOJIOIIICHHE 15 4 0,003
pNGR5-1Bb 37,0
Yucno nHeH BCXObI- pNGR5-1Ba 1015 16 16 0005
CO3pEBaHME PNGR5-1Bb 99,9 ' ' '
YpoxkalHOCTE, I/M? pNGR5-1Ba 330,8
78,8 31,2 2*108
pNGR5-1Bb 252,1
Macca 10 Ko0CBeB 10 pNGR5-1Ba 15,1 23 0
, 17 1*10
o6monoTa, r pNGR5-1Bb 12,9

pPNGR5-1Ba 11,2 18 18 1,7*10°%
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Jlokanus IIpusnax Annens Cpennue Paznuna Pa3nuna p-value
reHa 3HAUCHUS MEXKIY MEXKILY
IpU3HAKa aJLIeNIIMU ayutensiMy, %
Macca 3epna ¢ 10
KOJIOCBEB, T PNGRS-18Bb 9
Yenabunck Yucno guel BCXOIbI- pNGR5-1Ba 90,2
CO3peBaHue 2,1 2,4 59*10%
pNGR5-1Bb 88,1
VpoxkaiiHOCTh, I/M? pNGR5-1Ba 4173
116,5 38,7 8,9 * 10
pPNGR5-1Bb 300,8
Macca 10 komocses 10 | pPNGR5-1Ba 11,9 6
2,2 21,4 1*10°
obmonoTa, r PNGRS5-1Bb 9,8
Macca 3epna ¢ 10 pNGR5-1Ba 8,8 7
1,7 23,9 410
KOJIOCkEB, T PNGR5-1Bb 7.1
Macca 1000 3epen, r pNGR5-1Ba 33,9
3,9 12,8 8*10°
pNGR5-1Bb 30,04

3.12 MoJsekyJisipHO-TeHeTHYecKui aHaau3 reia TaAMT-2B

3.12.1 CexBenupoBanue rena TaAMT-2B

Jist ammmmdukanuu nocienoBatenbHoctd reHa AMT Ha xpomocome 2B y 14

COpTOB ObLITM TI0/100panbl 4 mapel npaiiMepoB (Tabnuia 25). [Ipaiimepsl moadUpaIUCh C

MNCPEKPLITUEM H IIOKPLIBAJIW HCJIMKOM IIOCJIICHOBATCIbHOCTh I'€Ha C IIPOMOTOPOM H

TEPMUHATOPOM, a TaKXke ero (QuaHkupyromme peruoHbl. Cxema pacrooXKeHUs

npaiiMepoB M IK30H-UHTPOHHAS CTPYKTypa T'eHa moka3anbl Ha pucynke 21. Ctpykrypa

reHa BkJoyaeT 1 sk30H. PazMep amiuinkoHa, MoIy4yeHHOTO ¢ nmapoil npaiimepoB Nel y

copTa AJIeKCerd OTINYAJICS OT 0KMIa€MOT0 U COCTABIISUT MpuMepHO 429 map oCHOBaHUH,

YTO CBUACTCIILCTBYCT O HAJIMINHU prr[HOfI JACICHUHN.

Tabmuua 25 — IIpaiimepsl, mogobpaHHbIe Ha MocieaoBaTenbHOCTh reHa AMT-2B

Ne maps1
. O6o3HaueHue [TocnenoBarenbHOCTH, 5'-3' Tm, °C | JInvHa aMIUTMKOHA, I1.H.
paiMepoB
TaAMT-2B-1F GATGTGTTCAGCCTTTTCGTTCA 60
1 609
TaAMT-2B-1R CTAGTTTCTCGCACTCTTCTGGT 60
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No napsr
. O6o3HaueHne ITocnenoBarebHOCTh, 5'-3' Tm, °C | JnuHa aMIUIMKOHA, I1.H.
npaiiMepoB
TaAMT-2B-2F GATCTCGCACGTGAATCTCAAAG 60
2 1795
TaAMT-2B-2R CCGAGACGAAACCGCAGATG 61
TaAMT-2B-3F TCCAACGGGTTTATCGGGAAG 60
3 1769
TaAMT-2B-3R GTAGCCGTCAGTTGTGTGTAAAC 60
TaAMT-2B-4F CGTTCTATCGAGCATCACTTTCG 60
4 569
TaAMT-2B-4R GACATTGTTTAGGAGACGTCTGC 60
TaAMT — 2B (TraesCS2B03G0984000.1)
- TaAMT-2B-2F -= TaAMT-2B-4R
- TaAMT-2B-1F - TaAMT-2B-2R - TaAMT-2B-3R
| I
- TaAMT-2B-1R - TaAMT-2B-3F - TaAMT-2B-4F
(I) 5(IJO 10I00 15‘00 20I00 25IOO 30r00 35I00
Pasition, bp

Pucynok 21 — PacnionoxeHne mojo0paHHBIX MpaiiMepoB M SK30H-UHTPOHHAS CTPyKTypa rera TaAMT-

2B (TraesCS2B03G0984000.1)

3.12.2 MMoaumoppuszmsl rena TaAMT-2B

MHorounciaeHHple OTIWYHS B TeHE TpaHcropTepa ammonus AMT-2B
(TraesCS2B03G0984000.1) ot pedepeHcHOro reHoMa ObUIM OOHApPYKEHBI y copTa
MIIEHUIBI AJIeKCend. Y BCEX OCTAIBHBIX COpPTOB B reHe TaAMT-2B He Oblno HaiiaeHo
oTiHumi oT pedepeHcHoro renoma Chinese Spring.

[To pe3ynbratam KapTUPOBaHUS KOPOTKHUX MpoUTeHUil Ha pedepenc, ren TaAMT-
2B y copra nieHuIsl AjeKkcend OTIInYaics o 4 OJHOHYKJICOTHAHBIM MOIUMOphU3MaM
(SNP) 1 oHO#1 5-HYKJICOTHIHOM WHCEPITUHN B IPOMOTOPE, IBYM CHHOHUMHUYHBIM SNP B

oenok-konupytomei yactu resa, SNP u 3-nykneoruaHoi aenenuu B 3'-HEKOAUPYIOLIEH
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obnactu reHa u 4 SNP u 3-nykneotuaHoi neneunn B repmunarope. [pu anexrpodopese
[TIIP-tponyktoB reHa TaAMT-2B y copra Anekcenmd OblT OOHapykeH (parMeHT
M3MEHEHHOIO0 pa3Mepa, 4TO MO3BOJMWJIO IPEAINONOKUTh HAIMYNAE KPYIHOW JEIEHUU.
CeKkBEeHHUPOBAHUE ATOT0 y4acTKa MOATBEPAUIIO Aenenuto pazmepom 160 m.H. BeposiTHo,
JTaHHBIN pefakuil moauMopdu3M yHacaenoBaH ot JuHuu Jlrorecuenc 293551, kotopas
IPUCYTCTBYET B POJOCIOBHOM copTa Anekcend. DTU MOIUMOPPU3MBI MOTYT BBI3BIBAThH

HapyHICHUC TPAHCKPHUIIIWHU, B TOM YHUCJIC IIPUBOANUTH K HOKAYTY I'CHA.

3.12.3 PazpaGorannbie Mapkepbl TaAMT-2B

Ha BbIsBIEHHYIO KpyIHYIO Jeleluio y copra Auiekcend Obul pa3paboTaH
MoneKyispHbid [P mapkep, O3BOJISIIOIINET 1€ TEKTUPOBATH JAHHBIA UHJEI C IIOMOILBIO
anekTpodopesa B arapo3HoM rene. beun momoOpansl mpaiimepnl (Tabmuma 26). YV
o0pa3IoB, HE HeCcylux Jenenuu aMmmuduuuponaicsa ¢gparmedHt 500 m.H., y copta

Anekcend, HECYIIETO Aenenuto, ammmduiupoaincsa @parmeHT 340 m.H. (PucyHok 22).

Tabmmma 26 — [TocegoBaTeIbHOCTH MpaiiMepoB Mapkepa Ha monuMop¢usM B rene TaAMT-2B

Ha3Banue Tun npaiimepa | [locnenoBaTenbHOCTh panimMepa Annenu Pasmep, n.H.

PAMT-2B-F | IIpsimoit CATCACCATCTCTAGAGGCAACA | pAMT-2Ba | 500 (aet nenerun)

pAMT-2B-R | OGparnsIit TATCGTGTGGTGACGATGGTTTT | pAMT-2Bc 340 (ectpb menenus)



340 n.H.

Pucynok 22 — IIpumep snexrpodopesa [1LIP npoxykra mapkepa TAAMT-2B na coprax: 1. Cuna,
2.3umTpa, 3. Bacca, 4. Anturo, 5. I'pom, 6. Anekcend. Jlopoxku 3, 4 coorBeTcTBYIOT aymeto S00
(orcyrcrBue aenenuu 160 1m.H.), 1opoxka 6 coorBeTcTBYIOT ayiento 340 (Hanumaue aeneruu 160 1m.H.),

OCTAJIBHBIC JOPOKKHU OTHOCATCA K I'CTCPO3UTOTAM.

3.12.4 Accoumanus ajajieJbHbIX BapuaHToB reHa TaAMT-2B ¢

X0351ICTBEHHO-IIEHHbIMH IMPpU3HAKAMHA

Pa3paboTtannsiii Ha kpynHYyo aenento TaAMT-2B mapkep ObLT HCTTOIB30BaH TSI
TEHOTUIHPOBaHUs 762 oOpa3uoB mieHuIsl u3 kosueknnit ®I'bHY «OMmckuit arpapHbIit
Hay4yHbll 1eHTp», HanumonaneHoro unentpa 3epHa umenu ILII.  JlykesHeHko,
OenepanbHoro HMccnenoBarensckoro neHtpa «HemumHoBka», IloneBol omnbITHOM
craniuu PITAY-MCXA umenu K. A. Tumupszera, AO «lllénkoBo Arpoxum», KACUB,
a Takke 00paslbl OTHOCSIIMECS K MOIMYJSIUU PEKOMOMHAHTHBIX MHOPEIHBIX JIMHHUM
nirenuipr Chris Mutant x P1518620.

[Ipu omenke acconuanuii MEXAy T€HOTHNAMH W (EHOTUIIaMH OB BBISBIICH
abdext rena TaAAMT-2B Ha conepskanue Oenka B 3epHe: Hanwuue ayenst PAMT-2Ba
YBEJIMUMBAET €ro cojiepxaHue B 3epHe Ha 0,52 MpPOLEHTHOTO MyHKTA, YTO COCTABIISIET

3,9% otHOCHTENbHO HOCUTENeH PAMT-2Bb B ycnoBusix Mockssl B 2020 roy.
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OOnapyskeHbl TOJOKUTENbHBIE 3hdexTol amienss PAMT-2Bb wa kosrekmnun
apoBoil mmeHuipl 3 Omckoro AHII, xotopyto onenuBasim B 2022 u 2023 romax.
[IpucyrtctByet cnaboBbipaskeHHbIN 3¢ ekt Ha maccy 1000 3epeH, y 00pasmoB ¢ amienem
PAMT-2Bb cpeanee 3Hauenue nanHoro npusHaka Ha 6,8% aimie B 2022 roay u Ha 9,7%
B 2023 romy, ueM y o0pa3noB ¢ anbTepHaTuBHBIM ayvieneM (PucyHok 23). Kpome Toro,
3HAYUMBIH 3 ekt HabIoaICcs Ha TPU3HAK MAcChl 3epHa ¢ Kojoca, ayutens PAMT-2Bb
npuBOAMI K yBenuueHuto Maccel Ha 11% B 2023 romy. I'en TaAMT-2B Takke
aCCOIMUPOBAH C YPOXKAWHOCTBIO, Y COPTOB, cojaepkamux auieias PAMT-2BDb, ona Oblia
Boimie Ha 13% B 2022 roay. 3naucHus p-value mis 3HaunMbIX 3¢ (GEKTOB PUBEICHBI B

tabmnurie 27.

Tabmuna 27 — Bimsaus aieneir pPAMT-2Ba u pAMT-2Bb Ha npoykTHBHbBIC MPU3HAKKA U KA4ECTBO

3epHa
ICon, Toxarust [pusHak Annens Cpennee 95% ClI p-value
pAMT-2Ba 34,90 33,78 — 36,02
Macca 1000 3épen, T 0,0188
pAMT-2Bb 37,28 35,67 — 38,60
pAMT-2Ba 1,095 1,008 -1,178
Macca 3epHa ¢ KoJjoca,
Omck, 2022 0,949
r
pAMT-2Bb 1,090 0,961 -1,175
pAMT-2Ba 2,624 2,430-2,809
0,0393
YpoxkaliHOCTb, T/Ta
pAMT-2Bb 2,968 2,762-3,184
Omck, 2023 Macca 1000 3épen, T pAMT-2Ba 35,31 33,86 — 36,40 0,0019
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Pucynok 23 — Dddexrt ayuteneit rena TaAAMT-2B na maccy 1000 3epeH B KOJUIEKIIMU SPOBOM MIIIEHUIIBI

u3 Omckoro AHI (183 o6pasua) B 2023 romy.

pAMT-2Ba

Annens

pAMT-2Bb

["ox, nokarus IIpusnak Annens Cpennee 95% CI p-value
pPAMT-2Bb 38,73 37,66 — 39,98
pAMT-2Ba 0,969 0,917 - 1,020
Macca 3epHa ¢ kojoca,
0,0269
r
pPAMT-2Bb 1,075 1,014 -1,172
pAMT-2Ba 13,70 13,52 - 13,92
Copepxanue 6enka B
Mocksa, 2020 0,024
3epHe, %
pAMT-2Bb 13,18 12,94 — 13,50
Macca 1000 3epeH
pAMT-2B
P-value =0.00191  °
40 Z o0
e ° QO£°
o %
# o 2 ©
° 859, ?
5 35 [EO ° °
§ 0,0 o
é 30
25 °
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4. O0cy:xnenue

4.1 3aBucumocth 3¢ PekToB a/Ies el reHOB a30THOT0 00MeHa 0T

Ir¢eHETHICCKOI'0 (l)OHa

PabGoTa ycTpoeHa kak MpoBepKka OAHOTO Kjacca TUIOTE3: COXPAHHWIOCH JH Y
MSATKOM MIIEHHUIBI U TPUTHKAJE aJUIEIbHOE pa3sHOOOpa3sue B IeHaxX, BOBJICUYEHHBIX B
TPaHCHOPT, ACCUMHWIALIMIO U CUTHAJIMHI a30Ta, M CBA3AHO JHM OHO C XO35MCTBEHHO-
LEHHBIMU IpU3Hakamu. Pe3ynpraT IIaBel 3 OTBEYaeT Ha J3TOT BOMNPOC JBOSKO.
Pa3HooOpa3ue coxpaHuiIoch, HO €ro BKJaJ B NPHU3HAKH B OOJBUIMHCTBE CIy4acB HE
CaMOCTOSITEJICH: BEJIMYMHA, @ MHOIZAa M 3HAaK 3(QeKxTa onpenesnstoTcs: auieIbHbIM
COCTOSIHEM JIPYroro reHa — reHa KOpOTKOCTEOEIbHOCTH, T€Ha (POTONepruoIndecKon
gyBcTBUTENRbHOCTH PPd-D1 vtn HanmmumeM niieHunYHO-prkanoi Tparciokanuu 1RS.1BL.

Takast yCIIOBHOCTB HE SIBISIETCS METOAMYECKON HEylaueil — OHA MpeacKazyema U3
TOTO, KaK YCTPOEHA PEeryJisiliisg a30THOrO0 0OMEHa Yy 371aKoB. J[Ba KIHOUYEBBIX PEryJsTopa,
MOKa3aHHbIE )i puca, padoTaloT yepe3 OAuH U TOT ke y3en — 6enku DELLA, To ecTh
yepe3 Ty e TOYKY, B KOTOpPOH JAEWCTBYIOT MYTallUU KOPOTKOCTEOEIbHOCTH.
Tpanrckpunimonssiii Gpakrop GRF4 sBnsercs anraronuctom DELLA B xoopauHauu
pocta U MeTaboiu3Ma a3zoTa W yriepona: mosbliieHue cootHomeHus: GRF4/DELLA
OJIHOBPEMEHHO YBEIMYMBAET MOTJIOIIEHUE U ACCUMUIJISALIUIO a30Ta U COXPAHSAET BBICOKYIO
YPOKAMHOCTh y TOJYKapJIUKOBBIX copToB [12]; ToT ke GRF4 neticTByeT uepe3 dakTop
MYBG61, ycunuBarouii HCIoab30BaHue a30Ta U HakomieHue ormomaccel [120]. Bropoii
peryinstop, NGRS, cradunuzupyercs Oenkamu DELLA wu gerpaaupyer mnpu
ru00epeNIMHOBOM CUTHAJIMHTE; IMEHHO MOATOMY Y MOJIyKapJIMKOBBIX COPTOB «3€IEHON
pesomonn» NGRS HakamimBaetcst cuibHEe W a30T-3aBUCUMOE KYIIEHHE Y HUX BBIIIE
[24]. WubiMu cnoBamu, aiisi ABYX HE3aBHUCHMBIX PETYJIATOPOB a30THOTO OOMEHa B

JIMTCPATYpPC HIPAMO IMOKA3aHO, YTO MX KOJIMYCCTBO M AKTUBHOCTH 3aBUCAT OT CTATyCa

DELLA.
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OTcroga cneayeT mpoBepsieMoe NpeCKa3aHne: y pacTeHUH, pa3IUIaromuXcsl Mo
aJlIeNIIM reHoB KopoTkocTeOeapHoctu — a Rht-Blb, Rht-Blp (Rhtl7) u GonpmimuCcTBO
ruO0epeIMH-HeUyBCTBUTEIBHBIX MYTaIli MPEJCTABISIOT COOOM TPEKIeBPEMEHHBIN
CTOI-KOJOH B oOmactu, koaupyromei gomedn DELLA [136], — sddexTsl amnenbHbIX
BAPUAHTOB TE€HOB a30THOr0 OOMEHa JOJDKHBI pasiuuarbes. B Hamel pabote 3TO
npejcKa3zaHue monaTBepxaaeT B3aumozeiicteue Ddwl x TaGRF9-6A y tpurukane
(Tabmuua 11). 'er Ddwl me 3atparuBaer cam Oenok DELLA, HO kak ru0OepeinH-
YyBCTBUTEIBHBII TEH KOPOTKOCTEOCIBHOCTH CHIIKAET COJCpKAHUE aAKTHBHBIX
ru00epemumnoB [145], uro Beaér k Hakomtennto DELLA u, cienoBaTenbHO, CABUTACT
TOT K€ peryisTopHblii y3en. CoBmajeHue TMpefcKa3aHusi, BBIBEJCHHOTO U3
MOJICKYJIIPHBIX JTaHHBIX II0 PHCY, C pe3yJbTaToM, IOJYYCHHBIM Ha TPHUTHKAJE,
COCTAaBJISIET OJMH U3 OCHOBHBIX PE3YyJbTAaTOB PAOOTHI.

Btopoit pon, Ha koTOpoM 3(PEeKThl OKa3aIUCh YCIOBHBIMH, — CPOKH Pa3BUTHUSL.
Bzaumopeiicteus Ppd-D1 x TaNLP3-3B no gate nserenus u Ppd-D1 x TaBT2-3A mo
nate KojomieHus (Tabnuisl 8, 17) o3HayaroT, YTO BKIAJ aielsi B MPOIYKTUBHOCTh
YaCTUYHO OTIOCPEIOBAH TEM, B KaKO€ KAJICHIAPHOE OKHO TOTAAf0T KPUTHIECKHE (ha3bl.
D10 coriacyercss ¢ oOImIeld KapTHHOW IS a30THOTO OOMEHa, IJie TOTJIOIICHUE |
peMoOmIM3anys a3ora KECTKO MpHUBA3aHBI K ¢aze pa3Butus [3], a aKTHBHOCTH
mnactuagHon GS2 W peacCUMIUISIIMS  a30Ta  CMEIIAKOTCS  TOCJE€ IBETEHUS K
peMoOUIM3aIMKi U3 BereTaTuBHBIX opraHoB [3,94]. CaBur ¢eHoNoruyd Ha JIBa-IIECTh
JTHEH MEHseT COOTHOIIeHuEe (a3 Co Cpelol, U TMOTOMY MEHSET pealn3aliuio JIF000To
ayiensi, paboTaroIero B a30THOM OOMEHe.

Tpertuii pon — Tpancnokarust 1RS.1BL, mackupyromas a¢dext TaGS2-2A. 3nech
Mexanu3M mnpomie U He cBszaH ¢ DELLA: 1RS.IBL Hecér kpymHbii OJOK TI'€HOB,
MOJIOKHUTEIIPHO BIIUSIONINX HA 3JIEMEHTHI IPOIYKTUBHOCTH, YCTOWIMBOCTh K MMATOTeHAM
M 3aCyXe M Ha CKOPOCTh cTapeHus jqucta [17], u e coOcTBeHHBII 3P EeKT MPEeBOCXOIUT
3 PeKT OTIAEIBHOTO JOKyCa a30THOrO0 OOMeHa. SIBjieHue MacKUpoBaHHS C1aboro
s dexTa CHIIBbHBIM — 00IIIee JIJIsT B3aMMOJICHCTBHI TaAKOTO POJIa, U OHO YK€ OMUCAHO IS

I€HOB KOPOTKOCTEOEIIbHOCTH, BEpHAIU3AUHU U (OTONEPUOIU3MA.
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B cooTBercTBUM € 3TUM, MapKEP-OPUEHTUPOBAHHBIN OTOOP IO JIOKYCaM a30THOTO
oOMEHa cllelyeT BECTH C OJIHOBPEMEHHBIM KOHTPOJEM aJUICIbBHOTO COCTOSHUSA
MIEPEYUCIICHHBIX T€HOB, @ BETUYUHBI 3P(PEKTOB, MOTyUYeHHbIE HA OJHOM (OHE, HEb3s

IICPCHOCUTDL Ha ,Z[perfI. Hwxe 3170 moka3aHo Ha Ka>XJI0M I'CHC B OTACJIbBHOCTH.

4.2 TaPARG-2A: npoTuBopeune Mexay NPOrH030M (PYHKIMOHAJIBLHOCTH H

PACNPOCTPAHEHHOCTBIO AJLJIeJIA

['en PARG-2A xomupyroT TpaHCKpUTIHOHHBIE akTopsl cemeiictBa AP2/EREBP.
Jns nByx reHoB TaPARG mnmieHuibl moka3zaHbl IuieHoTporHble 3(PGeKThl Ha
aApXUTEKTYPY PACTEHUS U MPHU3HAKH MPOAYKTHBHOCTH, MPUIEM CBEPXIKCIIPECCHS Y PHica
CHU)KaJIa BBICOTY PacTeHUs, 3aBA3bIBAEMOCTh ceMsiH U Maccy 1000 3épeH u ycunmBaia
kymienne [7]. Halinennas B Hacrosmieid paboTe HeCHHOHMMHYHAs 3aMeHa c.793C>T,
npuBojsmias K p.(His265Tyr), panee onucana Kak kitoueBas A ramnotunoB Hap-2A-2
u Hap-2A-3, xoTopble MHUPOKO PacHpOCTPaHEHBI CPEU KUTAMCKUX COPTOB U CBSI3AHBI C
MEHbIIEH BBICOTOM pacTeHUs, MEHbILIEH KyCTUCTOCThIO U Oosbiueit maccoir 1000 3épen
[7]. Paspaborannniii KASP-mapkep [8,139] mo3Boamia  BHEpBbIE  OLICHUTH
pacnpocTpaHEHHOCTh OJTOM 3aMEeHBbl B OTEUYECTBEHHOM MaTepuane: amienb «C»,
coBmnajarmumii ¢ pepepeHcubiM reHomMmoM Chinese Spring, o6Hapy»keH b y 4 u3 805
reHoTunupoBanHbiXx obpasuoB (0,5 %) — y coproB mmenunbl Epmak, Jerry, Akord u
CEJICKITMOHHOTO 00pa3ia Tputukane 0-113t12.

3mecr HEOOXOAMMO TPSMO Ha3BaTh MPOTHBOPEYME, KOTOPOE HMHA4Ye OCTAHETCS
He3aMeUeHHbIM. JlaHHBIE 10 PUCY TOBOPAT, YTO CHIbKeHUE (PyHKimoHaibHOCTH PARG
OJIarONMPHUATHO: CBEPXIKCIPECCHs yXYAIIajia MPU3HaKW, OJTHAKO JUIS TIIICHUITBI UMEHHO
amienb «T», COXpaHSIOUUE (QYHKIIMOHAIBHOCTD, CUMTACTCA OJAronpusATHbIM [7].
ABTOpBI TPU3HAIOT, YTO CBEPXIKCIpPECCHs] TMIICHUYHOTO TE€Ha B puce — ITO
reTeposIorTuYHas cucteMa. O(PQPEeKTsl MOTYT OBbITh YCHJICHBI WM HWCKAKCHBI H3-3a
paznuunii B TeHeTH4eckoM (oHe aByx BHUAOB. [103TOMy OKOHYATENHHBIC BHIBOJBI O
¢byukiuu TaPARG B nieHuIe 10KHBI ObITh MOITBEPKICHBI IKCIIEPUMEHTAMU B CAaMOM

IIMICHUIIC. )IaHHBIe IO TaIlIOTHUIIAM IIIICHHUIBI T'OBOPAT 06paTHO€I 6J'IaFOHpI/I$ITHI>I
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rarIoTUIbl, Hecymme 3ameHy ¢.793C>T, 1o ecth amnenb «T», KOTOpPBIA B M3YYEHHBIX
KOJUICKIIMSIX Kak pa3 u npeobanaet [7]. [Ipu atom y copra Chinese Spring, y KOTOporo
Mapkep aerektupyet amienb «Cy, nporao3 PROVEAN (score = —4,749) yka3biBaeT Ha
HapylieHne QyHKIIMOHAILHOCTH OelKa.

MosxHO caenaTh BBIBOJ, YTO HAMpaBICHUS ACUCTBHUS MOIUMOPPU3MOB B TE€HE
PARG-2A y nieHutipl TpedyeT AanbHEHIINX YTOYHEHHH, HO KpaifHe Majioe Co/iep)KaHue
He(YHKIIMOHANBLHOTO aiuiens «C» B CTPYKTYpPE KOJUIEKIIUM MOXKET CBUACTEIILCTBOBATH O
JaBJICHUM HEraTUBHOTO OTOOpa Ha Hero. lIpakThueckoe 3HAYEHHE MOJYYEHHOTO
pe3ysbTara 3akio4yaeTcsi B TOM, YTO MapKep AaéT BO3MOXKHOCTH LIE€JICHANPABICHHO
UCKaTh HOCHUTEJEH pEeaKOro ajjielns, a He HaXOAWUTh UX CIydyallHO AJi JaJbHEUIIEero

HN3Yy4YCHUS BIIMAHHA HOJ'II/IMOp(l)I/ISMa Ha MOJCJIBHBIX ITOITYJIAIUAX.

4.3 TaNLP3-3B: accounanus ¢ ¢eHoiorueii u mpoodaeMa JIOKAJIU3ANMUH

3¢ ¢exra

benxu NLP (NIN-like proteins) — nieHTpanbHOE 3B€HO NEPBUYHOTO HUTPATHOTO
orBeta: NLP7 ynepxuBaercss B siape Npu MOSIBICHUM HUTpara [22] u paboTaer Kak
coOcTBeHHO ceHcop HuTpaTa [21], a cemeiictBo NLP B 1e0M 3aHHMAcT KIOYEBOE
M0JIO’KEHUE B HUTpaTHOM curHaiuure [146]. BzaumopeiictBue NLP ¢ dpakTtopamu TCP
OIpeieNisieT CUCTEMHBIH OTBET Ha JOCTYIMHOCTh HHUTpata [84], a y puca mokasaH myTh
OsNRT1.1B-0OsCNGC14/16-Ca?>—~OsNLP3, noanepKHBaroIiuii a30THBIH TOMEOCTa3
yepes hochopunuporanue [108]. s OSNLP3 moka3zaHo MOJIOKHATEIBHOE BIMSHHUE Ha
JUTHHY METEJIKH, YMCII0 BETBEH U YUCIIO 3éPEeH NPU TIOCTATOYHOM a30THOM muTaHuu [23];
oenku NLP nHecyr koncepBatuBHbie aoMeHbl RWP-RK u PBI1, orBeuaromniue 3a
cesaspiBanne JIHK wu  Oesnok-OenkoBble B3ammomerictBus [147]. Ha »stom domne
BBISIBJICHHBIN B pabore mommMopdusm c.1824+137G>A B 4eTBEPTOM WHTPOHE TECHA
TaNLP3-3B u pa3zpaborannsiii Ha Hero KASP-mapkep 1atl0T MHCTPYMEHT JIsl TPOBEPKHU
(GYHKIIUM OpTOJIOra y MIIEHUIBI HAa O0JIBIIOM MaTepHae.

['maBHBIN pe3ynbTaT — yCTOWMYMBAs accollMaliusl BapuaHTa «A» ¢ 0ojee paHHUM

KOJIOIIEHWEeM U I1BeTeHueM (B cpenneM Ha 1,9 u 2,0 qus, Tabnuna 8) mpu oTCyTCTBUU
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3HAYMMOTI'O BIIMSIHUS HA KOMIIOHEHTHI MPOAYKTUBHOCTU. ClieA0BaTelIbHO, 3TO PEAKOE U
MPaKTUYECKU LIEHHOE COYETaHHE, MOCKOJIbKY CKOpPOCHENIOCTh B CEBEPHBIX PErHOHAax
MO3BOJIAET YXOJUTH OT MPeryOOpOYHOTrO MPOpPaCTaHUSI U 3aMOPO3KOB, a B I0KHBIX — OT
TEPMUHAIBHON 3aCyXH.

Pesynbrar mo mimeHuIe HaXOAUTCS B YACTUYHOM MPOTHUBOPEUUHU C JAHHBIMH TIO
pucy, rae Bapuanus reHoB NLP Obuta cunmbHO cBsI3aHa ¢ ypOKalHOCTBIO, ApXUTEKTY PO
METENKU U KylieHueM [23]: B JaHHBIX YCIOBUSAX MOAOOHBIX U3MEHCHHUHN Y MIIICHUIIBI MBI
He HaOro1a1M, a Habmroaamu 3G (EKT Ha CPOKH PA3BUTHS, O KOTOPOM JJISl pUCa U TIMECHS
npsiMO HE cooOmanock. Bo3aMokHOE OOBSICHEHUE — pa3iinyie B YyBCTBUTEIBHOCTH K
HUTpaTy, CIOCOOHOE€ MEHATh TeMi pa3BuTus [148]; anbrepHaTHBHOE — 4YTO IPPHEKT
npuHaIexkuT He camomy TaNLP3-3B. Bropoe o0bsiCHEHIE HENNb3sT OTOPOCUTH: BCE TPH
BBISIBJICHHBIX MOJUMOpdU3Ma TeHa JUO00 CHHOHUMHUYHBI, JMOO pacloiOXKEHbl B
HEKOJMPYIOMUX 001acTsAx, a xpomocomMa 3B naBHO ommcaHa Kak Hecyllas TEHBI
ckopocnienioctu [149], B3aumojeicTByIomuMe ¢ TeHaMH (OTONEPHOANICCKON PEaKIINU;
Uit He€ JK€ B TOJHOTEHOMHOM aCCOIMAaTUBHOM aHAllU3€ HaWJEHBbl CBS3U CO
ckopocmnenoctbio [150].

Bzaumoneticteue ¢ Ppd-D1 yrounsier kapTuny. DPQeKT BapuaHTta «A» Ha aaTy
kostorieHus aaautiueH d¢dexry Ppd-D1 u nposBisercs Ha 000uX GoHAX, TOT1a Kak JIst
JIAThI IIBETEHUS BBISIBJICHO B3aMMO/IeHCTBHE: Ha (DoHE POTONEPHOTNIECKHA HEUTPATTLHOTO
Ppd-Dla yckopenwue cocrasisier 2,8 nHs, Ha uyBcTBUTEIbHOM (hoHe Ppd-D1b — 1,2 mus
(Tabmuma 8). Kpome Ttoro, Ppd-Dla cHmkaer BBICOTY NPEHMYIIECTBEHHO 3a CYET
HIDKHUX MEKI0Y3JTMH ¥ YMEHBIIIAET YMCII0 KOJIOCKOB B Kojioce [140], Toraa kak BapuaHT
«4» TaNLP3-3B cHmkaeT BBICOTY 3a CUET BEPXHHUX MEXKIAOY3IUNH U yBEIUUYUBACT
IIOTHOCTh Kosioca. Otcroma cienyer, uro [aNLP3-3B nubo nelictByer Ha Oosee
NO3MHMX dTamax pas3Butus, dem Ppd-D1, mubo wmmeeT MexaHW3M, OTIUYHBIA OT
dboToneproaANUECKOil UyBCTBUTEIBHOCTH. J[JI51 OKOHUYATENBHOTO OTBETa HEOOXOAUM
ananu3 skcrpeccuu TaNLP3-3B y poautenbckux TMHUN U peKOMOMHAHTHBIX TOTOMCTB.

OpnHako pe3ysbTaThl, MOJYYCHHBIE HA KOJUICKIMM COPTOB O3MMOM MIIEHUIIHI B
ycnoBusix OMCKOM 00J1acTH, COTIacyIOTCSl ¢ JaHHBIMHU, TIOJYUYEHHBIMU Y PHCa, allIelhb

«A» uMeN OOJBIITYI0 YPOKaHOCTh B CPAaBHEHUH C aJIbTEPHATUBHBIM ajuienieM. [1pu stom
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s¢dext OSNLP3 Obl1 CHIIBHO CBsI3aH ¢ 00€CIICUeHHOCThIO a30THBIM IUTaHueM [23], 310
MOET OOBSICHUTH CUJIBHYIO 3aBUCUMOCTb NMPOsiBIIEHUS d(h(PeKTa 3TOro reHa oT yCIoBUN
IOJIEBOTO ONBITA B Hamed pabore. JlanbHeillllee W3y4yeHUE €ro BIMSHUS Ha
XO35IUCTBEHHO-IICHHBIE MpPU3HAKU TPEOYeT MPOBEJCHUS JTOTOJHUTEIBHBIX OMNBITOB B

CTPOTO KOHTPOJIMPYEMBIX YCIOBUSAX a30THOTO MMUTAHHS.

4.4 TaGRF9-6A: xomnencaropublii 3¢ ekt B pone Ddwl u acummerpust

AJVICJIBHOI'O pasﬂooﬁp a3ud roMeoJioron

Tpanckpunimonssie Gpaxktopsl GRF 3aHHMalOT B KOOpAUHAIIMYM POCTA U a30THOT'O
oOMeHa ocoboe nosoxxkenue: cootHomenne GRF4/DELLA onpenensier 6aianc MExIy
HAKOIUIEHHEM OMOMAacChl U MCIIOJb30BAaHUEM a30Ta, U €ro CIABUT MO3BOJIIET COYETATh
MOJIYKapJIUKOBOCTh C BBICOKOH 3(Q(EKTUBHOCTHIO HWCIIONB30BaHMs a3ora [12,120].
Nmenno mostomy reH GRF9 Obutr BeIOpaH Kak KaHAUAAT HA pPOJb KOMIEHCATOPA
HETraTUBHBIX IJIEMOTPONHBIX 3PPEKTOB F€HOB KOPOTKOCTEOEIBHOCTH.

CexBeHMPOBaAHUE MTOKA3AJI0 PE3KOE PA3TUUME MEXAY NMIIECHULIEW U TpUTUKaie. Y
M3YYEHHBIX COPTOB MIIeHUIIBI ToTuMOpdu3Mbl TeHa TaGRF9-6A oOHapykeHbI TOJTBKO B
TpEeTheM MHTPOHE, TOrJa Kak Yy spoBoro coptra Ttputukaine Jlyomer — 14
OJTHOHYKJICOTUJHBIX 3aMeH W 12-HyKJeoTuAHas Jenenvs B 00JIacTH MPOMOTOpa U
YeThbIpe HECUHOHUMHYHBIE 3aMEHbl B KOJUPYIOLIEH MOCIeA0BaTeIbHOCTH, TIPUBOISIINE
k 3ameHaMm p.(Pro48Arg), p.(Glyl188Ser), p.(Vall95Ile), p.(Gly239Asp). Takas
KOHIICHTpAIUS PA3INYUil Y OTHOTO T€HOTHUIA OOBICHIETCS MPOUCXOKICHUEM allIelist: y
IeKCarIONIHOTO TPUTHUKAJIE CyOr€HOM A MPOUCXOIUT OT TBEPAOH MILEHUIIBI, U aJJIeIb
GRF9-6Ab mpencrapnsieT co00i BapUaHT, OTIMYHBIA OT BAPHAHTOB MSTKOMW IIIICHHUIIBI.
COBOKYNMHOCTh IPOMOTOPHBIX M AMUHOKHCIOTHBIX 3aMEH JeJaeT H3MEHEHHE
(GYHKIIMOHATBHOCTH 3TOTO ajieisl BECbMa BEPOSTHBIM, OJHAKO MPSIMBIX JaHHBIX 00
IKCIIPECCUN WJIM aKTHBHOCTH Oenka paboTa HE COAEPKHT, U ITO CIEAyeT CUUTAThH
TUIIOTE301, @ HE YCTaHOBJICHHBIM (DaKTOM.

ACCOIMATHBHBIN aHAIN3 MOATBEPINI KOMIIEHCATOPHYIO poib ayuteias GRF9-6Ab:

B (one rena DAw1 oH yBenuunBag MaccCy 3epHa C IJIABHOTO KOJIOCA, TIPUYEM TPUPOCT
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JIOCTUTAJICS 1 3a CUET unciia 3épeH, u 3a cueT macchl 1000 3épeH, a KoJomeHne HacTy a0
CYILIECTBEHHO paHbllle — TO €CTh aJulelib OJIHOBPEMEHHO CHHUMaJl JIBA OCHOBHBIX
IUICHOTPONHBIX Jedekra reHa koporkocreOenpHocTH (Tabmwmma 11). IpakTudeckas
IICHHOCTh BTOPOTO 3 deKTa BhIIlIe, YeM Kaxercs: DAwl 3aaepkuBaeT KOJOMICHUE U TEM
pacimpseT OKHO YSA3BUMOCTH K (y3apro3y kosoca [15], mosToMy yckopeHue pa3BUTHS
B Ddw1-done paboTaet HEe TOJIBKO HAa POAYKTUBHOCTh, HO M HA YXOJ OT OOJIC3HH.

Komnencanus okaszaiack oOyciIoBICHHON cpenon, 3pdekT ObL1 YCTOWYHB H
BbIpakeH B ycioBusAX MockBel (LlenTpanbHblii HedepHO3eMHBI pErMoH), HO HE
BocrpousBéncs B Kpacuogape B 2019 rony (Tabnuna 11), e couetanue moBbIIIEHHBIX
TeMIlepaTyp B KpUTHUeckue (a3bl U BEpPOSATHOTO AehUIlMTa BIArd OrPAHUYUBAIIO
(OTOCHHTETUYECKYIO CITIOCOOHOCTh M pacHpesiesieHue acCUMWISATOB B 3epHO. Kpome
TOTO, JOKAIlMU Pa3uvyaliuCh IJIUHOW JHS B nepuoi kosomeHust (MockBa ~17-18 4
npotuB Kpacnogapa ~15—-16 4), yTo MOry0 B3aUMOJAEHCTBOBATh C TEMIEPATYPOH U
JOTIOJTHUTEIBHO MEHATh peajn3alri0 KOMIIEHCATOPHOIO MeXaHu3Ma. BwiBom s
CEJICKIIUU: MEXaHU3M KOMIICHCAIIMU HEe YHUBEpcaseH, u oToop mo nmape Ddwl + GRF9-
6ADb ompaBiaH mpeke BCEro sl 30H ¢ OJIArOMPHITHBIM BOJIO0OSCIICUCHUEM.

[Tony4yeHHbIC TaHHBIE BIUCHIBAIOTCS B KAPTUHY (DYHKIIMOHATIBLHOM CIIeIUaIN3allun
BHyTpu cemeiictBa GRF y tputukane: eciu TaGRF3-2A BeicTymaeTr Kak peryssiTop
pa3Mmepa 3epHa [151], a prkanoit SCGRF3-2R nomosHuTeNbHO CHIDKAET BeIcoTy [152], TO
GRF9-6A mposBiser ce0s Kak PEryisarop CKOPOCIEIOoCTH W MopdoreHesa Koioca.
OU3NOTOTHYECKUI MEXaHU3M MOXET OBITh CBSI3aH C U3BECTHOM pouibio (hakTopoB GRF B
PETYJISIUU aKTUBHOCTH MEPHUCTEM U MEPEX0JI0B MEXAY (azamMu pa3BUTHS, B TOM YHUCIIE
yepe3 B3ammojericTBue ¢ reHaMmu KNOX u rub0epeimHOBbIM curHamuHrom [153].
Takast crenuanu3anus OTKpPBIBAET BO3MO>KHOCTh 1[€JICHAPABICHHOTO
nupamuarpoBanus: DAwl ms yeroitunBocTH K nosteranuto, GRF9-6Ab nst cusths ero
miedoTponHbix AedextoB, TaGRF3-2A i1 AONMOMHUTENHHOTO YBEIUYEHHUST MAacCChI
3epHa.

OTtnenpHOrO0 OOBSICHEHUS TpeOyeT OTCYTCTBUE pe3yJibTaTa Mo romeojioram. I'en
TaGRF9-6B  okazancs MmOYTH  HMHBAapUAHTHBIM: Yy  OOJIBIIMHCTBA  COPTOB

MOCJIEIOBATEILHOCTh COBMajiana ¢ pedepeHcHor, y Anruro m Epmaka HaligeHa
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cuHoHMMH4Has 3ameHa ¢.1155C>T, y HoBocubupckoit 67 nonosuurtenbHo ¢.905A>G ¢
3ameHoi p.(Asn302Ser), kotopas o nporaody PROVEAN Ha ¢yHKIIMOHANBEHOCTE HE
BiausieT. Pa3paboTraHHbli Ha  CHHOHMMHUYHYIO 3ameHy KASP-mapkep mpu
reHotunupoBanuu 1013 o0pa3ioB acconuanuii ¢ Mpu3HaKaMu HE BBISIBUII — Pe3yJIbTar,
OKUAAeMBbIH JIJIs1 CHHOHUMUYHOTO BapHaHTa, HE 3aTparuBaroliero HU O0eJIoK, HH, CY/Is 110
pacmnosiokeHuto, perynaropasie dnemeHTsl. ['eH TaGRF9-6D okazancs mogHOCTHIO
MOHOMOP(HBIM BO BCEl M3YUEHHOU MaHEeNU, YTO COTIaCyeTCsl C aHHOTUPOBAHHBIMU JISI
Hero B IWGSC RefSeql.0 penxkumu momumopduszmamu (qactotsl 0,1-3 %) u yka3piBaer
Ha BBICOKYIO (YHKIIMOHATBHYIO 3HAUUMOCTB 3TOTO TOMEOJIOTa; aCCOIIMATUBHBINA aHAIIN3

10O HCMY HC IIPOBOAUIICA, ITIOCKOJIBKY THIIMPOBATDH OBIIIO HEYEro.

4.5 TaBT2-3A: 3aBucumoctsb 3¢ ekxTa oT ajuteabHoro cocrosinus Ppd-D1

I'enst BT xogupytot ckadgdonansie Oenku ¢ nomeHamu BTB u TAZ u onucanbl
KaK OTpUIIATENIbHBIE PETYJISATOphl  MOTJOMIEHUs HUTpara #  3PHEKTUBHOCTH
UCIIOJIb30BaHUs a3oTa y apabumorncuca u puca [25]. B Hacrosimedr pabote
cexkBeHupoBanue TaBT2-3A u TaBT2-3D nokasasio BEICOKYI0 KOHCEPBATUBHOCTh 000UX
TOMEOJIOTOB Yy M3YyYEHHBIX COPTOB: TOCIEIOBATEIHLHOCTH COPTOB MEXIy Cco00M
NPaKTUYECKU HE pa3dyaiuch, a €IAUHCTBEHHass 3aMeHa C TMpeACcCKa3aHHbIM
byHKIMOHATBHBIM 3HaueHueM — ¢.784T>G, mnpuBoasmas k p.(Ser262Ala) wu
oneanBacmas PROVEAN kak 3Haummo Biustomas Ha (YHKIIMOHAILHOCTH Oenka, —
OTJIMYaJIa OT U3yUYEHHBIX COPTOB TOJIBKO pedepercHblii reHoM Chinese Spring. Breicokas
KOHCEPBATUBHOCTh I'€HA B M3YUYEHHOMN MaHEIH MOXET OTpa)kaTh KakK (DyHKIIMOHAIbHOE
OTpaHUYCHUE M3MEHYMBOCTH, TaK W Y30CTh T€HETUYECKOW OCHOBBI OTE€YECTBEHHOTO
MaTepuana, pa3IuduTh JTH OOBSICHEHUS TO3BOJUT COIMOCTABICHUE C TAHEISIMU
MHPOBOTO pa3HOOOpA3USI.

ITockosbKy 3HauMMasi 3aMEHa B MaHEIN HE BapbUpoBasa, Mapkep ObLI pazpaboTaH
Ha Jpyroi moaumopdusm — aenenuro 60 1. H. B UHTPOHE, BBISBICHHYIO IIPU CPAaBHEHUU
c mocienoBatenbHOCTIMU copToB Cadenza u Julius U JUKOro AMIUIOWIHOTO BUAa 1.

urartu. Bce nanpHelime accolianuy OTHOCATCS, CTPOTO FOBOPSI, K MAPKEPHOMY JIOKYCY;
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BOIIPOC O TOM, OOYCJIOBJICHBI JIU OHU caMuM TeHoM [aBT2-3A uiu crenieHHbIM ¢ HUM
Y4aCTKOM XpOMOCOMBI 3A, TpeOyeT CEKBEHUPOBAaHUS IT'e€Ha Y KOHTPACTHBIX 110 MapKepy
00pa3IoB KOJUICKITUH.

I'maBubie 3¢dexTsl amienbHOro coctossHus BT2-3A 3HauuMbl 1mo o6oum
KJIFOYEBBIM TPU3HAKAM: Macce 3epHa riaaBHoro koioca (p < 0,05) u yucny nHe 1o
xostorerust (p < 0,01). 3HAYMMBIM TaKKe OKa3ajaoch B3anMoericteue BT2-3A x Ppd-D1
o cpokaM koJomenus (p < 0,001) (Tabnuma 17).

Coueranne amnens BT2-3Ab ¢ ¢oronepuoamyeckn gyBcrButenbHbM Ppd-D1b
3aJIep>KUBAJIO MEPeXo/] K KOJIOIIEHHUIO B CPEIHEM Ha YEThIpe JHs, TOrAa Kak Ha ¢poHe Ppd-
D1a paznuuwnii He Habmonanock. MHbiMu crioBamMu, riaaBHbIi dddext BT2-3A 3aBucur ot
amtenbHOro cocrostHuss Ppd-D1: mpu Ppd-Dla pasmmma mexnay amiensmu BT2
HesHaunMma, a npu  Ppd-D1b ona cocraBaser 4 gHSA, YTO COMOCTaBUMO C
UHIUBUAYyanbHBIM 3¢ dexrom Ppd-D1.

BianmoelicTBie Takke MPOsBILIOCh B acuMMeTpuu 3ddekron. Ddpdexr Ppd-D1
ObuT BABOE cuibHee mpu BT2-3Ab (49,2 nus), yuem npu BT2-3Aa (+4,3 aust), a apdekr
BT2-3A mensun Hanpasienue B 3aBucumoctu ot Ppd-D1: —1,0 aus npu Ppd-Dla u +3,9
aast pu Ppd-D1b. KomOunamus BT2-3Ab x Ppd-D1b naBana sddexr na 4,9 naus
OoJbIe, YeM OXKUAATIOCHh MPH aJINTUBHON MOJIENH, YTO YKa3bIBaeT HA CHHEPTUYECKOE
B3aMMOJICHCTBUE T'€HOB.

Takum oOpa3om, B OJTHOM U TOM K€ IMape reHOB HAOJII0IaF0TCS OJHOBPEMEHHO JBa
¢denomena. Ha done dotonepuoanuecku Herrpanpaoro amiens Ppd-Dla agpdexr BT2-
3ADb Ha CpoKHM KOJIONIEHHUS] CTATUCTUYCCKH HE3HAYMM, YTO YKa3bIBa€T Ha MAaCKHPOBKY:
coctosuue Ppd-D1  «nepekpeiBaet» Bkiax BT2-3A. HamportuB, Ha ¢one
yyBcTBUTENbHOTO aiwiens Ppd-D1b sddexr BT2-3Ab He Tonbpko mposBisieTcs, HO |
YCUJIMBAETCS — 3TO CHHEPTU3M. MacKUpOBKa U CHHEPTU3M HE TPOTUBOpEYAT APYT APYTY,
a OTPaXaroT pa3HbIE COCTOSTHUS OTHOM PETYJIATOPHOU CETH.

Cxopanas kaptuHa nosydeHa s mapsl Ddwl X TaGRF9-6A y tputukane: apdext
alyieNis Ha MacCy 3€pHa TMpOSIBISIETCS TOJBKO Ha omnpeaenéHHoM (GoHE TeHa

KOPOTKOCTEOETbHOCTH. DTO MO3BOJIIET TOBOPUTH 00 00IIel 3aKOHOMEPHOCTU: 3D PeKT



126
aJyieNs KOJIMYECTBEHHOI'O MPHU3HAKa OINpPEAENseTCsl FeHETUYECKUM KOHTEKCTOM, a He
SIBJIIETCS. €T0 BHYTPEHHUM CBOMCTBOM.
Ha npakTtuke 3T0 03Ha4yaeT, 4To MPUMEHITh pa3padoTaHHbII Mapkep Ha TaBT2-3A
HE00XO0JMMO COBMECTHO C KOHTPOJIEM I'€HETHUECKOI0 (JOHA — B TIEPBYIO OYEPE/H 10 TEHY

Ppd-D1. Be3 yuéra coctosiaust Ppd-D1 addext BT2-3A MoxeT ObITh HE BBISBIICH.

4.6 TaGS2-2A: cBsi3b NPOMOTOPHO¥ JeJIelIMH C HAJTUBOM 3€pHA U

MackupoBka 3¢ dexra Tpanciaokanueit 1RS.1BL

[Mnactuanas riayramuHcuHTeTasza GS2 OTBeYaeT 3a MEPBUYHYIO ACCUMUJISIUIO
aMMOHHUS B XJIOPOIUTACTaX M 3a PEAaCCHMIIIALMIO a30Ta, OCBOOOXKIAIOIIETOCsS IpU
(oTONBIXaHUH U TIPH JeTPaalliKi OCIKOB B X0/1¢ cTapeHus mcta [37,94]; uuTo3oibHbIe
U IJIaCTUAHBIE M30()OPMBI BBHIMOJNHSIOT TPU 3TOM paznndnble GyHkium [154]. s
NIIEHUIBI MOKa3aHa CBI3b M30(pepMeHTHOro coctaBa GS ¢ a30THOU 3PPHEKTUBHOCTHIO
[9], nns TBEPON miieHMIBI — cBsI3b TeHOB GS2 ¢ conmepkanueM Oenka B 3epHe [10], a
CBEpXdKcnpeccuss LMTO30JpHOM GS y  sumeHs noBblmana 3PQPEKTUBHOCTD
UCTONIb30BaHus a3oTa [95]; nurTo3oipHass GS paccMaTpuBacTCs Kak CaMOCTOSTEIbHAsS
1eJTb YIIyYIeHHs a30THOM 3 ekTrBHOCTH KynbTyp [38]. Hacrosimas padoTa mo0aBisieT
K 9TOMY TO, Y€TO B MEPEUNCICHHBIX UCCIETOBAHUAX HET: OLIEHKY BKJIaJa €CTECTBEHHOTO
aienbHOro Bapuanta 1aGS2-2A B mpu3HaKU MPOYKTUBHOCTH HA KPYITHOM KOJUICKIIUH
OTE€YECTBEHHOT'O MaTepuaa.

BrisiBnennas aenenus 10 1. H. B IpOMOTOPHOM 00J1aCTH — BapUaHT PETYJISITOPHOTO,
a HE KOJMPYIOIIErOo THUIA, U OXKUJAEMOE CIIEJCTBME TAKOTO BapUaHTa — HW3MEHEHUE
YPOBHSI, a HE CTPYKTyphl Oenka. HaOmomaemplii CHEKTp accoIaldii 3TOMY
COOTBETCTBYET: ajuiensb 1aGS2-2Aa acconumpoBan ¢ OOIBITIEH MacCcoli 3epHa ¢ KOJIoca U
OOJBITIEH ypOKANHOCTHIO HA KOJUICKITMM 03UMOM miieHullbl B 2023 oy, a Takke Ha
KOJUICKIIUM ApoBOM mieHulbl B 2022 roay ¢ Maccoi 3epHa B kojoce u maccou 1000
3epeH. HBIMU clIOBaMHM, BKJIAJ] JIOKyCa peain3yeTcs MPEUMYIIECTBEHHO Yepe3 HaluB

3€pHa, a HC 4CPE3 BEre€TaTUBHBIN POCT, 4TO OXKHMAACMO IJI I'€HA, AKTUBHOCTH KOTOPOI'o y
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3J1aKOB CMEILAETCS IMOCNe IBETCHUS K pemoOmnm3aiuu azota [94,154], u uto memaer
pe3yabTaT BHYTPEHHE COTJIACOBAHHBIM C M3BeCTHOM (huszmosoruein GS2.

B 2023 rogy Ha sipoBoii miuenune U B 2024 rogy Ha O3UMOU pas3audusi MEXIY
IeHOTUIIaMU OBbLIY B 1IEJIOM MEHEE BBIPXKEHBI, U TI0 MHOTHM MpPU3HAKaM 3HAYMMOCTH HE
nocturnu. [lpudnHa, BeposiTHEE BCEro, CpenoBas: KIMMATUYECKUE YCIOBUS M THI
pa3BUTHUS PACTEHUS CYIIECTBEHHO BIUSIOT Ha SKCIPECCUIO TEHOB a30THOTO0 0OMEHa U Ha
acCUMWJISIIMIO a30Ta. [{ns cenmekuuu 3TO O3HA4YaeT, YyTo OXKHjaemas MpudaBka IO
mapképy pGS-2A peanmusyeTcss HE B KaXIbli TOJ, W OLEHUBATh €€ HYXHO IIO
MHOTOJIETHUM JIaHHBIM.

Haubonee wuHTepecHBII pe3ynapTaT paszgena — MackupoBanue dddekra
tpaHcinokamer 1RS.1BL: pazmuums mexny TaGS2-2Aa m TaGS2-2Ab  BeipakeHbI
CWIbHEE Yy PACTCHHM, HE HECYIUX TpaHciokaiuioo. OO0bsICHEHHE COCTOUT B TOM, YTO
cooctBeHHbI 3PPpexkr 1RS.1BL Ha npoayKTUBHOCTH MPEBOCXOAUT 3(P(EKT JoKyca
TaGS2-2A: TpaHcnmokamusi TOJOXKUTEIHHO BIUSAET HA JJIEMEHTHl NPOAYKTUBHOCTH,
MOBBIIIAET YCTOMUMBOCTh K MATOT€HAM M 3aCyXOyCTOMYUBOCThH U 3aMEJII€T CTapeHUE
mucta [17], a e€ pacnpocTpaHEHHOCTh B POCCUHCKOHN CEJICKIIUU BBICOKA — B M3YYCHHOMN
KOJJICKIIMH SIPOBOM MIICHUIIBI OHA OOHapykeHa y 78% coptoB [16]. OTcrona mpsimast
pEeKOMEHIaIus, KOTOPYIO ClIeyeT BHECTH B MPaKTUYECKUE MPEIOKECHUS: OTOOp IO
Mapképy pGS-2A menecoobpa3Ho BecTu B matepuane, He HecymiemM 1RS.1BL, a B
MaTepHae C TPaHCIOKAIMEH 0KUIaTh MPUOABKH OT ATOTO JIOKyca He ciienyeT. Haubomnee
MIPOyKTUBHBIM COYETAaHUEM B M3YUCHHON KOJIICKIINK oKa3ajaochk 1aGS2-2Aa + 1RS.1BL
[16], TOo ecTh TpaHcOKalus Moje3Ha cama o cede, HO 00eCLeHUBAET BBHIOOP aJlIeIs
TaGS2-2A.

Crnenyer Takke OroBOPUTh, YTO B OMyOJIMKOBAaHHON paHee paboTe Ha ITOM Ke
KOJUICKITUU aHaJIN3 BKJIIOYANI TpeTuil daktop — amwienbHoe coctosinue reHa VRN-BL,
BJIMSIOICE HA CPOKHU KOJIOIICHHSI M 3JIEMEHTHI MPOIyKTHBHOCTH [16]; B HacTosmiem
pazzaene paccMmartpuBaeTcs B3aumojerictBue 1aGS2-2A ¢ tpancnokarnueir 1RS.1BL, a

s dextsr VRN-B1 npuBeneHs! B ykazaHHOU My OIUKaIIUK.



128
4.7 TaNGR5-1B: accoumnanusi ¢ ypo:kaiiHOCTHIO U OTPAaHUYEHHUS

HHTepHpeTanun

I'en NGR5 — oaun u3 Hamboyiee MHTEPECHBIX OOBEKTOB B KOHTEKCTE 3aJauu
MOBBIIICHUS a30THOM 2((HEKTUBHOCTH: y prica OH OMOCPEAYET a30T-3aBUCUMOE KYIIIEHHE,
crabunusupyercs 6enkamu DELLA u nerpagupyet rnpu ru00epeiIMtHOBOM CUTHAIIMHTE,
a €ro MOBBIIICHHOE COACPKAHUE Y MOJYKAPIMKOBBIX COPTOB «3EIEHOW PEBOJIIOLUNY
MO3BOJISIET YBEJIMYUTHh YPOKAMHOCTh MPU CHIDKEHHBIX J03aX a30Ta 4Yepe3 a3oT-
3aBUCUMYI0 MOAM(pUKAIUI0 XpoMaTtuHa komruiekcom PRC2 [24]. Hacrosimas pabGota
BIIEPBBIE XapAKTEPU3YET AJUIEIBHOE COCTOSIHUE ITOTO JIOKYCa Y OT€YECTBEHHBIX COPTOB
NIIEHULIBL.

B pesynbpTate cekBeHupoBaHUs OblI0 ycTtaHoBiieHO, uyTo TeH TaNGR5-1D B
U3Y4YCHHON TaHelW MpakTUYeCKH MOHOMOp(EeH — OOHapy>KeHbl JIMIIb JIBE
OJIHOHYKJICOTHUJIHBIC 3aMEHBbl B HEKOJIUPYIOLIMX 001acTsax y coptoB besocrtas 100 u
HoBocuOupckass 67. Ctonb BbICOKasi KOHCEPBAaTMBHOCTH cama MO ce0e SBISIETCS
COJIEPKATENIbHBIM PE3yJIbTaTOM M COIVIACYETCS C TNPEICTAaBICHUEM O KIHYEBOU
peryiasTopHoil posin 3toro rena. Kak cieacrsue, Mapk€p Obul pa3paboTaH HE Ha caM
TaNGR5-1D, a na uanen 4 n. H. B mpoMoTopHo# o6mactu romeosora TaNGR5-1B, u Bce
JanbHEHNIINe acCOUMalU OTHOCATCS K ’TOMY TOMEOJIOTY.

AcconuaTuBHbIN aHanu3 892 00pa3loB Aall caMblid KPYTHBIN 110 BeIMYUHE 3P PeKT
BO Bceil pabore: awtens PNGR5-1Ba cBsizan ¢ Oosee BHICOKOM ypoKalHOCTHIO BO BCEX
Tpéx nokauusix — Ha 50 r/m* B Kyprane, 78,7 r/m*> B OMmcke u 116,5 r/m? B UensiOuHcke,
4T0 oTHOCHTENLHO HOocuTelnel amienss PNGR5-1Bb cocrasmsier coorBerctBenno 15,7 %,
31,2 % u 38,7 %, a Takxe ¢ 6omabiieit Mmaccoi 10 KosrockeB, Maccoit 3epHa ¢ 10 KOJI0CheB
u maccoit 1000 3épen npu yyIMHEHNHU Tieproa 10 co3peBanus Ha 1,6—2,1 aus (Tabnuia
24). Hanpasnenwne 3(pdexra BOCIponu3BeIoch BO BCeX TPEX TOUKAX, YTO TOBOPUT MPOTHB
CJIy4alHOI'0 pe3yibTara.

OpnHako wuCClIeIOBaHUE HMMEET psAJil OTpaHUYEeHHI, KOTOpble MOTYT BBI3bIBATH

HCKaxxkeHue pesysbrara. Bo-mepsoix, amiens PNGR5-1Ba penok, a komnekius coctaBHas
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— oHa cOpMHUPOBaHA HE3aBUCHUMO B IIECTH CEJEKIIMOHHBIX U HAYYHBIX YUPEKICHUSIX.
[Ipm TakoW CTPYKType peIOKWd amienph TOYTH BCErJa YacTUYHO CIEIUICH C
MIPOUCXOXKJICHHEM 00pasmoB, W YacTh HAOIIOMaeMONW MPUOABKA MOXKET OOBICHITHCS
pasnuYreM CeNeKIIMOHHBIX MpOTrpaMM, a HE CaMHUM JIOKYCOM. Bo-BTOpbIX, mpuOaBKa
ypoxaitHocTu mopsiaka 30% OT OIHOTO JIOKyCa MPEBBIMIAET TUMUYHBIC OLEHKHU IS
OTIICTILHBIX TEHOB-KAaHAWIATOB Yy MIIEHUIIBI, T/I€ BKJIQJ OJHOTO JIOKYCa B yPOXKANHOCTH
penko mpeBocxomuT 5—-10 %; Takas BeIWMUMHA 3acTaBIIAECT MpEANojaraTh JIUOO
CIleTUIeHHEe Mapképa ¢ Oojee KpymHbIM d(D@ekToM, THOO0 CMENICHHE U3-3a CTPYKTYPhI
BbIOOpKU. Hambosee BeposiTHOe OOBSICHEHHE, coryacyroleecs ¢ JuTeparypoit [24],
COCTOUT B TOM, UYTO MPOMOTOPHBIN WHJEN MEHseT ypoBeHb dkcnpeccun TaNGR5-1B, a
pealn3anus 3TOro pasiauuus 3aBucUT oT ctaryca DELLA — to ecth oT amnenei Rht,
pacrpejiesieHie KOTOPhIX MO0 M3YYEHHBIM KOJUIEKIIUAM B paboTe HE 0XapaKTepHU30BaHO.
HeoOxoaumo mpoBeieHue TOTOTHUTEIFHOTO UCCIEI0BaHUS HAa UMEIOIIEMCS] MaTepHale
C y4eToM aJiiesibHoro coctostHus reHo Rht-B1 u Rht-D1.

VY uHenue nepuona A0 co3peBanus Ha 1,6—2,1 AHS MpU OTHOBPEMEHHOM POCTE
YPOXAWHOCTH O3Ha4yaeT OoJiee JUIMTENIbHBIA HajluB 3€pHa, 4YTO (PU3MOIOTHYECKU
cornacyercs ¢ poiasto NGRS B a30T-3aBUCHMOM IPOJICHHHM BET€TaTUBHONM aKTHBHOCTH
[24], HO B ycnoBusax 3amagHoit Cubupu u KOxHOTO Ypasia MoKeT ObITh pUCKOBAHHBIM

IIPU paHHUX 3aMOPO3KaX.

4.8 TaAAMT-2B: cBsi3b ¢ 6€JIKOBOCTHIO 3epHA U NMPodIeMa pa3rpaHuYeHHus

MNOorJOoImECHUA "N pa36aB.11eHnﬂ a30Ta

Tpancnoptépbl ammoHus cemeiictBa AMT obecriednBarOT MOTJIONIEHNE aMMOHUS
KOPHEM M YYacTBYIOT B pa3lMYHBIX acleKkTax pocta W pasButus [11]; y BbICIIuX
PaCTEHHI COCYILECTBYIOT CHCTEMBI TPAHCIOPTA C BBICOKMM M HM3KUM CpPOACTBOM, a
caur cooTtHomieHuss NH4'/NOs™ BbI3bIBaeT JUTHU(PUKALKIO KOPHEW W CHUXKAET
UCIIONIb30BaHMEe a3zoTa. [l mmeHunsl  pa3HooOpasue  MOCeI0BaTeNbHOCTEM,
konupytomux AMT, oxapakTepu3oBaHO JUIIb B MEPBOM NPUOIMKEHUH, W JTaHHBIA

paszfien paboThl BOCIIOJIHSAET ATOT MPpoOes Ha OTEYECTBEHHOM MaTepHalie.
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CexBEeHUPOBAHUE BBISIBUJIO KOHTPACTHYIO KapTUHY: MOAABIISIONIEE OOJIBIIUHCTBO
HW3YUYCHHBIX COpPTOB 10 TreHy [aAMT-2B wunenTtuunnl pedepeHcy, a BECh CIEKTp
NOJIUMOP(PU3MOB COCPENOTOUYEH Y OJTHOTO cOpTa — AJIEKCEenY, Y KOTOPOro oOHapy KEeHbI
YeThIpe OAHOHYKIICOTH/IHBIE 3aMEHBI U BCTaBKa S 1. H. B IPOMOTOpPE, 1B€ CHHOHUMHUYHbIE
3aMEHbl B KOJUpylomed o0mactu, uHAENs B 3'-HEeTpaHCIMpyeMOW oOjacTu W
TEPMHHATOpE, a TaKxke KpymHas genenus pasmepoMm 160 mH. COBOKYHMHOCTH
npomoTopHbix M 3'-UTR BapuaHTOB MO3BOJISIET Mpe/roiaraTh W3MEHEHHE YPOBHS
OKCIIPECCUH, OJIHAKO MPSIMBIX JaHHBIX 00 OJKcmpeccHuu paboTa HE CONEPKUT, U
YTBEPKJICHUE O BO3MOKHOM HOKAyTE T'€Ha CIEyeT U3JI0KUTh KaK TUIIOTE3Y.

AccOIMaTUBHBIN aHAIN3 TTOKa3aJl aCCOIMAIIMIO AJIJIEIbHBIX BAPUAHTOB C MAacCOM
1000 3épeH Ha KOJUICKIUH SIPOBOM MIICHUIBI (IpeumymecTBo amiens PAMT-2Bb B 06a
roga: +2,38 r, wim 6,8 %, B 2022 roxy u +3,42 r, wim 9,7 %, B 2023 roay) u ¢ maccou
3epHa ¢ kojoca B 2023 rofy, a Tak:Ke — 4TO JIsl HACTOAIIEH pabOThl 0COOCHHO BaXKHO —
C colepkaHWeM OejKa B 3€pHE: HOCUTENIHM aiabTepHaTHBHOTO aymiens PAMT-2Ba
npeBocxoaumu Hocutenedn PAMT-2Bb Ha 0,52 nponentHoro nynkra (13,70 % npotus
13,18 %; p=0,024; Mocksa, 2020, Tabxuna 27). Coaepxkanue 0ejika HanpsMyIo CBSI3aHO
C a30THBIM OOMEHOM PaCTEHUs, YTO JENAET ITOT PE3yIbTaT 0CO00 IEHHBIM.

O6nHapyxeHHoe HampaBieHue 3((PEKTOB  BOCHPOU3BOAUT  KIIACCHUUYECKOE
OTPULIATEIBLHOE COOTHOUIEHHE MEXy MAacCOWd 3epHa M €ro OEJKOBOCTHIO: ajlieib,
CBs13aHHBIN ¢ Oonbieit Maccoit 1000 3€peH, CBsI3aH ¢ MEHBIITUM COJIep)KaHueM Oerka, u
HaoOopoT. Takoe cooTHomeHHME OOBIYHO OOBACHSETCS pa30aBICHHEM a30Ta
YBEJIUYCHHBIM ITyJIOM YTJIEBOJOB, @ HE M3MEHEHHUEM IIOTJIONICHHS a30Ta, U MOTOMY
HaOJro1aeMasi KapTHUHA HE TTO3BOJISIET MOKa yTBEPKAaTh, 4To 1aAMT-2B BiusieT UMEHHO
Ha TOTJIONICHUE aMMOHHUS. JIJIsi yTOYHEHUS TOJYYCHHBIX PE3yJIbTaTOB B JTAIbHCUIIINX
MCCJIEIOBAHMUSIX HEOOXOUMO M3MEPUTh OOIINI BBIHOC a30Ta C YPOXKaeM, a HE TOJIBKO
KOHIICHTpAIIUIO OeJKa.

[IpakTHueckoe 3Ha4Y€HHME pe3yJbTaTa COCTOUT B TOM, 4yTOo Mapkép pAMT-2B
MO3BOJISIET BECTH HANpPABJICHHBIA OTOOpP MO OJHOMY W3 JBYX aJlbTEPHATUBHBIX

HaIpaBJICHUI — Ha Maccy 3epHa WM Ha OEIKOBOCTh — B 3aBUCUMOCTH OT 3a/adyH
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CCHCKHHOHHOﬁ [mporpamMmsbl, 4T0 IJIsI COPTOB XJIC6OHCKapHOI‘O Ha3HA4YCHHUS O0COOEHHO

CYIICCTBCHHO.

4.9 AcuMMeTpHus AJ1eJIbHOT0 Pa3HO0OPa3usi TOMe0JI0r0B FeHOB 230THOT0

o0MeHa

PaboTta oxBaThIBaeT JBa MOJIHBIX romMeojorudeckux psaa, TaPARG (2A, 2B, 2D)
u TaGRF9 (6A, 6B, 6D), u nenonusiii pag TaBT2 (3A, 3D). B o6oux momHBIX psmax
OoOHapy>KMBACTCS OJWH M TOT K€ TOPSAIOK: MOTMMOP(HU3M COCPEIOTOUYEH B OJHOM
rOMEO0JIOTe, TOT/Ia KaK OCTalbHbIE JTMO0 HECYT €IMHUYHBbIC HEUTPAJIbHBIC 3aMEHBI, JIN0O
MoHOMOp(hHBI BO Bceit manenu. B psagy TaPARG mnomumopden romeomnor 2A
(HecuHOHMMHYHAs 3aMeHa, 3aMeHbl B UTR 1 MeXreHHbIX 001acTaX), romeosior 2B Hecér
TOJIBKO BapHallMIO JIJIMHBI MUKPOCATEJUIMTA B IIECTOM MHTPOHE, a 2D moHoMopdeH. B
psany TaGRF9 momumopden 6A, romeosnor 6B HecéT CHHOHUMUYHYIO 3aMEHY U OJIHY
HelTpasbHy10 110 porHody PROVEAN aMHHOKHCIOTHYIO 3aMeHy, a 6D MoHOMOpdeH.
B psagy TaBT2 o6a romeosora BBHICOKOKOHCEPBATHBHBI, a PAa3IW4YUs OTPAHUYCHBI
COTIOCTaBJIEHUEM C TTIOCTOPOHHUMHU T€HOMaMHU.

Cy1iecTByeT JABa BO3MOXKHBIX OOBSICHEHHUS MOJOO0HON OpraHuU3alluu ajuIeIbHOTO
pa3HooOpasusi, 1 OHM HE MCKII0YaoT ApyT Apyra. [lepBoe — pa3nuuune B cuiie orbopa:
rOMEOJIOT, BHOCSIIMNA OCHOBHOM BKJIAJ B TMPHU3HAK, HAXOJIUTCA TOJ OOJee CUIIbHBIM
JaBJICHUEM, U pa3HOOOpasue B HEM IMOICPKUBACTCS CEIICKITUEH, TOTIa KaK «Pe3ePBHBIC)
TrOMEOJIOTH JTM00 HAKaIIMBAIOT HEHUTpaIbHbIE 3aMEHBI, 100, HA000POT, COXPaHSIIOTCS
KOHCEPBATUBHBIMHU, €CIIM YYacTBYIOT B KpUTHUeCKHX (GyHKuusx. Bropoe — umcrtopus
(GbOpMHpPOBaHUS OTCUYCCTBEHHOTO CEJCKIIMOHHOTO MaTepuajia: MHTCHCHUBHBIN OTOOp B
npenenax y3Kou TPyHmbl pOAUTENbCKUX (HOPM MOT MCYEpIaTh pazHOOOpa3ue B YACTH
rOMEO0JIOTOB. Pa3nmuuuTh 1Ba 0OBSICHEHUSI MOKHO, COMTOCTABUB YPOBEHB MOJIUMOphHU3Ma
WU3YYCHHBIX TOMEOJIOTOB B OTEYCCTBEHHOW TMAHEIM C JAaHHBIMH IaHeJIeH MHPOBOTO
pazHooOpasusi (HampuMmep, HK30MHBIMH JaHHBIMH KOJUICKIIMW TIIEHUIIBI), U D3TO

€CTECTBEHHAs 3a/1a4ya CJICIYIOIIEero Tara.
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Cpenu BBISBICHHBIX TOJUMOP(HU3MOB, Ha KOTOpbIC YyIaloCch pa3paboTaTh
Mapkephl, Ipeo0JagaroT  pPACMOJOKEHHBIE B NPOMOTOpax, HMHTPOHAX |
HETPAHCIUPYEMBIX OOJIACTSAX, a HE B KOJUPYIOMICH mociaeaoBaTeIbHOCTH. J[11 TeHOB
peryisitopHoro tuna, kakoBbiMu siBIsiIOTCS NLP3, GRF9, NGR5 u BT2, at0o oxxunaemo:
W3MECHEHUE YPOBHS JKCIPECCHH PETYJISITOpa IMEPEHOCUTCS PACTEHHUEM JieTde, YeM
W3MEHEHHE CTPYKTYPHI O€IIKa, M TOTOMY UMEHHO PETYJISTOPHBIC BAPUAHTHI COXPAHSIIOTCS
B KyJibType. [IpakTudeckoe CIeACTBHE CYIIECTBEHHO: TOHMCK ITOJIC3HON BapHallidl B
TaKUX TeHaX CJIETyET BECTH CEKBEHUPOBAHUEM IIPOMOTOPHBIX M HHTPOHHBIX 00JIacTe, a

HC TOJIBKO KOI[HpYIOIHGﬁ qaCTH, KakK 3TO U OBLIO CACIaHO B H&CTOHIHGIZ pa60Te.
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3AK/IIOYEHUE

PaGota oxBaTwia JBEHAAUATh TE€HOB-KAHIMJIATOB, CBS3aHHBIX C a30THBIM
OOMEHOM M peryjsiueld pocTa, y MSATKON MIIeHWIBI W TpuTHKaie. [[ns kaxmoro
BBITIOJIHEHO CEKBEHHMPOBAHUE HA IMaHENW COPTOB M OMOMHGOPMATHUYECKHI aHaIHU3
OJIMMOP(HU3MOB; JIJIT BOCBMH T'€HOB CO3J]aHbl TUarHOCTHUECKUE MapKEePhl; ajuIeIbHOE
COCTOSIHAE OIPEICIICHO B KOJUICKIIUAX; CBSI3b AJIJICIIBHBIX BAPHAHTOB C XO3SHCTBEHHO-
[EHHBIMU MPU3HAKAMH OlIEHEHA METOIaMH aCCOLIMATUBHONU F€HETHKHU.

['maBHBIN UTOT pabOTHI HE B IEPEYHE MAPKEPOB, a B TOM, UTO OH IMOKa3al: 3P dekT
aJJIeJIbHOTO BapHaHTa TeHa a30THOTO OOMeHa He SBJSETCS COOCTBEHHBIM CBOMCTBOM
ATOTO BapuaHTa — OH ONpeneNsieTcs reHeThueckuM GoHoM. PaboTta ycranoBuiia 3To Ha
YEThIPEX Pa3HBIX TeHAX, B ABYX PA3HBIX MMOMYJISIIHSIX.

ITepBoe: 3HaK adekTa MOKET MEHITHCS Ha MPOTHUBOMOIOXKHBIA. Ajiens GRF9-
6ADb y TpuTHukane B npucyTcTBHM TeHa KOpoTKocTeOenpHocTH DAwW1 yBenmmunBaeT Maccy
3epHa riIaBHOTo Kojoca Ha 19,2 % u 16,9 % B 1ByX cpenax, a B €ro OTCyTCTBUE — CHUKAET
eé Ha 8,6 % u 3,5 % [142]. Oxun 1 TOT Ke aielib Ha OJHOM U TOM K€ MaTepHalie B OJHH
U TOT € TOJ JaéT MPOTHUBOIOJIOKHBIA PE3yIbTaT B 3aBUCUMOCTH OT TOTO, KAKOW ajlieiTh
reHa KOpOTKOCTEOEIbHOCTH HECET pacTEeHUE.

Bropoe: addexT MoxeT ObITh MONTHOCTBIO 3aMacKUpPOBAaH HMHTpoOrpeccuer. Y
pacTeHuii ¢ MIIeHUYHO-p)kaHoi TpaHcnokanued 1RS.1BL pasnuuns mexay amiensiMu
reHa 1aGS2-2A cratucTudeckd He3HAYMMbl B 00a rojga HaOMIOJCHUH, TOorjga Kak y
pacTeHuii 0e3 TpaHCIOKAIMK OHM JocTUraroT 18—56 % mo macce 3epHa ¢ koyioca [16]. B
U3yYEHHON KOJUICKIIUM TPaHCIIOKAIMsI IPUCYTCTBYeT y 78% o0pasior [16] — To ecth y
MOTABJISIFOIIETO OONMBITMHCTBA MaTepraia 3 (exT rera Obu1 ObI He 0OHAPYKEH BOBCE.

Tpetbe: 3pdekT Ha MPU3HAK MOKET MPOSABIIATHCS TOIBKO Yepe3 B3aUMOICHCTBHE.
[Tommopdusm rena TaNLP3-3B noctoBepHo He BiusieT Ha Maccy 3epHa ¢ KOJIoca, YUCIIO
3épen, maccy 1000 3épen u ungekc ypoxaitHoctu [140], onHako ero B3auMoCHCTBHE C
reaoMm Ppd-D1 nocToBepHO 1o JuIHHE MepBOro Mexaoy3ius (p =4,5 x 107°), unciy 3épeH

B ri1iaBHOM kousoce (p = 4,1 x 107°), uucny 3€peH B kosocke (p = 9,6 x 107°) u nmarte
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userenuss (p = 1,3 x 107°) [140]. Ilpu oxmuom amiene TaNLP3-3B ren Ppd-D1
yBenuuuBaeT uncio 3€peH Ha 1,8 3epHa (7 % OT cpeaHero), npu APYroM CHUXKAET €ro
[140].

W3 atoro ciaenyeT npakTUYECKU BHIBOJ: MapKep Ha F'eH a30THOr0 0OMeHa caMm 10
ceObe He SBISAETCS WHCTPYMEHTOM O0TOOpa. OH CTaHOBUTCA KM TOJIBKO BMECTE C
MapkepaMd  Ha  TE€HBl  TI'E€HETHYeCKoro  (GoHa —  KOPOTKOCTEOETHHOCTH,
dboToneprnoaMUecKo YyBCTBUTEILHOCTH U UHTporpeccuil. Pabora naér BoceMb Takux
MapKepoOB M YETHIPE YCTAHOBJIICHHBIX B3aUMOJCUCTBHUS, B KOTOPBIX HUX CJEIyeT
MPUMEHSTb.

OtnenpHBIR pe3yiabTaT — OTpUIATENBHBIN: It ToMeosoroB TaGRF9-6B wu
TaGRF9-6D moCcTOBEpHBIX acCONMANMKA C W3YYECHHBIMH IPH3HAKAMH HE BBISBIICHO.
Bo3moskHbIe Tpu4rHbI — GYHKIIMOHATBHAS U30BITOYHOCTH TOMEOJIOTOB M HEJIOCTATOYHAS
CTAaTUCTHYECKAass MOITHOCTh BBIOOpKH. OTpUIIATENBHBIN PE3yNbTaT 1O TOMEOJIOTaM
coryiacyercst ¢ MoJoXuTenbHbIM 1o reHy TaGRF9-6A: s>ddext HecéT MMEHHO TOT
rOMEOJIOT, Y KOTOPOT0 U3MEHEH MTPOMOTOP.

PexomMeHIaluM M0 MCMOJIb30BAHUIO Pe3yJIbTATOB

[Tpu otOope ¢GopM TpUTHKAIE, HECYIIMX TE€H KOpoTKocteOenbHOCcTH Ddwl,
NPUMEHATH Mapkep Ha fenennto 12 m.H. B mpomortope rera TaGRF9-6A (mpoxyxTst 203
u 191 n.u.) [142]. B orcyrcTBre Ddw1 3T0T 0TOOp OEcmone3eH U BpeIeH: TOT JKe aJljieIb
0e3 Ddw1 cHmkaeT Maccy 3epHa riiaBHOTro Kosoca [142].

ITpu onenke rena TaGS2-2A B KOJIEKIUSIX MPEIBAPUTEIHHO ONPEACIIATh HATHINE
tpancnokaiu 1RS.1BL mapkepom SCM9 [16] u BecTr aHanu3 pasaeiibHO MO TPYIIam
C TpaHcToKalen u 6e3 Heé.

[Ipu or60pe Ha ckopocnenoct KASP-mapkep Ha reH TaNLP3-3B naét BoiurpsbI
B 2 JIHS 110 KOJIOIICHHUIO U [BETECHHIO 0€3 MOTepr KOMIOHEHTOB npoaykruBHocTr [140]
Y PUMECHUM HE3aBUCHMO OT aJUICIIBHOTO cocTosiHus reHa Ppd-D1.

[Ipu orOope Ha CKOpPOCHENOCTh HCIONb30BaTh Mapkep BT2-3A coBmecTHO C
mapkepoM Ha Ppd-D1, uToObl M30exaTh 3aAep)KKH HACTYIUICHHS KOJIOIICHHUS 3a CUCT

CHUHEPrETUYECKOTO B3aUMOJICUCTBUSA UX AJUIETIEH.
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IlepcnekTHBBI JaJbHeMIEH Pa3padOTKU TeMbl

[IpoBeputh QyHKIMOHATBHOCTE amiens «C» reHa TaPARG-2A: mnporHos
PROVEAN (score —4,749) yka3piBacT Ha BeposTHyIO yrtpary ¢ynkoum [139], HO
HKCIIEPUMEHTAJILHOTO MOATBEPKICHUS HET. TpeOyeTcst aHamu3 3KCIPecCHu JTM00 OlleHKa
aKTUBHOCTHU OeJKa.

Ouenuts >¢pdext amtens TaGS2-2Aa He MeHee YeM 3a TPH Tofa: MOJyUYEHHBIC
pa3auuus 1o TPEM U3 YETHIPEX MPU3HAKOB J0CTOBEPHBI B 2022 T. 1 HEAO0CTOBEpHBI B 2023
r. [16], 9To He mo3BOJIAET OTIANINTH 3P KT reHa ot dddekra roua.

IToBTOpuTh onieHKY 3 dexToB reHoB TaNGR5-1B u TaAMT-2B Ha He3aBUCHMOM
MaTepuaie M C pa3lelbHbIM YYETOM JIOKAIMM: HMEIOIIHMECS OIICHKU TOJIyYEHbI
YCPEIHEHHUEM I10 CpellaM U TPeOYIOT MMOATBEPKIACHH.

Paciiputh aHanm3 B3aMMOJCHCTBUN: paboTa yCTaHOBWJIA YETHIpE IMaphI
B3aMMOJICUCTBYIONIHNX JIOKYCOB; CHCTEMAaTHUECKHUIA TIEpe0op map «T'eH a30THOTO OOMeHa
— T€H TeHETUIECKOTO (hOHAY HE MPOBOIUIICS.

O1eHUTh MNPUTOJHOCTH CO3JAHHBIX MApPKEPOB JJisi MPAKTHYECKOTO OTOOpa:
MIPOBECTH MapKep-OMOCPEIOBAHHBIA OTOOpP Ha PeaTbHOM CEJICKIIMOHHOM MaTepuaje U

COIMOCTaBUTh PE3YJIbTAT C PEHOTUITMUECKIUM OTOOPOM.
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BbIBO/IbI

1. AnenbHOE pa3HOOOpa3We TEeHOB a30THOIO0 OOMEHa B OTEYECTBEHHOM
CEJIEKIIMOHHOM MaTepualie MIIEHUIl U TPUTUKAJIE COXPAaHWIOCh, HO pacIpeleseHO
HepaBHOMEpHO. B romeonorunueckux psimax TaPARG u TaGRF9 oHo cocpenoTodeHo B
onHom romeosore (TaPARG-2A, TaGRF9-6A), a B mpenenax TeHOB MNPUXOAUTCA
TJIaBHBIM 00pa3oM Ha MPOMOTOpPHBIE, WHTPOHHBIE U HETpPaHCIHUpYEeMble OOJACTH.
CrnenoBaTelbHO, MOUCK XO3SMCTBEHHO-IIEHHOW M3MEHYMBOCTH B T'€HAX 3TON TPYIIIIbI
HEO0OXOIMMO BECTH C 0053aTENIbHBIM aHAJIM30M PETYJISTOPHBIX 00JIACTEN, a HE TOJBKO
KOAMPYIOIIEH MOCIEA0BATEIbHOCTH.

2. Bxuian ayiens reHa a30THOrO 0OMEHa B X03sIICTBEHHO-1ICHHbIE ITPU3HAKU HE
SIBIISIETCS] TIOCTOSTHHBIM CBOMCTBOM aJUIeJIsl U OTpeAessieTcsl reHeTudeckuM (hoHoM. ['en
KOPOTKOCTEOCIbHOCTH MOXKET MEHATh 3Hak 3ddekra amnens (TaGRF9-6A x Ddwl),
KpYIHAast HHTPOTPECCHSI — MOJIHOCThIO MackupoBaTh ero (TaGS2-2A x 1RS.1BL), a ren
dboTOomeprnoANIECKON YyBCTBUTEILHOCTH — OBITh YCIIOBHEM ero npossiacHus (TaBT2-3A
x Ppd-D1). ITostoMy orieHku 3¢ ¢heKToB, MOIYUYCHHbIC HA OJHOM I€HETHYECKOM (OHE,
HEJIb34 EPEHOCUTH HA JPYTOM.

3. [Ipuponnass u3meHuuMBOCTH reHOB  cemeiictBa GRF  mo3Bonsier
KOMIICHCHPOBATh IUICHOTPOIIHBIE TMOTEPH, CBSI3aHHBIE C KOPOTKOCTEOENBHOCTHIO. Y
tputukaiie ayuiesb GRF9-6Ab B pone Ddwl ycTpaHseT 1Ba OCHOBHBIX HEOCTATKA 3TOTO
reHa — CHIDKEHUE MacChl 3epHa KoJioca U 3a/1epKKy KoJiomeHus. Komnencanus 3aBucur
OT YCIOBUM Cpeapl W YCTOMYMBO TMPOSABISIETCS B yclaoBUAX LleHTpanbHOTO
HeuepHo3empsi.

4, I'en TaNLP3-3B wiu cuemieHHbli ¢ HMM Yy4acTOK Xpomocombl 3B
y4acTBYET B PETYJISAIIMH CPOKOB KOJIOIICHHUS U I[BETCHUSI MIIIEHUIBI HE3aBUCHMO OT IF'eHa
Ppd-D1 u 6e3 ymiepba mjisi KOMIIOHEHTOB MPOJYKTHBHOCTH. JTO JejaeT MapKep Ha
nosumoppusm  ¢.1824+137G>A HHCTPYMEHTOM PEryJIMpOBaHUS CKOPOCIHENIOCTH,

nomnonHsromuM atenn Ppd-D1.
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5. [IpoMOTOpHBIN BapuaHT I'eHa IJIACTUAHON riayTaMUHCHHTETa3bl 1aGS2-2A
BIIUSICT HA MPOIYKTUBHOCTh MPEUMYILIECTBEHHO Y€pe3 HAIMB 3€PHA, YTO COTJIACYETCs C
ponbpio (epMeHTa B mepepacnpeaesieHud a3ora B 3epHO. [lockonbky 3¢ ekt storo
Jokyca Mackupyetrcs TpaHciokanued 1RS.1BL, mpucytctByromeit y 78% o06pasion
KOJUIEKLIUU sIpOBOM mieHunbl 3amannodt Cubupu, otOOp MO HEMY B 3TOM PETHOHE
3¢ (deKTUBEH TOJIBKO B MaTepuaie 0e3 TpaHCIOKaIl|H.

6. [IpomoTopHbiii Bapuant romeosiora TaNGR5-1B cBs3zan ¢ Hauboisee
KPyIHBIMH B pa0boTe MpUOABKaMH ypOKAHHOCTH, BOCTPOW3BOIAIIMMUCS B TpPEX
pPErruoHax U CONMPSKEHHBIMU C YIJIMHEHUEM TIEpHo/Ia 10 CO3PEBaHMs. ITO YKa3bIBaeT Ha
redbl NGRS mmieHuIlpl, kKak ¥ puca, Kak Ha MEPCHEKTUBHBIA HCTOYHHUK IMOBBIIIICHUS
MIPOTyKTUBHOCTH.

1. TaAMT-2B — eauHCTBEHHBIM W3 HM3YYEHHBIX TE€HOB, aIeId KOTOPOTO
CBS3aHbI C cojepxkaHueM Oeiika B 3epHe. OJIHaKO pa3HOHANPABIEHHOCTh UX 3P (PEKTOB
Ha maccy 1000 3epeH 1 Ha O€JIKOBOCTh YKa3bIBa€T CKOpee Ha pa30aBlICHHE a30Ta B 3€pHE,
4yeM Ha U3MEHEHHUE €ro MOTJIONICHHUS.

8. 8. Amnens «C» rtena TaPARG-2A B 0TedeCTBEHHOM MaTepHalie
BCTpEYaeTCs y eNMHUYHBIX 00pa3ioB (4 u3 805), 4To corjacyercsi ¢ TUMOTE30i O ero
BBITECHEHUH B XOJI€ OTCUESCTBEHHOMN CEJICKITUH.

Q. Pa3pabotanHbie Mapkepbl Ha TE€Hbl a30THOr0 OOMEHa CTaHOBSTCS
WHCTPYMEHTOM OTOOpa TOJIbLKO B COYETAaHMM C MapKepamMu TeHOB (oHa — TreHOB

kopotkoctedenprocTH, Ppd-D1 u tpancmokarmu 1RS.1BL.
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Cnmcok cokpameHui

1RS.1BL — nmennyHo-pxkanas tpaHciokanus 1RS.1BL

1BS.1BL — oTcyTcTBHE TpaHCIOKaUU (HOPMAIbHBIE XPOMOCOMBI)

AlaAT (Alanine Aminotransferase) — anannHamuHOTpaHCchepasa

AMT (Ammonium Transporter) — TpancopTep aMMOHHS

ANOVA (Analysis of Variance) — nmucniepcrHoHHBIN aHAIN3

ASN (Asparagine Synthetase) — acnaparuHcHHTETa3a

BT2 (BTB/POZ and TAZ domain-containing protein 2) — TeH KOTHPYIOIIHNA OCIIOK
2, conepxarnuit fomensl BTB/POZ u TAZ

CEP (C-terminally Encoded Peptide) — mentun, konupyemsiit Ha C-KOHIIE

CEPR (CEP Receptor) — peuenrop CEP

CRISPR/Cas9 (Clustered Regularly Interspaced Short Palindromic Repeats /
CRISPR-associated protein 9) — cucrteMa pejakTUpOBaHUsI TeHOMA

Ddw1 (Dominant dwarf 1) — ToMHHAHTHBIN T€H KapJIUKOBOCTH |

FDR (False Discovery Rate) — most T0>KHBIX OOHAPYKEHUIH

GDH (Glutamate Dehydrogenase) — riryramataeruaporeHasa

GLM (General Linear Model) — o61mas auHeiHas Moaeb

GOGAT (Glutamate Synthase) — riryramarcuHTasa

GPC (Grain Protein Content) — conepsxanue Oeka B 3epHe

GRF (Growth-Regulating Factor) —(haktop perymsiiuu pocta

GS (Glutamine Synthetase) — rimiyramMmuHCHHTETa3a

GWAS (Genome-Wide Association Study) — MOJHOTCHOMHBIN aCCONMATUBHBIN
aHaJIN3

HATS (High-Affinity Transport System) — cucTema TpaHCIOPTa C BBICOKHM
CPOACTBOM

HTP  (High-Throughput  Phenotyping) —  BBICOKOIIPOM3BOAUTEIILHOC

(dbeHoTUnMpoBaHue
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HTG (High-Throughput ~ Genotyping) —  BBICOKOIIPOM3BOIUTEIILHOEC
TCeHOTUITUPOBAHUE

KASP (Kompetitive Allele-Specific PCR) — konkypeHTHas ayuieinb-crienuduaHas
[TLP

LATS (Low-Affinity Transport System) — cumcrema TpaHCHOpTa C HH3KUM
CpOJICTBOM

IncRNA (long non-coding RNA) — qnuanas Hexoaupyromas PHK

MAS (Marker-Assisted Selection) — Mmapkep-OpreHTUPOBAHHAS CEICKIIUS

MIRNA (microRNA) — mukpoPHK

NGR (Nitrogen-mediated Growth Regulator) — a3ot-omocpeoBaHHbBIN peryssTop
pocta

NiR — HUTpUTpEIyKTa3a

NLP (NIN-like Protein) — NIN-mozo0OHbI# Oeok

NPF (NRT1/PTR Family) — cemeilicTBO TpaHCTIOPTEPOB HUTPATOB/TIEHITHIIOB

NR — Hutpatpenykrasa

NRT (Nitrate Transporter) — Tparcroptep HUTpaTa

NUE (Nitrogen Use Efficiency) — a¢pdekTuBHOCTD HCTIOIB30BAHMUS a30Ta

NUpE (Nitrogen Uptake Efficiency) — a.¢pdexTuBHOCTD MOTIIOMICHUS a30Ta

NUtE (Nitrogen Utilization Efficiency) — s dekTBHOCTD yTHIN3AIIMN a30Ta

OPT (Oligopeptide Transporter) — TpaHcropTep OJIMTONEITHIOB

PARG (Plant Architecture-Related Gene) — TeH, CBS3aHHBIA C apXHTEKTYpOM
pacTeHun

PCR (Polymerase Chain Reaction) — monuMepa3Has 1ienHas peakius

Ppd — ren ¢oroneproanyeckoit 4yBCTBUTEILHOCTH

PRC2 (Polycomb Repressive Complex 2) — mosukomMO-penpeccuBHbIN KOMILIEKC

QTL (Quantitative Trait Locus ) — JTIOKyC KOJIMYSCTBEHHOTO IIPU3HAKA
Rht — ren kopoTkocTebenbHOCTH
SNP (Single Nucleotide Polymorphism) — onqHonykiieoTHaHbI# OTMMOphU3M

Vrn — reH spoBU3aLu
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KACUB — Kazaxcrancko-Cubupckas ceTh 1Mo yIydlIeHUIO SPOBOM MIIICHUIIBI



141

Cnmcok Jureparypsl

1. [TpsaumnukoB . H. A3ot B s)xu3nu pacrenuii u B 3emiuenenuu CCCP. M;
JI.: U3natensctBO Akagemuu Hayk CCCP, 1945.

2. LiJ. u ap. Genetic and molecular mechanisms underlying nitrogen use
efficiency in maize // J. Genet. Genomics. Elsevier, 2025. T. 52, Ne 3. C. 276-286.

3. Hirel B. u np. The challenge of improving nitrogen use efficiency in crop
plants: towards a more central role for genetic variability and quantitative genetics within
integrated approaches // J. Exp. Bot. Oxford University Press, 2007. T. 58, Ne 9. C. 2369-
2387.

4, Han M. u ap. The genetics of nitrogen use efficiency in crop plants // Annu.
Rev. Genet. Annual Reviews, 2015. T. 49, Ne 1. C. 269-289.

5. XuG.,, Fan X., Miller A. J. Plant nitrogen assimilation and use efficiency //
Annu. Rev. Plant Biol. Annual Reviews, 2012. T. 63. C. 153-182.

6. Garnett T. u np. Genetic approaches to enhancing nitrogen-use efficiency
(NUE) in cereals: challenges and future directions // Funct. Plant Biol. CSIRO Publishing,
2015. T. 42, Ne 10. C. 921-941.

7. Li B. u op. Two novel AP2/EREBP transcription factor genes TaPARG have
pleiotropic functions on plant architecture and yield-related traits in common wheat //
Front. Plant Sci. Frontiers Media SA, 2016. T. 7. C. 1191.

8. MoxoB T. u np. PASPABOTKA KASP-MAPKEPA HA ITOJINMOP®N3M
B I'EHE PARG-2A YV TRITICUM AESTiVUM // Buorexuonorust B PactenneBoactae
JKusotHoBoacTBe U CenbckoxossiictBeHHOM Mukpoouonoruu. 2023. T. 14, C. 28.

9.  Zhang Z. u ap. The role of glutamine synthetase isozymes in enhancing
nitrogen use efficiency of N-efficient winter wheat // Sci. Rep. Nature Publishing Group
UK London, 2017. T. 7, Ne 1. C. 1000.

10. Gadaleta A. u np. The glutamine synthetase (GS2) genes in relation to grain
protein content of durum wheat // Funct. Integr. Genomics. Springer, 2011. T. 11, Ne 4.
C. 665-670.



142

11. Wang Y. u ap. Genome-Wide Identification of the AMT Gene Family in
Wheat: Expression Profiles Under Ammonium Nutrition and Pathogen Effects // Genes.
MDPI, 2025. T. 16, Ne 12. C. 1451.

12. Li S. u gp. Modulating plant growth—metabolism coordination for
sustainable agriculture // Nature. Nature Publishing Group UK London, 2018. T. 560, Ne
7720. C. 595-600.

13. Tenhola-Roininen T., Tanhuanp&a P. Tagging the dwarfing gene Ddw1 in a
rye population derived from doubled haploid parents // Euphytica. Springer, 2010. T. 172,
Ne 3. C. 303-312.

14. Guo Z. u ap. Discovery, evaluation and distribution of haplotypes of the
wheat Ppd-D1 gene // New Phytol. Wiley Online Library, 2010. T. 185, Ne 3. C. 841-
851.

15. Kalih R. u op. Effect of a rye dwarfing gene on plant height, heading stage,
and Fusarium head blight in triticale (\times Triticosecale Wittmack) // Theor. Appl.
Genet. Springer, 2014. T. 127, Ne 7. C. 1527-1536.

16.  Chernook A. u mp. Study of the Influence of the Glutamine Synthetase Gene
on Agronomically Valuable Traits in Spring Bread wheat in Western Siberia //
Nanobiotechnology Rep. Springer, 2024. T. 19, Ne 5. C. 796-807.

17. Moskal K. u 1p. The pros and cons of rye chromatin introgression into wheat
genome, Agronomy, 2021, vol. 11, no. 3.

18. LiZ.wu np. The Arabidopsis CPSF30-L gene plays an essential role in nitrate
signaling and regulates the nitrate transceptor gene NRT 1.1 // New Phytol. Wiley Online
Library, 2017. T. 216, Ne 4. C. 1205-1222.

19. Li X.-P. m ap. Haplotype analysis of the genes encoding glutamine
synthetase plastic isoforms and their association with nitrogen-use-and yield-related traits
in bread wheat // New Phytol. Wiley Online Library, 2011. T. 189, Ne 2. C. 449-458.

20. Hu M. u nmp. Transgenic expression of plastidic glutamine synthetase
increases nitrogen uptake and yield in wheat // Plant Biotechnol. J. Wiley Online Library,
2018. T. 16, Ne 11. C. 1858-1867.



143

21. Liu K.-H. u ap. NIN-like protein 7 transcription factor is a plant nitrate
sensor // Science. American Association for the Advancement of Science, 2022. T. 377,
Ne 6613. C. 1419-1425.

22.  Marchive C. u ap. Nuclear retention of the transcription factor NLP7
orchestrates the early response to nitrate in plants // Nat. Commun. Nature Publishing
Group UK London, 2013. T. 4, Ne 1. C. 1713.

23.  Wu J. u gp. The OsNLP3/4-OsRFL module regulates nitrogen-promoted
panicle architecture in rice // New Phytol. Wiley Online Library, 2023. T. 240, Ne 6. C.
2404-2418.

24. Wu K. u ap. Enhanced sustainable green revolution yield via nitrogen-
responsive chromatin modulation in rice // Science. American Association for the
Advancement of Science, 2020. T. 367, Ne 6478. C. eaaz2046.

25.  Araus Caramori V. u np. Members of BTB Gene Family of Scaffold Proteins
Suppress Nitrate Uptake and Nitrogen Use Efficiency. 2016.

26. Bazhenov M. S. u ap. The association of grain yield and agronomical traits
with genes of plant height, photoperiod sensitivity and plastid glutamine synthetase in
winter bread wheat (Triticum aestivum L.) collection // Int. J. Mol. Sci. MDPI, 2022. T.
23, Ne 19. C. 11402.

27. Kou Y.-C. u ap. Plant nitrate transport family NPF and its regulatory
mechanism of protein modification. / Yi Chuan Hered. 2025. T. 47, Ne 10. C. 1118-1131.

28. Guo X. m ap. Regulatory network of ammonium and nitrate uptake and
utilization in rice // Front. Plant Sci. Frontiers Media SA, 2025. T. 16. C. 1656041.

29. Wen Z. u op. Maize NPF6 proteins are homologs of Arabidopsis CHL1 that
are selective for both nitrate and chloride // Plant Cell. American Society of Plant
Biologists, 2017. T. 29, Ne 10. C. 2581-2596.

30. Siddiqui M. N. u gp. Convergently selected NPF2. 12 coordinates root
growth and nitrogen use efficiency in wheat and barley // New Phytol. Wiley Online
Library, 2023. T. 238, Ne 5. C. 2175-2193.

31. Porras Murillo R. Transporters mediating ammonium uptake in plants and

their regulation by the abiotic stress signaling pathway. 2023.



144

32. Chattha M. S. u mp. Enhancement of nitrogen use efficiency through
agronomic and molecular based approaches in cotton // Front. Plant Sci. Frontiers Media
SA, 2022. T. 13. C. 994306.

33.  Tunnermann L. Organic nitrogen: molecular regulation of uptake and
physiological implications: PhD Thesis. Swedish University of Agricultural Sciences,
2025. No 2025:65.

34. Chen C.-Z. u mp. Arabidopsis NRT1. 5 is another essential component in the
regulation of nitrate reallocation and stress tolerance // Plant Physiol. American Society
of Plant Biologists, 2012. T. 159, Ne 4. C. 1582-1590.

35. Feng H. u gp. Spatial expression and regulation of rice high-affinity nitrate
transporters by nitrogen and carbon status // J. Exp. Bot. Oxford University Press, 2011.
T. 62, Ne 7. C. 2319-2332.

36. Tegeder M., Masclaux-Daubresse C. Source and sink mechanisms of
nitrogen transport and use // New Phytol. Wiley Online Library, 2018. T. 217, Ne 1. C.
35-53.

37. Lea P. J., Miflin B. J. Nitrogen assimilation and its relevance to crop
improvement // Annu Plant Rev Vol. Wiley Online Library, 2011. T. 42. C. 1-40.

38. Thomsen H. C. u gp. Cytosolic glutamine synthetase: a target for
improvement of crop nitrogen use efficiency? // Trends Plant Sci. Elsevier, 2014. T. 19,
Ne 10. C. 656-663.

39. Boisson M. u gp. Partial sequences of nitrogen metabolism genes in
hexaploid wheat // Theor. Appl. Genet. Springer, 2005. T. 110, Ne 5. C. 932-940.

40. Anjana u ap. Modulation of nitrogen-utilization efficiency in wheat
genotypes differing in nitrate reductase activity // J. Plant Nutr. Taylor & Francis, 2011.
T. 34, Ne 6. C. 920-933.

41. Zhao X.-Q., Nie X.-L., Xiao X.-G. Over-expression of a tobacco nitrate
reductase gene in wheat (Triticum aestivum L.) increases seed protein content and weight
without augmenting nitrogen supplying // PloS One. Public Library of Science San
Francisco, USA, 2013. T. 8, Ne 9. C. e74678.



145

42. Diatloff E. u gp. The vegetative nitrogen response of sorghum lines
containing different alleles for nitrate reductase and glutamate synthase // Mol. Breed.
Springer, 2017. T. 37, Ne 11. C. 138.

43. Gao Z. u ap. The indica nitrate reductase gene OsNR2 allele enhances rice
yield potential and nitrogen use efficiency // Nat. Commun. Nature Publishing Group UK
London, 2019. T. 10, Ne 1. C. 5207.

44, Nakano S. u gp. Structure—function relationship of assimilatory nitrite
reductases from the leaf and root of tobacco based on high-resolution structures // Protein
Sci. Wiley Online Library, 2012. T. 21, Ne 3. C. 383-395.

45. Beatty P. H., Good A. G. Improving nitrogen use efficient in crop plants
using biotechnology approaches // Engineering nitrogen utilization in crop plants.
Springer, 2018. C. 15-35.

46. Németh E., Nagy Z., Pécsvaradi A. Chloroplast glutamine synthetase, the
key regulator of nitrogen metabolism in wheat, performs its role by fine regulation of
enzyme activity via negative cooperativity of its subunits // Front. Plant Sci. Frontiers
Media SA, 2018. T. 9. C. 191.

47. Bernard S. M. u ap. Gene expression, cellular localisation and function of
glutamine synthetase isozymes in wheat (Triticum aestivum L.) // Plant Mol. Biol.
Springer, 2008. T. 67, Ne 1. C. 89-105.

48. Shrawat A. K. u ap. Genetic engineering of improved nitrogen use efficiency
in rice by the tissue-specific expression of alanine aminotransferase // Plant Biotechnol.
J. Wiley Online Library, 2008. T. 6, Ne 7. C. 722-732.

49. Habash D. Z. u ap. The genetics of nitrogen use in hexaploid wheat: N
utilisation, development and yield // Theor. Appl. Genet. Springer, 2007. T. 114, Ne 3. C.
403-4109.

50. Lea P. J., Miflin B. J. Nitrogen assimilation and its relevance to crop
improvement // Annu Plant Rev Vol. Wiley Online Library, 2011. T. 42. C. 1-40.

51. Labboun S. u ap. Resolving the role of plant glutamate dehydrogenase. I. in
vivo real time nuclear magnetic resonance spectroscopy experiments // Plant Cell Physiol.
Oxford University Press, 2009. T. 50, Ne 10. C. 1761-1773.



146

52. Fontaine J.-X. u ap. Characterization of a NADH-dependent glutamate
dehydrogenase mutant of Arabidopsis demonstrates the key role of this enzyme in root
carbon and nitrogen metabolism // Plant Cell. American Society of Plant Biologists, 2012.
T. 24, Ne 10. C. 4044-4065.

53. Terce-Laforgue T. m ap. Resolving the role of plant glutamate
dehydrogenase: Il. Physiological characterization of plants overexpressing the two
enzyme subunits individually or simultaneously. // Plant Cell Physiol. 2013. T. 54, Ne 10.
C. 1635.

54. Enomoto T. u ap. STOP1 regulates the expression of HsfA2 and GDH s that
are critical for low-oxygen tolerance in Arabidopsis // J. Exp. Bot. Oxford University
Press UK, 2019. T. 70, Ne 12. C. 3297-3311.

55. Hirel B., Lea P. J. Genomics of nitrogen use efficiency in maize: from basic
approaches to agronomic applications // The Maize Genome. Springer, 2018. C. 259-286.

56. Grabowska A. u 1p. Molecular cloning and functional analysis of the second
gene encoding glutamate dehydrogenase in triticale // Acta Physiol. Plant. Springer, 2017.
T.39, Ne 1. C. 24.

57. Abiko T. u gp. Changes in nitrogen assimilation, metabolism, and growth in
transgenic rice plants expressing a fungal NADP (H)-dependent glutamate
dehydrogenase (gdhA) // Planta. Springer, 2010. T. 232, Ne 2. C. 299-311.

58. Fontaine J.-X. m ap. A quantitative genetic study for elucidating the
contribution of glutamine synthetase, glutamate dehydrogenase and other nitrogen-
related physiological traits to the agronomic performance of common wheat // Theor.
Appl. Genet. Springer, 2009. T. 119, Ne 4. C. 645-662.

59. Good A. G. u ap. Engineering nitrogen use efficiency with alanine
aminotransferase // Botany. 2007. T. 85, Ne 3. C. 252-262.

60. Snyman S. u ap. Improved nitrogen use efficiency in transgenic sugarcane:
phenotypic assessment in a pot trial under low nitrogen conditions // Plant Cell Rep.
Springer, 2015. T. 34, Ne 5. C. 667-669.



147

61. McAllister C. H., Good A. G. Alanine aminotransferase variants conferring
diverse NUE phenotypes in Arabidopsis thaliana // PLoS One. Public Library of Science
San Francisco, CA USA, 2015. T. 10, Ne 4. C. e0121830.

62. Pefia P. A. u ap. Molecular and phenotypic characterization of transgenic
wheat and sorghum events expressing the barley alanine aminotransferase // Planta.
Springer, 2017. T. 246, Ne 6. C. 1097-1107.

63. Gaufichon L., Rothstein S. J., Suzuki A. Asparagine metabolic pathways in
Arabidopsis // Plant Cell Physiol. Oxford University Press, 2016. T. 57, Ne 4. C. 675—
689.

64. Curci P. L. u np. Asparagine synthetase genes (AsnS1 and AsnS2) in durum
wheat: structural analysis and expression under nitrogen stress // Euphytica. Springer,
2018. T. 214, Ne 2. C. 36.

65. Awvila-Ospina L. u ap. The identification of new cytosolic glutamine
synthetase and asparagine synthetase genes in barley (Hordeum vulgare L.), and their
expression during leaf senescence // J. Exp. Bot. Oxford University Press UK, 2015. T.
66, Ne 7. C. 2013-2026.

66. Curci P. L. u gp. Transcriptomic response of durum wheat to nitrogen
starvation // Sci. Rep. Nature Publishing Group UK London, 2017. T. 7, Ne 1. C. 1176.

67. Yoneyama T. u ap. Whole-plant dynamic system of nitrogen use for
vegetative growth and grain filling in rice plants (Oryza sativa L.) as revealed through the
production of 350 grains from a germinated seed over 150 days: a review and synthesis
// Front. Plant Sci. Frontiers Media SA, 2016. T. 7. C. 1151.

68. Imai K. u ap. Changes in the synthesis of Rubisco in rice leaves in relation
to senescence and N influx // Ann. Bot. Oxford University Press, 2008. T. 101, Ne 1. C.
135-144.

69. Li G. u gp. Nitrogen redistribution during the grain-filling stage and its
correlation with senescence and TaATG8 expression in leaves of winter wheat // J. Integr.
Agric. Elsevier, 2024.



148

70. Gong Y.-H. u ap. Foliar 15N-urea absorption and translocation in wheat with
contrasting senescence patterns at late growth stage // Sci. Rep. Nature Publishing Group
UK London, 2026. T. 16, Ne 1. C. 7174.

71. Kamal N. M. u ap. Stay-green trait: a prospective approach for yield
potential, and drought and heat stress adaptation in globally important cereals // Int. J.
Mol. Sci. MDPI, 2019. T. 20, Ne 23. C. 5837.

72.  Christopher J. T. u ap. Stay-green traits to improve wheat adaptation in well-
watered and water-limited environments // J. Exp. Bot. Oxford University Press UK,
2016. T. 67, Ne 17. C. 5159-5172.

73.  Christopher J. u ap. Developmental and physiological traits associated with
high yield and stay-green phenotype in wheat // Aust. J. Agric. Res. CSIRO Publishing,
2008. T. 59, Ne 4. C. 354-364.

74.  Uauy C. u op. A NAC gene regulating senescence improves grain protein,
zinc, and iron content in wheat // Science. American Association for the Advancement of
Science, 2006. T. 314, Ne 5803. C. 1298-1301.

75. Derkx A. P. u np. ldentification of differentially Senescing mutants of wheat
and impacts on yield, biomass and nitrogen Partitioning F // J. Integr. Plant Biol. Wiley
Online Library, 2012. T. 54, Ne 8. C. 555-566.

76. Thomas H., Ougham H. The stay-green trait // J. Exp. Bot. Oxford University
Press UK, 2014. T. 65, Ne 14. C. 3889-3900.

77. HASSAN M. A., others. QTL mapping of seedling biomass and root traits
under different nitrogen conditions in bread wheat (Triticum aestivum L.) // J. Integr.
Agric. Elsevier, 2021. T. 20, Ne 5. C. 1180-1192.

78.  Quraishi U. M. u ap. Cross-genome map based dissection of a nitrogen use
efficiency ortho-metaQTL in bread wheat unravels concerted cereal genome evolution //
Plant J. Wiley Online Library, 2011. T. 65, Ne 5. C. 745-756.

79. Zhang H., Forde B. G. An Arabidopsis MADS box gene that controls
nutrient-induced changes in root architecture // Science. American Association for the
Advancement of Science, 1998. T. 279, Ne 5349. C. 407-4009.



149

80. Liang C. u ap. OSNAP connects abscisic acid and leaf senescence by fine-
tuning abscisic acid biosynthesis and directly targeting senescence-associated genes in
rice // Proc. Natl. Acad. Sci. National Academy of Sciences, 2014. T. 111, Ne 27. C.
10013-10018.

81. Alvarez-Buylla E. R. u np. MADS-box genes underground becoming
mainstream: plant root developmental mechanisms // New Phytol. Wiley Online Library,
2019. T. 223, Ne 3. C. 1143-1158.

82. QuB. u ap. A wheat CCAAT box-binding transcription factor increases the
grain yield of wheat with less fertilizer input // Plant Physiol. American Society of Plant
Biologists, 2015. T. 167, Ne 2. C. 411-423.

83. Castaings L. u ap. The nodule inception-like protein 7 modulates nitrate
sensing and metabolism in Arabidopsis // Plant J. Wiley Online Library, 2009. T. 57, Ne
3. C. 426-435.

84. Guan P. u np. Interacting TCP and NLP transcription factors control plant
responses to nitrate availability // Proc. Natl. Acad. Sci. National Academy of Sciences,
2017. T. 114, Ne 9. C. 2419-2424.

85. Jonassen E. M., Sévin D. C., Lillo C. The bZIP transcription factors HY5
and HYH are positive regulators of the main nitrate reductase gene in Arabidopsis leaves,
NIA2, but negative regulators of the nitrate uptake gene NRT1. 1 // J. Plant Physiol.
Elsevier, 2009. T. 166, Ne 18. C. 2071-2076.

86. Jonassen E. M., Sandsmark B. A., Lillo C. Unique status of NIA2 in nitrate
assimilation: NIA2 expression is promoted by HY5/HYH and inhibited by PIF4 // Plant
Signal. Behav. Taylor & Francis, 2009. T. 4, Ne 11. C. 1084-1086.

87. Zhou X., Khare T., Kumar V. Recent trends and advances in identification
and functional characterization of plant miRNAs // Acta Physiol. Plant. Springer, 2020.
T.42, Ne 2. C. 25.

88. Li H. u ap. Identification of microRNAs in rice root in response to nitrate
and ammonium // J. Genet. Genomics. Elsevier, 2016. T. 43, Ne 11. C. 651-661.



150

89. ZuluagaD. L. u np. Durum wheat miRNAS in response to nitrogen starvation
at the grain filling stage // PLoS One. Public Library of Science San Francisco, CA USA,
2017.T. 12, Ne 8. C. e0183253.

90. Yan M. u ap. Rice OsNAR2. 1 interacts with OsNRT2. 1, OsNRT2. 2 and
OsNRT2. 3anitrate transporters to provide uptake over high and low concentration ranges
// Plant Cell Environ. Wiley Online Library, 2011. T. 34, Ne 8. C. 1360-1372.

91. Konishi M., Yanagisawa S. Emergence of a new step towards understanding
the molecular mechanisms underlying nitrate-regulated gene expression // J. Exp. Bot.
Oxford University Press, 2014. T. 65, Ne 19. C. 5589-5600.

92. Kurai T. u gp. Introduction of the ZmDof1 gene into rice enhances carbon
and nitrogen assimilation under low-nitrogen conditions // Plant Biotechnol. J. Wiley
Online Library, 2011. T. 9, Ne 8. C. 826-837.

93. Castaings L. u ap. The nodule inception-like protein 7 modulates nitrate
sensing and metabolism in Arabidopsis // Plant J. Wiley Online Library, 2009. T. 57, Ne
3. C. 426-435.

94. Tabuchi M., Abiko T., Yamaya T. Assimilation of ammonium ions and
reutilization of nitrogen in rice (Oryza sativa L.) // J. Exp. Bot. Oxford University Press,
2007. T. 58, Ne 9. C. 2319-2327.

95. Gao Y. deBang T. C., Schjoerring J. K. Cisgenic overexpression of
cytosolic glutamine synthetase improves nitrogen utilization efficiency in barley and
prevents grain protein decline under elevated CO2 // Plant Biotechnol. J. Wiley Online
Library, 2019. T. 17, Ne 7. C. 1209-1221.

96. Yamaya T. u ap. Genetic manipulation and quantitative-trait loci mapping
for nitrogen recycling in rice // J. Exp. Bot. Oxford University Press, 2002. T. 53, Ne 370.
C. 917-925.

97. Nigro D. u gp. Characterization of ferredoxin-dependent glutamine-
oxoglutarate amidotransferase (Fd-GOGAT) genes and their relationship with grain
protein content QTL in wheat // PLoS One. Public Library of Science San Francisco,
USA, 2014. T. 9, Ne 8. C. €103869.



151

98. Nigro D. u ap. Structural analysis of the wheat genes encoding NADH-
dependent glutamine-2-oxoglutarate amidotransferases and correlation with grain protein
content // PLoS One. Public Library of Science San Francisco, USA, 2013. T. 8, Ne 9. C.
e73751.

99. Nigro D. u ap. Allelic variants of glutamine synthetase and glutamate
synthase genes in a collection of durum wheat and association with grain protein content
// Diversity. MDPI, 2017. T. 9, Ne 4. C. 52.

100. Curci P. L. u mp. Asparagine synthetase genes (AsnS1 and AsnS2) in durum
wheat: structural analysis and expression under nitrogen stress // Euphytica. Springer,
2018. T. 214, Ne 2. C. 36.

101. Lee S. u ap. OSASN1 overexpression in rice increases grain protein content
and yield under nitrogen-limiting conditions // Plant Cell Physiol. Oxford University
Press, 2020. T. 61, Ne 7. C. 1309-1320.

102. OcumoBa C., OctpoBckas P., TperbsikoBa A. ['eHeTHYeCKHE AaCHEKTHI
BacyxoyCTOﬁqHBOCTH MMOJIUITIIONIHBIX paCTeHI/Iﬁ Ha TIIpUMCPC IIINICHUIIBI Tritcum
aestivum L // ®usnonorus Pacrenuii. 2022. T. 69, Ne 3. C. 272-285.

103. McAllister C. H., Beatty P. H., Good A. G. Engineering nitrogen use
efficient crop plants: the current status // Plant Biotechnol. J. Wiley Online Library, 2012.
T. 10, Ne 9. C. 1011-1025.

104. Tiong J. u ap. Improving nitrogen use efficiency through overexpression of
alanine aminotransferase in rice, wheat, and barley // Front. Plant Sci. Frontiers Media
SA, 2021. T. 12. C. 628521.

105. Jiao B. u mp. Special expression of alanine-aminotransferasel (OsAlaAT1)
improves nitrogen utilization in wheat // Crop Sci. Wiley Online Library, 2025. T. 65, Ne
1. C. e21436.

106. Ruffel S. u mp. Nitrate sensing and signaling in plants: comparative insights
and nutritional interactions // Annu. Rev. Plant Biol. Annual Reviews, 2025. T. 76, Ne 1.
C. 25-52.

107. Shanks C. M. u ap. Nitrogen sensing and regulatory networks: it’s about time
and space // Plant Cell. Oxford University Press US, 2024. T. 36, Ne 5. C. 1482-1503.



152

108. Wang X. u ap. OsNRT1. 1B-OsCNGC14/16-Ca2+-OsNLP3 Pathway:
Phosphorylation-Mediated Maintenance of Nitrogen Homeostasis // Adv. Sci. Wiley
Online Library, 2025. T. 12, Ne 43. C. e07919.

109. Sun X. m gp. Nitrogen-driven orchestration of lateral root development:
molecular mechanisms and systemic integration // Biology. MDPI, 2025. T. 14, Ne 8. C.
1099.

110. Nejamkin A. u ap. Nitric oxide is required for primary nitrate response in
arabidopsis: evidence for S-nitrosation of NLP7 // Antioxid. Redox Signal. SAGE
Publications Sage CA: Los Angeles, CA, 2025. T. 42, Ne 4-6. C. 280-291.

111. Kong L. u ap. Signaling responses to N starvation: focusing on wheat and
filling the putative gaps with findings obtained in other plants. A review // Front. Plant
Sci. Frontiers Media SA, 2021. T. 12. C. 656696.

112. Artins A. u np. Sensing and regulation of C and N metabolism—novel
features and mechanisms of the TOR and SnRK1 signaling pathways // Plant J. Wiley
Online Library, 2024. T. 118, Ne 5. C. 1268-1280.

113. Fischer H. D., Fernie A., Skirycz A. Using protein—metabolite interactions
to identify novel plant metabolite receptors // Phytochem. Rev. Springer, 2025. T. 24, Ne
4. C. 2501-2526.

114. Fafanas-Pueyo I. u ap. Signalling and regulation of plant development by
carbon/nitrogen balance // Physiol. Plant. Wiley Online Library, 2025. T. 177, Ne 2. C.
e70228.

115. Luo L., Zhang Y., Xu G. How does nitrogen shape plant architecture? // J.
Exp. Bot. Oxford University Press UK, 2020. T. 71, Ne 15. C. 4415-4427.

116. Kou H. u ap. Heritable alteration in DNA methylation induced by nitrogen-
deficiency stress accompanies enhanced tolerance by progenies to the stress in rice (Oryza
sativa L.) // J. Plant Physiol. Elsevier, 2011. T. 168, Ne 14. C. 1685-1693.

117. Meng X. u ap. Chromatin remodeling protein ZmCHB101 regulates nitrate-
responsive gene expression in maize // Front. Plant Sci. Frontiers Media SA, 2020. T. 11.
C. 52.



153

118. Zhang H., Zhang X., Xiao J. Epigenetic regulation of nitrogen signaling and
adaptation in plants // Plants. MDPI, 2023. T. 12, Ne 14. C. 2725.

119. Zhang H. u np. Epigenetic modifications mediate cultivar-specific root
development and metabolic adaptation to nitrogen availability in wheat // bioRxiv. Cold
Spring Harbor Laboratory, 2023. C. 2023-02.

120. GaoY.wu ap. MYBG61 is regulated by GRF4 and promotes nitrogen utilization
and biomass production in rice // Nat. Commun. Nature Publishing Group UK London,
2020. T. 11, Ne 1. C. 52109.

121. Singh G. u gp. Advances in genomics-assisted breeding strategies for
enhancing nutrient uptake and use efficiency in cereals: A pathway toward sustainable
agriculture // Plant Stress. Elsevier, 2025. C. 101002.

122. Emam A. I. I. u gp. Genetic variation and genome-wide association analysis
of nitrogen use efficiency-related traits under combined heat and nitrogen-deficient stress
in an Aegilops tauschii-derived wheat population // Front. Plant Sci. Frontiers Media SA,
2025. T. 16. C. 1621916.

123. Govta N. u ap. Nitrogen deficiency tolerance conferred by introgression of
a QTL derived from wild emmer into bread wheat // Theor. Appl. Genet. Springer, 2024.
T. 137, Ne 8. C. 187.

124. Xu J. m ap. Genome-wide association study reveals genomic regions for
nitrogen, phosphorus and potassium use efficiency in bread wheat // J. Integr. Agric.
Elsevier, 2024.

125. Ligeza A., Milner M. J. Understanding the physiological and molecular basis
for differences in nitrogen use efficiency in the parents of a winter wheat MAGIC
population // Plants. MDPI, 2024. T. 13, Ne 23. C. 3331.

126. T'onuaposa 0., Xaputonos E., lllener B. MonekynspHbie MapKepbl T€HOB,
onpenenstonmx 3pPEeKTUBHOCTh MUHEpabHOro nutanus y puca (Oryza sativa L.):
MUHH-0030p // CenbCKOX03AHCTBEHHAS buomnorus. Penaknus KypHaia

«Cenpckoxo3sicTBenHas ononorus», 2017. T. 52, Ne 3. C. 515-525.



154

127. Rogers S. O., Bendich A. J. Extraction of DNA from milligram amounts of
fresh, herbarium and mummified plant tissues // Plant Mol. Biol. Springer, 1985. T. 5, Ne
2. C. 69-76.

128. KB N. GeneDoc: analysis and visualization of genetic variation // EMBnet
News. 1997. T. 4. C. 1-4.

129. Baxenos M. ABTOMATU3UPOBAHHBIN IIOJ50P CITELIU®UYHBIX
[IPAIMEPOB JJI1 KIIOHUPOBAHMSA T'EHOB ITIIHIEHMIIBI MSTKON //
buorexnonorus B PacrenueBoacrBe JKuBotHOBOACTBE M CelbCKOX03SiCTBCHHOM
Muxkpobuonoruu. 2022. T. 7. C. 17.

130. Andrews S. FastQC A Quality Control tool for High Throughput Sequence
Data.

131. Zaharia M. u np. Faster and more accurate sequence alignment with SNAP
Il ArXiv Prepr. ArXiv11115572. 2011.

132. Garrison E., Marth G. Haplotype-based variant detection from short-read
sequencing // ArXiv Prepr. ArXiv12073907. 2012.

133. Danecek P. u np. Twelve years of SAMtools and BCFtools // Gigascience.
Oxford University Press, 2021. T. 10, Ne 2. C. giab008.

134. Robinson J. T. u ap. Integrative genomics viewer // Nat. Biotechnol. Nature
Publishing Group, 2011. T. 29, Ne 1. C. 24-26.

135. Komyshev E., Genaev M., Afonnikov D. Evaluation of the SeedCounter, a
mobile application for grain phenotyping // Front. Plant Sci. Frontiers Media SA, 2017.
T. 7. C. 1990.

136. Bazhenov M. u mp. Isolation of the dwarfing Rht-B1p (Rht17) gene from
wheat and the development of an allele-specific PCR marker // Mol. Breed. Springer,
2015. T. 35, Ne 11. C. 213.

137. Beales J. u ap. A pseudo-response regulator is misexpressed in the
photoperiod insensitive Ppd-D1a mutant of wheat (Triticum aestivum L.) // Theor. Appl.
Genet. Springer, 2007. T. 115, Ne 5. C. 721-733.



155

138. Saal B., Wricke G. Development of simple sequence repeat markers in rye
(Secale cereale L.) // Genome. NRC Research Press Ottawa, Canada, 1999. T. 42, Ne 5.
C. 964-972.

139. KouemxoBa A. um ap. CO3JAHUE HOBOI'O KASP-MAPKEPA HA
AJUJIEJIBHOE COCTOSAHUME 'EHA PARG-2A VY ITILIEHUIIBI // TlomatemaTHdecKmii
CereBoii DnekTponHblil Hayunsiit XKypnan Kybanckoro ['ocynapcTBeHHOro ArpapHoro
YHuBepcutera. dDenepalibHOE TOCYJIapCTBEHHOE 00pa30BaTENIbHOE  YUPEKJICHHE
BbICIIIEr0 0Opa3oBaHus ..., 2023. Ne 190. C. 28-38.

140. Bazhenov M. u ap. A molecular marker within the NLP3-B1 gene is
associated with earliness in spring wheat (Triticum aestivum L.) // Agronomy. MDPI,
2024. T. 14, Ne 12. C. 2888.

141. Siekmann D. u ap. A genome-wide association study pinpoints quantitative
trait genes for plant height, heading date, grain quality, and yield in rye (Secale cereale
L.) // Front. Plant Sci. Frontiers Media SA, 2021. T. 12. C. 718081.

142. Kroupin P. Y. u ap. The GRF9-6Ab Allele Compensates for the Pleiotropic
Deficits of the Ddwl Dwarfing Gene in Triticale // Agronomy. MDPI, 2025. T. 15, Ne
12. C. 2701.

143. GRF9 growth-regulating factor 9 [Arabidopsis thaliana (thale cress)] - Gene
- NCBI [Dnekrponnsiii pecypc]. URL: https://www.ncbi.nlm.nih.gov/gene/819156 (nara
obpamenus: 02.09.2026).

144, MoxoB T. JI. u nap. I'ensl a3oTHOro oOMeHa B CTPYKType Yypoxkas
pEeKOMOMHAHTHBIX ~ WHOpemanblx  jguHMM  mmeHunsl  / BUOTEXHOJIOT'US.
HaunonanbHslil nccnenoBatenbckuil eHTp «KypuaroBckuii unctutym», 2024. T. 40, No
7. C. 100.

145. Braun E.-M. u ap. Gene expression profiling and fine mapping identifies a
gibberellin 2-oxidase gene co-segregating with the dominant dwarfing gene Ddwl1 in rye
(Secale cereale L.) // Front. Plant Sci. Frontiers Media SA, 2019. T. 10. C. 857.

146. Konishi M., Yanagisawa S. Arabidopsis NIN-like transcription factors have
a central role in nitrate signalling // Nat. Commun. Nature Publishing Group UK London,
2013.T.4,Ne 1. C. 1617.



156

147. Yan D., Nambara E. Conserved and unique functions of NIN-like proteins
in nitrate sensing and signaling // Plant Sci. Elsevier, 2023. T. 336. C. 111842.

148. Wang M. u np. Nitrate signaling and its role in regulating flowering time in
Arabidopsis thaliana // Int. J. Mol. Sci. MDPI, 2024. T. 25, Ne 10. C. 5310.

149. Kosner J., Pankova K., others. Effect of chromosome 3B gene/s of Ceska
Presivka on vernalisation response, photoperiod sensitivity and earliness of wheat //
Czech J Genet Plant Breed. 2002. T. 38, Ne 1. C. 41-49.

150. Le Gouis J. m ap. Genome-wide association analysis to identify
chromosomal regions determining components of earliness in wheat // Theor. Appl.
Genet. Springer, 2012. T. 124, Ne 3. C. 597-611.

151. Divashuk M. u np. TaGRF3-2A Improves Some Agronomically Valuable
Traits in Semi-Dwarf Spring Triticale // Plants. MDPI, 2021. T. 10, Ne 10. C. 2012.

152. Chernook A. G. u ap. Compensatory Effect of the ScGrf3-2R Gene in Semi-
Dwarf Spring Triticale (x Triticosecale Wittmack) // Plants. MDPI, 2022. T. 11, Ne 22.
C. 3032.

153. Kuijt S. J. m gp. Interaction between the GROWTH-REGULATING
FACTOR and KNOTTED1-LIKE HOMEOBOX families of transcription factors // Plant
Physiol. American Society of Plant Biologists, 2014. T. 164, Ne 4. C. 1952—-1966.

154. Yamaya T., Kusano M. Evidence supporting distinct functions of three
cytosolic glutamine synthetases and two NADH-glutamate synthases in rice // J. Exp.
Bot. Oxford University Press UK, 2014. T. 65, Ne 19. C. 5519-5525.



157

HNPUJIOKEHHUE A

Tabmuma A.1 Iloromueie ycioBust B mepuoasl Beretaruu 2018 u 2019 romoB Ha MOCKOBCKOM H

KpaCHOI[apCKOM OIIBITHBIX YYaCTKax

Mocxksa Kpacnonap
2018 2018
Mecst Cymma Cpennemecstanas | Ocankw, Cymma CpennemecsaHas Ocanku, MM
AKTUBHBIX Temnepartypa, °C MM AKTHBHBIX Temneparypa, °C
TeMnepaTyp TeMIeparyp
(>10°C), °C (>10°C), °C
Anpens — 8,0 37,7 115,5 13,8 27,1
Maii 499,1 16,1 43,8 302,8 19,40 43,1
Hronb 516 17,2 54,3 412,5 23,8 10,6
HWrons 629,3 20,3 85,3 508 26,3 125,8
Asrycr 613.8 19,8 19,9 489,8 25,8 8,5
CeHTs0ph 441 14,7 76,1 — — —
CymmMapHO 2699,1 — 317,1 1828,6 — 215,1
2019 2019
Arpenb - 8,3 7,6 89,4 11,9 44,2
Mait 502,2 16,2 58,3 282 19,1 53,3
Uionp 588 19,6 54,6 472,9 25,3 34,7
Uronb 517,77 16,7 63,9 401,6 23 130,3
Agrycr 508,4 16,4 48,3 424,7 23,7 37,2
CeHTs0ph 372 12,4 32,3 — — —
CymMapHo 24883 = 265 1670,6 - 299,7




IMPUJIOKEHUE b

Tabmuua b.1 Ycnosus ILP a1 MmapkepoB, UCTIOIb30BaHHBIX /711 TEHOTUIIMPOBAHMSI KOJUIEKIIUM

I'en HasBanue Tun mapkepa [Mpaitmepsr (5'—3") Cocras IILIP- IIporpamma Pasmep JIuTeparypHblii
Mapkepa (KASP/TILIP) cmecu (Ha | amMIuIHpUKanuu HIPOJYKTa, UCTOYHUK
PEaKILuIo) ILH.
Rht17 Rht-B1p I1p F: 5'-CCATCTCCAGCTGCTCCAGCTTATA -3’ 2X KASP Master | 94°C — 15 muH, 425 Bazhenov et al.,
R: 5'-CCATCTCCAGCTGCTCCAGCTTATG -3’ Mix — 5 Mk 94°C - 20 cex, 2015
KASP Assay Mix | 9 mukmos -0,6°C 3a
— 0,14 Mk LUK
JHK-matpunia — 5 | 60°C — 1 Mmun
MK 35 nuKnos:
94°C- 20 cek,
55°C - 1 muH
37°C - 1 wmH
CUNTHIBAHHUE
CHUTHaJa
F: 5'-CGCACAAACAAAAACACGAC-3’ 70 MM Tris—HCI 94°C — 5 muH,
Ddw1 REMS1218 | TILIP R: 5'-CAAACAAACCCATTGACACG-3' (pH 9,3), 16,6 MM | 35 1mkIiIOB: 317/321 Tanhola-
(NH4)2504, 2,5 95°C- 30 cek, Roininen  and
MM MgCI2, 60°C — 30 cex
0,2 MM Ka)x10ro 72°C — 30 cex Tanhuanpaé,
dNTP, S
30 MM | 72°C — 10 mun 2010
npaiimepos, 0,05
eI/ MKJI Taq-
noauMepassl, 5
HI/MKIT JIHK-
MaTpHIBI
1BL.1IRS SCM9 M1p F:5'- TGACAACCCCCTTTCCCTCGT -3’ 70 MM Tris—HCI 94°C — 5 muH, 200/220 Saal and
R: 5'- TCATCGACGCTAAGGAGGACCC -3’ (pH 9,3), 16,6 MM | 35 1ukOB: Wricke. 1999
(NH4)2S04, 2,5 95°C- 30 cex, '
MM MgCI2, 62°C — 30 cexk

MockBa, 2026
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l'en Hazpanue Tum mapkepa [paiimepsr (5'—3") Cocras IILIP- IIporpamma Pazmep JlureparypHbIit
Mapkepa (KASP/ILP) cmecu (Ha | aMIUTU(HKAITHA MIPOAYKTA, HACTOYHHUK
peaxuuio) ILH.
0,2 MM Kaxa0ro 72°C — 30 cex
dNTP, e
30 MM 72°C — 10 mun
npaiimepos, 0,05
en/mkn Taqg-
noJimMepassl, 5
ar/mka JJHK-
MaTPHIIBI
F: 5'-ACGCCTCCCACTACACTG-3’ 2X KASP Master | 94°C — 15 muH,
Ppd-D1 Ppd-D1 KASP R2: 5'-CACTGGTGGTAGCTGAGATT-3’ Mix — 5 Mk 94°C — 20 cex, — Beales et al,
R1: 5'-GTTGGTTCAAACAGAGAGC-3' KASP Assay Mix | 9 mukios -0,6°C 3a 2007
— 0,14 Mk LUK
JHK-matpunia — 5 | 60°C — 1 Mmun
MKJT 35 1uKIIoB:
94°C- 20 cexk,
55°C — 1 mun
37°C - 1 wmH
CUUTHIBAHUE
CHTHaJa
TaPARG-2A cPARG-2A | KASP A:5 — CCTGGTGACGCCACGGTA -3’ 2X KASP Master | 94°C — 15 muH, - Paspaboran B
B: 5 - CCTGGTGACGCCACGGTG -3’ Mix — 5 mxin 94°C — 20 cex, 6
C:5 -~ GCAAGTCCATCGACACGTTC - 3’ KASP Assay Mix | 9 muxios -0,6°C 3a pabote
— 0,14 Mk LUK
JHK-matpuna — 5 | 60°C — 1 mun
MKIT 35 1uKIIoB:
94°C- 20 cex,
55°C — 1 mun
37°C - 1 wumH
CUHTBIBAHUE

CHUI'HaJla
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l'en Hazpanue Tum mapkepa [paiimepsr (5'—3") Cocras IILIP- IIporpamma Pazmep JlureparypHbIit
Mapkepa (KASP/ILP) cmecu (Ha | aMIUTU(HKAITHA MIPOAYKTA, HACTOYHHUK
peaxuuio) ILH.
A:5 —CTAGTCCTCTTGAATATGGATATCAA —3* | 2X KASP Master | 94°C — 15 muH,
TaNLP3-3B NLP3-3B KASP B: 5" - CTAGTCCTCTTGAATATGGATATCAG -3’ Mix — 5 Mk 94°C — 20 cek, _ Pazpabotan B
C:5 - ACATTTTGTTGCCATTTAAGCCC -3’ KASP Assay Mix | 9 mukios -0,6°C 3a
— 0,14 mxn LUK pagore
JHK-matpuma — 5 | 60°C — 1 Mmun
MKJT 35 nuKIIOB:
94°C- 20 cexk,
55°C — 1 mun
37°C - 1 wmum
CUYUTHIBAHUE
CHUTHAJIa
A:5 —GATCTCGATACCCATGACGTCT -3’ 2X KASP Master | 94°C — 15 muH,
TaGRF9-6B GRF9-6B- | KASP B: 5" - GATCTCGATACCCATGACGTCC -3’ Mix — 5 Mk 94°C — 20 cek, _ Pa3zpabotan B
C:5 — CTGCCGGCCTAGTACATTTCG - 3 KASP Assay Mix | 9 mukmos -0,6°C 3a
1155 014 i ) paboTte
) IUKIT:
JHK-matpuma — 5 | 60°C — 1 Mmun
MKJI 35 UKIIOB:
94°C- 20 cek,
55°C — 1 mun
37°C - 1 wmum
CUMTHIBAHUE
CHUTHAJIa
TaGRF9-6A GRF9-6A- | TIIIP F: 5> - CCGAGACATCGCTTTCATATTTGG- 3’ 70 MM Tris-HCI 94°C — 5 muH, 191/203 Pa3zpabotran B
12del R: 5 — ACTATGTGCTTGCTTCTTGTGTC-3’ (pH 9,3), 16,6 MM | 35 1HUKIIOB: pabore
(NH4)2504, 2,5 95°C- 30 cek,
MM MgCI2, 58°C — 30 cex
0,2 MM kaxgoro 72°C — 30 cex
dNTP, e
30 MM 72°C — 10 mun

npaiimepos, 0,05
en/mkn Taqg-
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l'en Hazpanue Tum mapkepa [paiimepsr (5'—3") Cocras IILIP- IIporpamma Pazmep JlureparypHbIit
Mapkepa (KASP/ILP) cmecu (Ha | aMIUTU(HKAITHA MIPOAYKTA, HACTOYHHUK
peaxuuio) ILH.
IoJIIMepasel, 5
ur/mkn JJHK-
MaTPHIIBI
TaBT2-3A BT2-3A | IIIIP F:5 — GGTCTGGTTGGTGGAACCTG- 3’ 70 MM Tris—HCI 94°C — 5 muH, 273/333 Pazpabotran B
R: 5> — CCCATCACCAAATTAGATACTCG-3’ (pH 9,3), 16,6 MM | 35 1mkIOB: 6
(NH4)2S04, 2,5 | 95°C— 30 cek, pabote
MM MgCI2, 60°C — 30 cex
0,2 MM Kaxxgoro 72°C — 30 cex
dNTP, e
30 MM 72°C — 10 MunH
npaiimepos, 0,05
en/mkn Tag-
MOJIMMEPA3BI, 5
ur/mia JIHK-
MAaTpPULBI
TaGS2-2A pGS-2A | TIIIP F:5°— GGCCTCCGCTCCCATAAATATAA-3’ 70 MM Tris—HCI 94°C — 5 muH, 172/182 PaspaGotan B
R: 5’ — AACGCAACAGAGATTGAAGAAGC-3’ (pH 9,3), 16,6 MM | 35 1mKIOB: 6
(NH4)2S04, 25 | 95°C— 30 cek, pabote
MM MgCI2, 60°C — 30 cex
0,2 MM Kaxmoro 72°C — 30 cex
dNTP, e
30 MM 72°C — 10 MuH
npaiimepos, 0,05
en/mkn Tag-
MOJIMMEPA3bl, 5
ur/mxn JJHK-
MaTpPHULbI
A: 5 — GCAACATTAACACGGATGTAGCC- 3 2X KASP Master | 94°C — 15 muH,
TaNGR5-1B PNGR5-1B | KASP B: 5 — GCAACATTAACACGGATGTAGCA-3’ Mix — 5 Mk 94°C - 20 cex, — Paszpaboran B
C:5 — AGGTGTACTGCGCTGCATAT-3’ KASP Assay Mix | 9 muxio -0,6°C 3a
— 0,14 mxn LUK pabore
JHK-matpuma — 5 | 60°C — 1 Mmun

MKIJI

35 IMKIIOB:
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l'en Hazpanue Tum mapkepa [paiimepsr (5'—3") Cocras IILIP- IIporpamma Pazmep JlureparypHbIit
Mapkepa (KASP/ILP) cmecu (Ha | aMIUTU(HKAITHA MIPOAYKTA, HACTOYHHUK
PEaKIHIo) ILH.
94°C- 20 cex,
55°C — 1 mun
37°C - 1 wmH
CUUTBHIBAHUE
CHTHAJIa
F: 5 — CATCACCATCTCTAGAGGCAACA-3’ 70 MM Tris-HCI 94°C — 5 muH,
TaAMT-2B pAMT-2B | IILIP R: 5 - TATCGTGTGGTGACGATGGTTTT-3" (pH 9,3), 16,6 MM | 35 1mkIOB: 340/500 Pazpaboran B
(NH4)2S04, 2,5 95°C- 30 cek,
MM MgCI2, 60°C — 30 cex pabore
0,2 MM Kaxm0ro 72°C — 30 cex
dNTP, -
72°C — 10 mun

30 MM
npaiimepos, 0,05
en/mkn Tag-
MOJIMMEPA3bl, 5
ur/mka JJHK-
MaTPHIIBI




