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NEPEYEHB YCJIOBHBIX OFO3HAUYEHUI
AT® — anenozuaTpudocdar
JIHK — ne30xkcupruOOHyKIENHOBAs KUCIOTA
MOC — mapkep-oprUeHTUPOBaHHAS CEJICKIIUS
ITH — NIap HYKJICOTUAHBIX OCHOBAHMIA
[IIIP — monumMepa3Has nenHas peakius
PHK — pubonykiienHOBas KUCIOTA
cM — caHTUMOprax
2B-PLS — two-dimensional partial least squares, MmeTo YaCTHUHBIX HAUMCHBIIIAX
KBaJpaToB
AFLP — amplified fragment length polymorphism, monmumopdusm mHbL
aMIUTU(UITIPOBAHHBIX (hparMEeHTOB
Avr — avirulence, reHsl aBUPYJICHTHOCTH
BAC — bacterial artificial chromosome, uckyccrBenHast 6akTepraibHas XpoMocoma
BAKZ1 — brassinosteroid 1-associated kinasel — ¢pyHKIIMOHAIbHAS KUHA3a
CAPS — cleaved amplified polymorphic sequences, meTo pacuierieHHOM’
aMIUTM(PUIMPOBAHHON MOAMMOP(HON MOCIEI0BATEIbHOCTH
CC — coiled coil, cnupanbHas kaTyIka Wik CIUPaIbHbBIN JOMEH
CNL — 6enxku CC-NBS-LRR
DAIT — diversity array technology, JIHK-uum TexHOIOTHSI 111 HU3ydeHUS
TeHETHYECKOT0 pa3HoOOpa3us
dbEST — expressed sequence tags database, 6a3a qaHHBIX SKCIIPECCUPYIOIIMXCS
MOCIIEIOBATEIBHOCTEN
DH — double haploid, gurammown
EST — expressed sequence tag, skcrpeccupyroIiascs mocae10BaTeIbHOCTh
ETI — effector-triggered immunity, uMMyHHUTET, 3ammycKaeMblit 3¢ dekropamu

FDR — false discovery rate, kputepuii bermxamuna-Xoxoepra
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GBS — genotyping-by-sequencing, reHOTHITIHPOBAHKE ITyTEM CEKBECHHUPOBAHHS

GLM — general linear model, o6o01eHHas THHEWHAS MOJICITH

GWAS — genome-wide association studies, moJHOreHOMHBII aHaJIN3 aCCOLMALIMMA
Hi-C — TexHOJIOTHS JIJIs1 OIICHKH MPOCTPAHCTBEHHOMN OJIM30CTH JIOKYCOB B ITCHOME.
HR — hypersensitive response, peakiys cBepX4yBTBUTECIbHOCTH

Illumina — iardopma cekBeHHpPOBaHMS, KOMMepIHain3oBanHas B 2006 roxy.

KASP — kompetitive allele-specific PCR, koMIieTeHTHass KOHKYPEHTHas ajlIejIb-
cneruduyeckas [111P

LD — linkage disequilibrium, HepaBHOBECHE TIO CIECTIIICHUIO

LRR — leucine-rich repeats, 6oratblii JISHITUHOM MOBTOPSIONTUICS TOMCH

MAPK — mitogen-activated protein kinases, MuToreH-aKTHBUpYEMbIC
IPOTEUHKHUHA3HI

MCMC — Markov chain Monte Carlo, mapkoBckoBckas 1iens MonTe-Kapiio

MLM — mixed linear model, cmemannas nuueitnas Moielb

MR — medium resistance, HermoJiHast yCTONYUBOCTH

MS — medium susceptibility, cpenusis BocpuuMYHBOCTS

MTP — minimum tiling path - coctaBieHue MOJIHOTEHOMHON MOCIEI0BATEIBHOCTH 10
MPHUHIIAITY MHHIMAJILHOTO KOJUYECTBA €€ COCTABHBIX YacTel NMPHU MaKCHUMaIbHOU
TUTOTHOCTH TIOKPBITHSI

NBS-LRR — nucleotide-binding site (NBS)-leucine-rich repeat (LRR) nykneotua-
CBSI3BIBAIONIUH CAlT ¢ OOTaThIMU JICUIIMHOM MOBTOPAMHU, PELIETITOP

NGS — next generation sequencing, TEeXHOJIOTHSI CEKBEHHPOBAHUS HOBOT'O TIOKOJICHHSI
NLR — nucleotide-binding leucine rich repeat receptor, HykI€0THA-CBSI3bIBAIOIIHIA
penenTop ¢ 6oraTbIMH JICHIIMHOM ITOBTOPaMHU

NSGC — National small grains collection in USA, HartnoHanbHast KOJIJICKIHS 3¢pEH B
CIIA
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PAMP — pathogen-associated molecular patterns, monekynspHbIii maTTepH,
aCCOLMUPOBAHHBIN C TATOTEHOM

PCA — principal component analysis, aHanu3 rjiaBHBIX KOMIIOHEHT

PRR — pattern recognition receptor, perenTopsl pacino3HaBaHus 00pas3ioB

PTI — PAMP-triggered immunity, uMmMyHHUTET, 3amyckaeMbli Jinrangamu PAMP
QQ plot — quantile-quantile plot, rpaduk BeposiTHOCTEIH

QTL — quantitative trait locus, mokyc, acCOLMUPOBAHHBIN ¢ KOJUYECTBEHHBIM
MPU3HAKOM

R — resistance, ycToi4iBOCTD

RAPD — random amplified polymorphic DNA, ciayuaitno MoaudummpoBaHHast
amMpuuupoBanHas noimumopduas JJHK

RFLP — restriction fragment length polymorphism, nmosmumopdu3sm JIHHbI
PECTPUKITMOHHBIX ()ParMEHTOB

Rh — high resistance, Beicokas yCTOWIHBOCTb

RILs — recombinant inbred lines, pekomOnHaHTHBIC UHOPETHBIC JINHUH

RLK — receptor-like kinases, perientopornoao0Hbie KHHA3BI

RLP — receptor-like proteins, perientopornoao0Hbie OeIKu

RNA-seq —meTo aHanu3a TpPaHCKPUITOMA [PU UCIIOJIb30BAaHUU
BBICOKOTIPOU3BOIUTEILHOTO CEKBEHUPOBAHMS

RVA — rapid visco analyzer, npu6op BUCKO3UMETP

S — susceptibility, BocnpuuMurBOCTH

SNP — single nucleotide polymorphism, omHoHyKI€OTHIHBIN TOIMMOP(HHU3IM
SSR — simple sequences repeats, mpocTbie TOBTOPSIOIIHECS TOCIICI0BATEILHOCTH
STAND - signal transduction ATPases with Numerous Domains, curnaibHast
TpaHcaykuust AT®a3 ¢ MHOTOYUCIEHHBIMU JOMEHAMHU

TIR — momeH, moxo6HkI penentopy Toll/maTepneiikuna-1;

TNL — 6enxu TIR-NBS-LRR
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WGS — whole genome shotgun, moHOreHOMHOE CEKBEHUPOBAHUE METOOM
Ipo0OBHKA, KOMIUIEKCHBIH METO/] aHAIHM3a IEJIbIX TEHOMOB

WRKY — nomes, cBsi3aHHBIHN C (PaKTOPOM TPAHCKPHUTIIINN «ITMHKOBBIH TMaJIeIny



BBEJAEHUE

AKTYyaJIbHOCTh

SAumenr (Hordeum vulgare L.) sBasgercs OOHOH M3  BaXKHEHIIMX
CEIbCKOXO3IMCTBEHHBIX  KynpTyp. [lo cBegenusm  [IponoBonbCTBEHHOW M
CEeNIbCKOXO03siicTBeHHOM opranu3anuu OOH, miomanb NOCEBOB SYMEHS B MHUPE
cocraBisieT 6omaee S0 MITH ra, 3TO MATOE MECTO MOCIE MIIIEHUIIBI, KYKYpPY3bl, pUca 1 COU
(http://www.fao.org/faostat/ru/). H. vulgare xapakrepusyeTcss KOPOTKHM IIEPHOIOM
BEreTaluu, XOJIOAO- M 3aCyXOyCTOMYMBOCTBHIO, BBIICPKMBAET 3allleJauMBaHUE H
34COJICHHE II0YB, YTO JENAET €ro IMOAXOIAIIEW KyJIbTypOW UIsl BO3JACIBIBAHUS B
Pa3IMYHBIX TMPUPOAHO-KIMMATUUYECKUX 30HAX OT CEBEPHBIX [0 SKBATOPUAIbHBIX
mupoT. OKOJIO IBYX TpETEH BceX 00bEMOB MPOU3BOIUMOIO SUMEHS UCIIOJIb3YETCS IS
KOPMOBBIX 1I€JI€H1, MOYTU TPETh MPUXOJUTCS HA HYKJIbl TMBOBAPEHHON M CIIUPTOBOM
IIPOMBILIUIEHHOCTH, A0 3% yposkas HMCHOJIb3YETCS B IPOJOBOJIbCTBEHHBIX LEAX, a
TaKXKe JUIsl MOJYyYEHUs KpaxMmaia JAJis MUIIEBON WM XMMUYECKON MPOMBIIIJIEHHOCTH
(Shewry, Ullrich, 2014).

['emubuoTpodubIe atoreHsl, Takue kak Cochliobolus sativus Drechs. Ex Dastur
(BO30yaMTEIHE TEMHO-OYPOI IMSITHUCTOCTH M KOpHEBO# THUK) U Pyrenophora teres f.
teres Drechsler (Bo30yauTenb ceTyaToi MATHUCTOCTH) PACTIPOCTPAHEHBI TOBCEMECTHO
B apeajie BO3/ebIBaHMs SUMEeHs. ExkerogHble moTepu ypokas OT JaHHBIX NaTOT€HOB
coctaBisitoT oT 10 g0 20%, a B OnarompusaTHbIE OJisi Pa3BUTUS OOJIE3HU TOJbBI
nocturatoT 40-45 %. Bce copra sumens, 3apeructpupoBaHHbie B ['ocygapcTBeHHOM
peecTpe CeNeKUMOHHBIX TOCTH)KEHHM, BOCHIPUMMYMBBI K CETYATOM W TEMHO-Oypoit
nsaTaucroctsaM (Afanasenko, 2015). MupoBoe pacTeHHEBOACTBO, B TOM YHCIIEC U B
Poccuun, opueHTHpoBaHO Ha pecypcocOeperaroimme U IKOJOTHYECKH Oe30macHbIe
TEXHOJOTHH, MO3TOMY YCTOMYMBOCTH K OOJIE3HSAM CTAaHOBHUTCS OJHUM M3 Ba)KHBIX

rokasaresiei KOHKypeHTOCHOCO6HOCTI/I COpPTOB.
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B konme XX Beka MNOAXOIbl TPAaJWIMOHHOW CENeKIMU ObUIM JOMOJIHEHbI
METOJaMH YCKOPEHHOTO 0TOOpa Ha ocHoBe aHanm3a nomuMmopdusma IHK. Onun u3
TaKUX MOJIXOJ0B — Mapkep-opueHTupoBaHHas cenekuus (MOC) — ocHOBaH Ha
ucrnonb3zoBanun  JIHK-MapkepoB, AMarHOCTHYECKUX MJIA XO3SWCTBEHHO-LIEHHBIX
npu3HakoB. Jlnsg Ttoro utoOwml paspadborate JIHK-mapkepbl, crnocoOHbIE TOYHO
npeackazarb (PEHOTUIl, HEOOXOAMMO TMPOBECTU IMPEABAPUTEIBHOE KapTUPOBAHHE
JIOKYCOB, KOHTPOJIMPYIOUIUX XO3SIMCTBEHHO-IICHHbIE MpU3HaKU. B mociemHue rojsl
JUIS TIOMCKa acCcolMaluid MeXAy (EHOTHIIOM U TEeHOTUIIOM HCIOJb3yeTCs
NOJTHOTCHOMHBIN aHanu3 accormanuii (GWAS, genome-wide association study),
KOTOPBI  3HAUMTENBHO  pacIIUpsieT TeHETHYeCKoe pa3HooOpazue JOHOPOB
YCTOHYMBOCTH K BO30yauTesiM 3aboeBannii (Novakazi et al., 2019, Afanasenko et al.,
2022).

Jlo Hauama NaHHOTO HWCCIIEIOBAHMS JIOKYCHI, OTMPEICNSIONNE YCTOWIMBOCTD K
C.sativus u k P. teres, ObulM BBISIBJICHBI Ha BCEX XpOMOCOMax suMeHs. B ciydae
yCTOHYMBOCTH K P. teres HauOOIblee KOJMYECTBO JIOKYCOB KapTHPOBAHO B
xpomocomax 3H u 6H (Steffenson 1996; Novakazi et al., 2019a; Afanasenko et al.,
2022). B mpurieHTpoMepHOM paiione xpomocombl 6H nipenmnomararoTcs 1ub0 Tpu TECHO
CIICTUICHHBIX TeHa, JMOO JIOKYC, B KOTOPOM BCTPEYAIOTCS HE MEHEE TpPeX pPa3HBbIX
amteneit ycronunoctn (Koladia et al., 2017). B xpomocome 3H mpeamonaraercs
HaJIMYKe JBYX KOMIUIEMEHTApHBIX reHOB ycroiunBoctu K P. teres (Dinglasan et al.,
2019). B ciyuae ycroitunBocTH k C. sativus 0b110 KapTupoBaHo Tpu reHa: Rcs6 (Bilgic
et al., 2006) u Scs6 (Leng et al., 2018) B xpomocome 1H, Rcsb (Steffenson et al., 1996)
Ha xpomocome 7H u Rbs7 B xpomocome 6H (Wang et al., 2017, 2019). o cux mop
OCTaBaJICS OTKPBITBIM BONPOC O co3maHuu auarHoctudeckux JIHK-mapkeporB Ha
OCHOBE TEHOMHBIX JIOKYCOB, ACCOIIMMPOBAHHBIX C YCTOMYHBOCTBHIO K HM3y4aeMbIM

Ooone3nsaMm. Ha naHHBIE MOMEHT OTCYTCTBYIOT JaHHBIE O T'€HETHUYECKOM KOHTpPOJIE
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YCTOMYMBOCTU K TEMHO-OYpOH M CETUaTOM MITHUCTOCTAM U KOPHEBOU THUJIM Y COPTOB

SYMEHS CUOUPCKOM CEJIEKIUU.

Ienun u 3apaun

[lenapro HacTosIEeH padOThI SIBISUIOCH BBISIBIEHUE I'€HOMHBIX JIOKYCOB STUMEHS,
aCCOLIMMPOBAHHBIX C YCTOWYMBOCTBIO K OOJE3HAM, BBI3BIBAEMBIM TI'PUOHBIMU
natoreHamu Pyrenofora teres f. teres u Cochliobolus sativus, u pa3pabotka ¢
nocaeayomen Banuganuend auarHoctuyeckux [JIHK-mapk€poB st ceneknuMOHHBIX
IpOrpamm.

BbUIM mocTaBIeHbl CIIEAYIONINE 3a0auHn:

1. TIpoBecTu OIIEHKY COPTOOOPA3IOB CHUOUPCKOW KOJUICKIIMU SUMEHS Ha
YCTOMUYMBOCTh K ceTyaTod msATHHcTOCcTH (matoren P. teres f. teres), temHo-Oypoii
ISATHUCTOCTH M KOpHEeBoM rHIM (tiatoreH C. sativus) Ha cTajuu MPOPOCTKOB.

2. 'enoTunupoBaTh cOpTooOpa3Lsl pu nomouy SNP-yumna BEICOKON IIIOTHOCTH
U ONpPENIETUTh HAa OCHOBE IMOJYYEHHBIX PE3YJbTATOB MOIMYISLUUOHHYIO CTPYKTYpPY
KOJUICKIIUU STYMEHS.

3. C nomompto GWAS wu PLS aHanu3a BbISIBUTD T'€HOMHBIE palOHBI,
aCCOLIMMPOBAHHBIE C YCTOMYMBOCTBIO SYMEHS K WHIAUMBUIAYAJIbHBIM H30J5TaM
UCCJIETyEMbIX TPUOHBIX O0sie3HeH (TeMHO-0ypast IATHUCTOCTh, CE€TYaTas MSITHUCTOCTD,
KOPHEBBIC THUJIH).

4. Ha ocHoBe ananu3a SNP B BbIABICHHBIX T€HOMHBIX pailoHax, pa3padoTaTh U
Ba-uaupoBath [II[P-mapkepsl 11t MapKkep-KOHTPOJIUPYEMOTO OTOOpa YCTOMYMBBIX

I'CHOTHUIIOB.

Hayuynast HoBH3HA padoThI
C momourpl0 aHaiaM3a acCoUMalUUd «T€HOTUM-(EHOTUI» (MPU HCHOJIb30BAHUU

SNP-uuna «Barley 50 K Illumina Infinium iSELECT)) BriepBbI€ BBISBICHbB T€HOMHbBIC
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palioHbl, 3HaYMMO aCCOLIMUPOBAHHBIE C YCTOMYMBOCTBIO CUOUPCKUX COPTOB SIUMEHS K
TEMHO-0ypoii (ISITh PAiOHOB) U ceTUaTol (IIeCTh PAiOHOB) MATHUCTOCTSAM. BriepBoie
T€HOMHBIE PallOHBI, ACCOLIMUPOBAHHBIE C YCTOMYMUBOCTBHIO STUMEHS K TEMHO-Oypoil u
CETYaTON MATHUCTOCTAM, ObUIM MapKUpoBaHbl quarHoctuueckumu [1IP-mapkepamu,

MNOATBCPIKACHHBIMH HAa HC3aBUCHUMBbIX BBI60pKaX 06p33HOB AYMCHS.

Teopernueckass U HAYYHO-NIPAKTHYECKAS HIEHHOCTH PadoThI

3HaHUS O BBISBIICHHBIX TEHOMHBIX JIOKYCaX, aCCOLMMPOBAHHBIX C YCTOMYHUBOCTHIO
K TpUOHBIM OOJE3HSM, SBISIOTCS OCHOBOM [UIsl JajbHEHIIEro YCTaHOBJICHUS
MOJIEKYJIIPHO-TEHETUYECKUX MEXAaHU3MOB (POPMHUPOBAHUSA YCTOMYHMBOCTH SIUMEHS K
TEMHO-OypOoil M CETYaTOil NATHUCTOCTSIM, B TOM YHCIE [JIsI PEKOHCTPYKIIHH
TEHETUYECKUX CETel, KOHTPOJIUPYIOUINX YCTOMYUBOCTh K TPUOHBIM ATOTEHAM.

[lokazana »>ddextuBHocTs PLS anamm3a 171 BBISBICHUS T€HETUUECKUX
KOMIIOHEHT, Ha OCHOBE KOTOPBIX MOYKET IIPOBOIUTHCS MIPEACKA3aHUE BBICOKOTO YPOBHS
KOJIMYECTBEHHOM YCTOMYMBOCTH M TPYINIIOBOM YCTOWYMBOCTU SUYMEHS K TPUOHBIM
OOJIE3HSM.

BrisiBIIeHHBIE 1 MAPKUPOBAHHBIE UCTOYHUKN YCTOMYUBOCTU K CETYATOM U TEMHO-
Oypoil MSATHUCTOCTSIM SIBJIAIOTCS LIEHHBIM HMCXOJHBIM MAaTEPHUAJIOM JUISl YJIYyYILIEHUS
APOBOIO STYMEHS 10 IPU3HAKAM YCTONYUBOCTH.

PazpabGoTtannbie B gaHHOM wHcclieqoBanuu auarHoctuyeckue [ILIP-mapkepsi, B
TOM 4ucje 3anaTeHToBaHHbIA Mapkep (mateHT RU2740404C1), moryT ObITbh
HCIIOJB30BaHbl  JIJII YCKOPEHHOT0, JSKOHOMHYHOrOo u 3ddexkTuBHOrO o0oTdOpa
YCTOWUYUBBIX (POPM CpeiH CENEKIIMOHHOTO MaTepHaia.

[Tony4yeHHble pe3ynbTaThl UCMONB3YIOTCA B 00pa3oBaTEIbHBIX MporpaMmax B

HoBocubupckoM rocygapcTBEHHOM YHUBEpCUTETE U Y HUBepcUTeTe « CUPHUYCH.
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OcHoBHbBIE IMOJIO?KEHNHA, BBIHOCHUMbBIC HA 3aIIUTY

1. YcToilunBOCTh SYMEHS K TEMHO-Oypol MATHHUCTOCTH, BBI3bIBAEMOM
naToreHoM Cochliobolus sativus, accomuupyercs ¢ paiionom 15.1-18.8 cM
Ha xpomocome 3H, mapkupoBanubiM 4eTbipbMsi SNP: JHI-Hv50k-2016-
156842, -156820, -156999 u -157182.

2. YCTOWYMBOCTH SUYMEHS K CETYATOMN MSTHUCTOCTH, BHI3BIBAEMO [1aTOr€HOM
Pyrenophora teres f. teres, accomuupyercsi ¢ paiioHOM xpomMocombl 3H,
JIOKaJIM30BaHHBIM B mo3utnu 52.6 cM, xotopsiii MmapkupoBan SNP JHI-
Hv50k-2016-183207, u ¢ paiioHoM Ha Xpomocome 6H, TokaTn30BaHHOM B
no3unuu 54.89 cM, kotopserit mapkupoBan SNP JHI-Hv50k-2016-398663.

3. Mapkepbl,  pa3paboTaHHble  Ha  OCHOBE  BbIsABIEHHBIX  SNP,
aCCOLIMMPOBAHHBIE C YCTOMYMBOCTBIO K TEMHO-OypoM U ceTdyaTou
INATHUCTOCTSM,  LI€JIECOOOpa3Hbl  JUIsl  NPUMEHEHHsT B Mapkep-
OPUEHTUPOBAHHOMN CEJIEKIIMHU IS OJIydeHUs: (OpM STUMEHS YCTOMUUBBIX K

IrpUOHBIM 3200JIEBAHUSIM.

Anpodauus pe3yJibTaTOB

[To marepuanam auccepTalii OmyOJUKOBAHO 5 CTaTel B KypHajaxX W3 MEpPeUHs
BAK. Pe3ynbrarel paboThl ObUIM MNpEACTaBICHbl HA HAYYHBIX KOH(EpEHUHUAX:
«I'eHeTHUecKre pecypchl pacTeHHM I reHeThdeckux texHojoruil: k 100-nmeruro
[Tymkunckux naboparopuit BUP» (Cankr-IlerepOypr, 2022), PlantGen2021
(HoBocubupck, 2021), «V BcepocCHICKUNA MOJOIEKHBIM HAYUHBIM (OpyM, CEKLIHS
Cenbckoe Xx034iCTBO M MpOoAyKThl mutanus» (Mocksa, 2020), V MexnyHapoaHas
koHbpepennus «I'eHodonn u cenekius pactenmitn»y (HoocuOupck, 2020), Xl
MexayHaposHas IIKoJia MOJIOABIX ydeHbIX «System Biology and Bioinformaticsy,
SBB-2020 (Anta, 2020), 5-1 MexnyHapoaHas Hay4dHasi koH(epenuus «I'eHeTuka,
reHoMHKa, OuouHpopMatuka W OuoTrexHosnorusi pacteHui», PlantGen2019

(HoBocubupck, 2019), 5-1 MexnyHapoaHas KOHGEpEHIUS MO0 OMOTEXHOJOTHH U
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cenekuuu 3epHOoBBIX, CBBS, Section of EUCARPIA (Benrpus, byganemr, 2019), «VII
Coe3n BaBuioBckoro oOlecTBa TeHETUKOB M CEJICKIIMOHEPOB, MOCBAIIeHHBIN 100-
netuto kadenpsl reHetuku CIIOIY, m acconumpoBaHHBIE CHMIO3UyMbDy (CaHKT-
[lerepoypr, 2019), 17-1 Mexnaynapoanas koHdepenuus, EWAC-EUCARPIA
(byxapect, Pymbinusa, 2018), IV Mexnynapoanas xoHdepenuus «l'eHoponn u
cenekuusi pacrenuin» (HoBocubupck, 2018), X MexayHapoaHasi 1MIKOJia MOJOJBIX
yuenbIx «System Biology and Bioinformatics», SBB-2018 (HoBocubupck, 2018), IX
MexyHaponHas mIKojia MOJIOAbIX yueHbIX «System Biology and Bioinformaticsy,
SBB-2017 (SnTa, 2017), Il Mexxnynapoanas koHdpepenius «['eHohoHT U cenexius

pactenuit», (HoBocubupck, 2017).

CrpykTypa auccepranum

JluccepTanusi COCTOUT U3 BBEACHUS, 0030pa JIUTEPATyPhl, OMMMCAHKS MaTEPHUATIOB
U METOJIOB, PE3YJIbTATOB, OOCYKICHHUS, 3aKII0YEHUS, BEIBOJOB U CIHCKA IIUTUPYEMOU
JUTEPATYpPHI, coaepkamieii 287 MCTOYHMKOB, W3 HUX 263 Ha WHOCTPAHHOM SI3BIKE.
Paborta uznoxkena Ha 201 crpanuue, coaepxut 23 Tadnaulibl, 27 pUCYHKOB U 6 TaOIHIL

B ITPHUJIOKCHHMH.

JInuHbIN BKJIAJ aBTOPA

OcHOBHBIE pe3yJbTaThl Pa0OTHI ObUTH MOTYYEHBI U MTPOAHAIM3UPOBAHBI ABTOPOM
caMOCTOsTEIbHO. DuTomaToyiornueckue  JaHHBIE OIEHKH  Oosie3Hed  ObuIn
NpEeAOCTaBIEHbl KoOJUleTaMH K3 Bcepoccuiickoro Hay4yHO-UCCIEI0BATEILCKOTO
uHcTuTyTa 3aumThl pactenuid (BU3P, Cankt-lletepOypr) B pamMkax Hay4dHOTro
cotpyauuuectBa. ['eHotunupoBanue JIHK o0pas3noB mnpoBOauIoCh KOMIIAHUEH
Traitgenetics GmbH (I'atepcneben, I'epmanusi). Astop Bbemensn JHK mnsa

I€HOTUITUPOBAHUS U MPOBEJI aHAJIU3 CTPYKTYPHI MOMYJIALNN CUHOUPCKOro reHOPOoH 1a
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SYMEHS Ha OCHOBE JAHHBIX T€HOTUIUPOBAHMS. AHAJIM3 aCCOUMALUNA «TE€HOTHII-
dbenotum» mpu ucnoiapzoBanuu mMetogoB GWAS u PLS, xoppensunoHHbINH aHamu3,
WHTEpIIpeTalusl JaHHBIX, BU3YyallM3allds pe3yJbTaTOB Ha XPOMOCOMHBIX KapTax
suMens, noadop SNP, pazpaborka Ha ux ocHoe IILIP-MapkepoB u Banumanus 3TUX
MapKepoB Ha HE3aBUCHMBIX BBIOOpKax ObUM mpoBeneHbl aBTopoM. SNP-nokyc JHI-
Hv50k-2016-156999, mpenaoKeHHBbIH aBTOPOM IHUCCEPTALMU K HCIOJb30BAHHIO B
KauecTBe JMArHOCTUYECKOTO, pa3pabaTbiBalici M anpoOUpoBajcs B  paMKax
maructepckoit padotel C.A. T'opobern, (H'AY, HoBocubupck) moa MeTonqudecKum

pykoBojictBoM K.0.H. [loeBoii O.10. (M ul" CO PAH, HoBocubupck).
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I'masa 1. OB30P JIUTEPATYPbI

1.1. I[OMCCTI/IKZIIIHH N TPAAUIHUNOHHAA CCJICKIUA AYMCHSA

OpomamHeHHbId ssumens, Hordeum vulgare subsp vulgare L., onun 13 HanOosee
BOXHBIX  OOBEKTOB  MHPOBOTO  CEJIBCKOTO  XO34iCcTBAa. ITO  OJIHOJIETHEE,
MPEUMYIIECTBEHHO CaMOOMbUIIEMOe, TUIUIonHoe (2N = 14 XpoMocoM) pacTeHHE.
SBnsieTcss OMHOM W3 OCHOBHBIX 3JIAKOBBIX KYJIBTYp Hapsay C IMIICHULEH, HO, B
CpPaBHEHUU C TOCIIEHEH, OH pacCMaTpUBAETCAd KaK MEHEE IMOJHOLICHHBIH HCTOYHUK
HEOOXOIMMBIX MUTATEIbHBIX BellecTB (Zohary et al., 2012). [Ipu 3TOM B OTAMYME OT
MIICHUIIBI, SYMEHb XapaKTepU3yeTCsl XOJO0JI0- M  3aCyXOyCTOWYHMBOCTBIO U
BBIJICP)KMBACT 3aliesadynBanue u 3acosieHue nous (Willcox, 2005), 6marogapst yemy
ABJIIETCSI OCHOBHOM 3€pHOBOM KYJbTypOM Ha OOLIMPHBIX TeppuTopusix. [lomumo
MIPOJIOBOJIbCTBEHHOTO Ha3HAUYCHHS, STYMEHb TAKKE CITY>KUT ChIPbEM J1JI1 TUBOBAPEHHOM
MIPOMBIIIJIEHHOCTH U SIBJISIETCS] BAXKHOM KOPMOBOM KYJIbTYPOH.

B npouiecce gomectukanuu pacteHuii otOupanuch (Gopmbl, HaMOOJEE MOJTHO
00eCIeYnBaOIINE YEJIOBEKAa HAJNCKHBIMU HCTOYHUKaMH nuTanus. CoriacHo
apXEOJIOTMYECKUM  JTaHHBIM, TICPBBIMH JOMECTHIIMPOBAHHBIMH BHUIAMHU  OBUIH
NPEJCTaBUTENIN CEMEIMCTBA 3JIaKOBBIX, OTHOCSIIUECS K pojaaM ssumenb (Hordeum L.) u
nmrenuria  (Triticum L.). Oum ObUIM  JOMECTHIIMPOBAaHBI Ha Tepputopuu Jyru
IJIOI0OPOAMS. BO BTOPOM TMOJIOBUHE OJMHHAMANATOTO BEKa J0 HaIlled dpbl U CTalu
OCHOBHBIMH KYJIbTYpaMu Ui OoibinnHCTBa nuBuiau3ammii Craporo Ceera (Fairbairn,
2010).

Beimensaior  Heckoiibko  (akTOpOB,  KOTOpbIe  OJAronpusTCTBOBAIU
OJIOMAITHUBAHUIO 3J1AKOBBIX pacTeHUil. Bo-mepBhIX, B TO BpeMsi Kak OOJBIIIMHCTBO
BUJIOB PAcCTEHUH B MHpE aAJUIOTaMHbI (MEPEKPECTHOOMNBLISIEMBIE), OOJBIIMHCTBO
JIOMECTUITUPOBAHHBIX  3E€PHOBBIX KYJIBTYP MPEHUMYIIECTBEHHO CaMOOIbBLISIEMbIC

(Zohary, 1999). BaxxHO OTMETHTH, YTO CAMOONBUIIEMOCTh SBISETCS TaKXKE
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XapaKTEpHOM 4YepTol MX AUKUX TpeAroB. COpOC MbUIbLGI Yy MIIEHULBI, SYMEHS U
OOJBIIEH YacTH APYTUX 3JIaKOBBIX POUCXOIUT MPEXKIEBPEMEHHO BHYTPb LIBETKOB, TO
€CTh, MNPEXKIE, YEM OHU OTKPOIOTCA. DTO CTaJ0 MPEUMYIIECTBOM — I103BOJIMIIO
aBTOMAaTUYECKU MOJIJIEP>KUBATh PENPOTYKTUBHYIO U30JISIUIO MEXITY
OJIOMAaIIHUBaeMOl (popMoit M ee NUKUM TPEeIKOM, Ja)xe eCIM OHHM IMPOU3pacTalu
psnom. COXpaHUTb Ke UICHTUYHOCTD MOJTy4YaeMbIX BUJIOB MPU EPEKPECTHON CHCTEME
ONBUICHUS HAa PAHHUX dTalax JIOMECTUKAIIMM PAaCTEHUN ObLJIO HEBO3MOXKHO WIH
noBosibHO 3arpyaneno (Harlan, 1995). Iloatomy mepBbIMEH JTOMECTUIIUPOBAHHBIMHU
pacTeHusiMU (TIIEHULIBI JBY3€pHSHKA W OJHO3EPHSIHKA, SIUYMEHb, TOPOX, YCUEBUIIA,
TYpELKUH ropoXx, JIeH) ObUIM caMOONbUIATENHU. [lepekpecTHO onbLIsieMble KyIbTYphI
NOSIBUJIUCh B CEJIbCKOM XO3SIMCTBE IMO3KE€ M COCTABWIN TOJBKO HEOOJBUIYIO YaCTh
Cpeay TPAJIULIMOHHBIX 36PHOBBIX KYJIBTYP.

CnemyeT OTMETUTh, UTO y CaMOOIBUIMTENECH ¢ HEOONBIION YacTOTOM BCE Ke
MOKET HMETh MECTO CIy4yallHOE€ IEpPEeKPECTHOE OIbUIEHHE. JTO O0EeCHeurnBaeT
pacHIMpeHre TeHeTUYECKOM N3MEHYMBOCTH U CIIOCOOCTBYET KOMOMHUPOBAHUIO T€HOB
U3 PA3JIUYHBIX MCTOYHUKOB. MHOrOYMCIIEHHbIE LMKIbI UMHOPUIAMHIA, 32 KOTOPBIMH
CJIEIOBAJIN PEAKUE COOBITHS MEPEKPECTHOI'O OMNBUICHUS, MPUBOIWIN K TOSBICHUIO
HOBBIX PEKOMOMHAHTHBIX (DOPM, M3 KOTOPBIX UCKYCCTBEHHBIM OTOOPOM BBIIEIISIUCH
HauOoJee moaxoasmme 1 KyastuBupoBanus (Acrtaxos, 2005; Poauna, 2006).

Bo-BTOpBIX, IpU OJJOMAITHUBAHUU 3JIaKOB LIEJI OTOOP MPOTUB JIOMKOKOJIOCOCTH.
OpHOBpeMeHHO, Oyilaroapss MPOYHOCTH KOJIOCA CTal BO3MOXKHBIM OTOOp Ha
yBeJIM4eHne KoJIockoB B kostoce (Zohary 1999; Doebley 2006). B nukux momysisiusx
pacTeHHUI €CTECTBEHHBIM O0TOOP, HA0OOPOT, OIATONPHUATCTBYET JIOMKOKOJIOCOCTH, TaK
KaK 3TOT MPU3HAK CIIOCOOCTBYET pacrnpoctpanenuto cemsH (I"oruapos, 2015).

Tpetuii cymecTBeHHBINH (HaKTOp TOMECTUKAMK — OTOOp HAa YKOPOUCHHBIN
NepUoJl TOKOSI ceMsiH. BpDKHBaeMOCTh OOJIBIIMHCTBA JUKHX 3JIAKOB, OCOOEHHO

OJIHOJIETHUX, Mpou3pactarouux B Cpeaqu3eMHOMOPCKOM (CyXO0€ JIETO, BIIaXKHas 3MMa)
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WIM B IIOJIYIIYCTBIHHBIX KIMMAaTHYECKUX 30HAX, 3aBUCUT OT PETYJIALUHU JJINTEIbHOCTH
nepuojga nokoss. B ycnoBusx Cpenu3zeMHOMOpbS MNEPUOA MOKOS Yy JUKHX 3JIAKOB
JUIMTCSI OT BPEMEHM HMX CO3PEBaHUS B Haudaje JieTa J0 Havaja JOXIJIUBOIO CE30Ha
cleyromen oceHblo. IIpu 3TOM ceMeHa ¢ OJHOro pacTEeHUs MOTYT HEPaBHOMEPHO
IpopacTaTh B TEUEHUE JIBYX U Ooiiee jeT. OTCyTCTBUE CHHXPOHHOCTH B MPOPACTAHUH
CEMSIH C OJHOTO PAaCTEHUS SBISAETCS 3aIUTHBIM MEXaHHW3MOM, ITO3BOJISIOMINM AUKUM
NOMYJISALMAM BBDKMBATH B YCJIOBHAX 3acyXd. IIpu KyJbTMBUPOBaHMM 3TH CBOWMCTBA
CTaHOBWJIHMCH HexenareabHbIMU. Lllen oT0op Ha KOPOTKUII EpUO1 TIOKOS U IPY’KHOE
npopactanue cemsta (Zohary and Hopf, 1973).

Ha nepBbIx 3Tanax JOMECTHKAIMU PACTEHUH YEJIOBEK HE CO37aBal HOBBIX (JOpM,
a 0TOMpas BapUaHThI, IPEIOCTABIECHHBIE EMY MTPUPOJON, TaK KaK HA PAHHUX CTaAMIX
JIOMECTUKALIUK He ObUI CIIOCOOEH LIeIEHAIIPaBICHHO CO3/1aBaTh UCXOAHBIN MaTepual
JUISL CEJIEKIMU KyJlbTUBHpYyeMbIX pactenuit (I'onuapos, 2015). Tonbko B mocieaHue
CTOJIETHSI, OTOOp CTaJ KUCIIOJIb30BATHCA CO3HATENBHO: YEJIOBEK, €€ HEe 3Hasl 3aKOHOB
TE€HETUKH, BBIOMpAN SK3EMIUISIPbI C SPKO BBIPAKEHHBIMH IOJE3HBIMU CBOWCTBAMM.
Hayasncs nouck paniMoHanbHbIX U 3()(PEKTUBHBIX METOJOB AJI CO3/IaHUS HOBBIX (POpM
u coptoB. CambIM MEpBBIM CEJIEKIMOHEpAM Ba)XHO OBLJIO OCTaBUTh HauOoJiee
NPUCIOCOOJICHHBIE PACTEHHUA, JAIOIIMe CTa0WIbHBIA ypokail. Hambosee nenuivch
BO3MO>KHOCTH CBOEBPEMEHHO €ro YOpaTh, a TAaKkKe yCTOMYMBOCTh K HEOIaronpusiTHbIM
KJIUMaTUYECKUM YCJIOBUAM U Oose3HsaM. Cremyromied 3agadyeil celekuuu cTal
YCTOMYMBBIN POCT YPOKAUHOCTH. Y POKal 3€pHOBBIX KyJbTyp B 1913 roxy cocraisi:
o3umas nimenwuiia 80,6 mynoB ¢ aecstunsl (12 1/T"a), oBca — 62,3 myna ¢ necstunsl (9,3
1/T"a), ssamens — 63,9 nynoB (9,5 w/T'a) u poxs — 55,4 nyzaa (8,2 u/T'a) (OGyxos., 1927).
B 1883 roay Bnepssie B Poccuu ObuT CO31aH HHCTUTYT arpOHOMUYECKUX CMOTPUTENEH,
HAa TEPPUTOPUU KOTOPOM B HacTosIee BpeMs pacmnojiokeH KpacHoypumckwii
ceNeKIMOHHBIN 1eHTp (MakcumoB, Jluxauea, 2019). [Ipu yyacTun arpOHOMHYECKUX

CMOTpHTCJ'IGfI BIICPBBIC OPraHU30BBIBAIINCH HUCCICAOBATCIILCKUC YUYPCIKIACHUA, I'/IC C
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1892 r. craBWIMCH OMNBITHI MO TMOAOOPY COPTOB M M3YUYEHHMIO HOBBIX KYJBTYD,
BBISIBIISTUCH HAaWOOJIee YpO’KalHBIE, OJHOBPEMEHHO IUIO WX YIYYIICHHE ITyTeM
MaccoBoro otbopa. MaccoBblii OTOOp CMEHWJICA WHAUBUIYaIbHBIM, CTalu
NPUMEHSTHCA 1IeJICHANIpaBJICHHbIE CKpeluBaHus. Tak poausack KOMOWHAIMOHHAs
CEJICKITHS, KOTOpask O CUX TOp SBISIETCS JOMHUHUPYIOIMIUM METOJIOM IMPH CO3IaHUU
COPTOB SIUMEHSI U MIIIEHUIIbI, IPUMEHIEMbIM y3Ke OoJee cra jiet. 3a nocneanue 100 et
YpOXKAWHOCTh SIPOBOTO SYMEHS, HampuUMeEp, Ha Tepputopuu EBporelickoil yacTu
Poccun Bo3pocia B 3 paza (O6yxoB, 1927; Poccrar, Cenbckoe xo3siicTBO B Poccun,
2021). Tlpowsonuio yKpyIHCHHE 3C€PHOBKH, IOBBIIICHUEC YPOBHS O3EPHEHHOCTH
KoJioca. Cpelid KUCXOJHOTO CEJIEKIIMOHHOTO MaTeprayia ObLITN BbIJEICHBI UCTOYHUKU U
JOHOPHI ~ YCTOMYMBOCTH K  TIOJICTAHWIO, TIOCKOJIBKY  TIOJITAaHWE  ITIOCEBOB
OJIaronmpuATCTBYET Pa3BUTHIO OO0JIE3HEH, CHUXKAET YpOXKAWHOCTH, MOHIKAET
KaueCTBEHHBIC TTOKA3aTeNN 3epHa. TakKe BaKHBIM HAIPABICHUEM CEJICKIIUN SIBIISCTCS
BBIBEJICHUE COPTOB C ONTHUMAJIbHBIM BEr€TAIIMOHHBIM MEPUOAOM: ObUIM BHIBEICHBI
CKOPOCIIETIbIE COpPTa JJIs IPOM3PACTAHUS B CEBEPHBIX pallOHAX M palioHaX C JIETHUMU
3acyxamu. J[JI1 MOBBIMICHHUS YPOXKAWHOCTH MUTA CEJICKINS Ha TOJYYCHHE COPTOB C
YCTOMYMBOCTHIO K HEOJIArOMpPUATHBIM TOYBEHHO-KIMMATUYECKUM YCIOBUAM U K

onotnueckumM akropam (bormanosa, 2022).

1.2. HoBble MOAX0ABI B CeJIEKIIUU STUMEHSI ¢ Pa3BUTHEM

MOJIeKyJIHPHOﬁ IF'¢eHETUKHU

1.2.1. MeToamnl anaau3sa nojaumopdusma JTHK
C pa3BuUTHEM T'€HETUKH, U Pa3pabOTKOM IIMPOKOTro CHEKTpa METOAOB aHaIn3a
nomumopduszma JIHK, a B manpHelieM U METOJIOB BHECEHUS IleJCHAIPABICHHBIX
W3MEHEHU B T€HOMBI OpPraHMW3MOB, IPOM3OULIEN TEXHOJIOTMYECKUH MHPOPBIB B TOM

YHUCJIE U B CEJICKIIUU PACTEHUM.
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[Ipu momomK MKUPOKOro CHEKTpa MPUEMOB Mo aHanu3y noiumopduszma JJHK
yaanoch pazpadorars paznuunbie Tumbl JJHK-MapkepoB (CHHOHUM — MOJIEKYJISIPHBIN
Mapkep). MoneKyJIapHbIil MapKep COOTBETCTBYET I'€HY MM HEKOJAUPYIOUIEMY YYACTKY
reHoMa, pa3Hble BapuUaHTHI (ajuiesin) KoToporo oriauvarorcs Ha ypoBHe JJHK. Ha
ocHOBe ucnoyb3oBanus JIHK-mapkepoB nossBUIMCH MOAXO0AbI, JOMOIHSIOIINE METO/IbI
KJlaccuyeckon cenekuuu. Hanmpumep, mapkep-opuentupoBanHas cenekius (MOC),
KOTOpasi OTJIMYAETCS OT KJIACCHUYECKOM JOMOJIHUTENIbHBIMU METOJlaMUi 0TOOpa
pacTeHUd B TIOTOMCTBE U TMO3BOJISIET YCKOPSTH CEJIEKUUIO 10 IPU3HAKaM,
HaXOJISAIIUMCS 10T MOHO- FUIM OJIMTOTeHHBIM KOHTpoJieM (XiecTtkuHa, 2013).

B Hacrosiee BpeMmsi CyIIECTBYET OTPOMHOE pa3HOOOpa3ve METOJ0B aHaIHu3a
nosmmopdusma JIHK. ITo ocHoBHOMY MeTOly, HA KOTOPOM CTPOMUTCSI TOT WMJIM MHOU
noaxo kK aHanuzy noaumopdusma JIHK, monekynspable Mapkepbl MOKHO pa3iAeiiuTh
Ha MapKepbl, OCHOBaHHbIEe Ha OnoT-rudpuanzauuu, [1HP n JJHK-unmnax.

[lepBbie KapThl cueruieHus: suMeHs, cojiepskamue JIHK-mapkepst (a uMeHHO
MapKepbl, OCHOBaHHbIE Ha OnoT-rubpuamsanuu, RFLP, restriction fragment length
polymorphism — nonumopdu3m UTHHBI pECTPUKITUOHHBIX ()PArMEHTOB), MTOSBUIIUCH B
1990 roxy (Shin et al., 1990; Graner et al., 1991). C pa3sutuem merona IT1IP karodueBsie
MO3UIMH B UCCIICIOBAHUAX siuMeHs ¢ cepearHbl 1990-x roaos 3ansu AFLP (amplified
fragment length polymorphism — nonumopdusm AIHHBI aMILTU(PUIIMPOBAHHOTO
¢dparmenta) (Vos P. et al., 1995.) u SSR-mapkeps! (Simple sequences repeats — mpoctsie
noBTopsitorrecs nocienoparenbrocTr) (Becker and Heun, 1995). Hanmpumep, niepsbie
pa3zpabotku SSR MapkepoB Ha s;tumeHe ObuTH ipuMeHeHbl B 1993 rony (Maroof et al.,
1994), rae 6s110 0OHapyxkeHo 4 SSR s10Kyca Ha yeTbIpex xpoMocoMax. B cienyroeit
pabote (Liu, et al. 1996) Obutm paspadortanbl 35 SSR MapkepoB, HAHECEHHBIX Ha
cyuiectBytonryto RFLP-kapty ssumens, cogepxaiyto 160 RFLP-mapkepos.

C yJIeIIEBIICHUEM CEKBEHUPOBaHUA, pa3BUTHEM METOJIOB

BBICOKOTIPOM3BOIUTEIILHOTO CEeKBEeHUpOoBaHUs U pazpabotkoit JJIHK-unmoB cambivu
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nonynsgpubiMu  ctanmn  SNP-mapkepsr  (single-nucleotide  polymorphism  —
OJHOHYKJCOTUIHBIA Tonumopdusm). IlepBeiMu TexHomorusmu BbisiBIeHHS SNP
obutn: in silico mouck SNP mocpenctBom ananuza 6a3 nanueix EST ¢ mocnemyromeit
npoBepkoii Ha ocHoBe [II[P (Batley et al.,, 2003) u oOnapyxxenue SNP myrtem
MOBTOPHOTO CEKBEHUPOBAHUSI TPAHCKPUIITOB C HKCIOJb30BaHHEM Merona CaHrepa
(Morozova and Marra, 2008). OagHako 3TH CHOCOOBI OOJIaJaIM HU3KOW YaCcTOTOMH
oOHapy>kKeHUs moauMop(Ppu3Ma, ¢ UX MOMOIIBIO OBIII0O HEBO3MOXKHO 00HAPYXUTH SNP,
pacmojoXKEHHbIE B HEKOIUPYIOIIUX palOHaX U MEXKICHHBIX MPOCTPAHCTBAX.
[TosiBNieHHEe MOIXOJOB TEXHOJOTUM CEKBEHHPOBAHMS HOBOIO MOKOJeHHsS (next
generation sequemcing, NGS) ycrpaHwio mpoOJeMbI, CBSI3aHHBIE C HHU3KOU
MPOIYCKHOM CIIOCOOHOCTBHIO M BBICOKOW CTOMMOCTBIO oOHapyxenus SNP (Mardis,
2008). Ucnonb3oBanue TexHonoruid NGS mo3BosisieT ObICTPO U SKOHOMUYHO BBISIBJIATH
SNP B renax u u30erarb MOBTOPSIOIIMXCS YYACTKOB I'€HOMA, YTO OBUIO YCHEIIHO
MPUMEHEHO JIJISl TIOJTyYeHUsI TEHOMOB pacTeHU BKiIrovas Kykypysy (Barbazuk et al.,
2007), ssamens (Schulte et al., 2009), mmenwny (Lai et al., 2012) u ap.

Hcnonb3zoBanue SNP MapkepoB B CEJIEKIIMOHHBIX ITPOrpaMMax pacTeT ObICTPhIMU
TEMITaMH, KaK ¥ pa3padoTKa TEXHOJIOTHH U MIaThopM JJisi OOHAPYKEHUS U CKPUHUHTA
SNP Bo MHOrEX KynbTypax. B HacTosiiee BpeMst Juisi HEKOTOPBIX KyJIbTYp AOCTYIIHBI
SNP-yumbI.

BbICOKOIIPOU3BOIUTENBHOE  T€HOTHIIMPOBAaHUE  SIUMEHST  OBbLJIO  BIEpBBIC
anpooupoBano B 2006 roxy (Rostoks et al., 2006) Ha ocHoBe TexHosioruu Illumina
GoldenGate (Fan et al., 2003). IlepBble KOMMEPYECKH IOCTYMHBIC YHITBI IS
reHoTunupoBanus suMeHs nossuauck B 2009 roxy (Close et al., 2009). beiio BeiOpano
u npotectupoBano 4596 SNP na JIHK 576 oOGpasiios, A1t AByX NUIOTHBIX ynTioB OPA:
POPA1 u POPA2 u na JIHK 480 o6pa3ioB st Tpethero nuwnotHoro ynna POPA3. B
utore otobopasu 3072 SNP, xortopweie ObuiM reHeTHUecKHM HHGOpMaTHUBHBL. OHHU

coctaBmm ABe npousBogaHbIX Twiatrpopmbl OPA — BOPA1 u BOPA2, xotopsie
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IJIAHUPOBAJIOCH UCIOJIB30BaTh ISl NalIbHEUIIUX MCCIEIOBAaHUNA FeHO(POHIa STUMEHS.
N3 3072 SNP, BoiOpanHbIX Ui u3yueHus:, 2279 Obutn nosryuensl u3 6ubnuorek EST,
a 793 - nmyrem cekBenupoBanus I1[[P-ammukonoB. B pesynberare, B mnatdopmy s
reHOTUIIUPOBaHUs, coaepxantyto 3072 mapkepa, Bouwiu Asa yuna (BOPA1 u BOPA?2),
KK/l U3 KOTOPBIX coAeprkan mo 1536 mapkepa SNP u KoTOpble MMENH pa3inyHbIe
nu3aitabl reHoTunupoBanus (Close et al., 2009). Cnexyromuit gun Illumina Infinium
iSelect 9K Custom Genotyping BeadChip (Comadran et al., 2012) Bxiatouan B cebs
2832 Mapkepa, pa3padOTaHHbIX IO mpeapiaymer TexHogorun, u 5010
JIOTIOJIHUTEIBHBIX MAapKEPOB, OCHOBaHHbIX Ha 0OHapykeHuu SNP B nansbix [llumina
RNA-seq u3 10 snutHbeiX copToB BemunkoOputranuu (Bayer et al., 2017). Ilo mepe
CHIDKEHHUS 3aTpaT Ha CEKBEHHPOBAHHME MOCTOSHHO POCIO YHCIO OOHAPYKHUBAECMBIX
SNP. Iloatomy Ha crnemyromeM ostamne miatdpopma 9K Infintum iSelect Obuia
pacmmpena 10 S0K. Hlumina 50K uun Brmounn okono 6000 SNP u3 npensiaymiero
yuna Ha 9K u HoBble SNP, BbIsABICHHBIE A AYMEHS Ha OCHOBE 3aXBaTa SK30Ma

(https://ics.hutton.ac.uk/50k; Bayer et al., 2017).

1.2.2. Mapkep-opreHTUPOBAHHAS CeJIEKIUS TYMEHS

JoctyrmHOCTh 3((PEKTUBHBIX BBICOKOTIPOU3BOJIUTEIBHBIX CHCTEM U HalU4He
pedepeHcHOro reHoMa criocoOCTBYIOT pa3padboTke mupokoro crnekrpa JJHK-mapkepon
C TMOCJEAYIOIMM HMCIOJIb30BAaHUEM B CEJICKIIMOHHBIX IMpOrpamMMax, B YaCTHOCTU B
MapKep-OpueHTHpPOBaHHOU ceneknuu. Otdop mnpopomutcs ¢ mnomompbio JIHK-
MapKepoB Ha OCHOBE 3HAHWW O TOM, KaKWe TEHBl HACJIECIYIOTCS B OTOHMpaEMBbIX
CEJICKITMOHHBIX THOPUAAX, TEM CaMBbIM COKPAIIAETCs YUCIIO PACTEHHI, KOTOPbIE OYIyT
aHAJTM3UPOBATHLCS B MOCIEIYIONIEM ITOKOJIEHUH. Bo3pacTaeT TOYHOCTh OIIEHKH BBHUITY
TOTO, YTO Ha OIEHKY I0 TCHOTHITY HE BIHIIOT (DaKTOPhl OKpY)KArOIIEH Cpelbl B
ominume onenku o ¢enoruny (Morris et al., 2003). Kpome toro, npu otdope 1o
npu3HaKaM, (EHOTHITMYECKas OIEHKAa KOTOPBIX BO3MOYKHA JIMIIb IOCJIE CTaauH, Ha

KOTOPOM TPOBOJSTCS CKPEIIMBAHMS, MCIOJb30BaHUEe auarHoctudeckux JIHK-
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MapKepoB IMO3BOJISIET HE OTKJIAJbIBATh CKPEIIUBAHUS OTOOpPAHHBIX TE€HOTHUIIOB 0
CJIEAYIONIETO MOKOJIEHHUSI, UTO TAKXKE COKPAILIACT BPEMSI MOTYUYEHHS COpPTA.
[TpeumyriecTBa cenexkuun pacTenuii ¢ ucnonb3zoBanuem JJHK-mapkepos Obu1u B
MEPBYIO OYEPEAb MO JTOCTOMHCTBY OIIEHEHBI M PACHPOCTPAHEHBI B MpOrpammax,
HaIleJICHHBIX HA TOBBIMICHUE YCTOWYMBOCTH K (hUTOMATOreHaM W BpemuTeasiM. Ha
CETOJHSIIHUI JIeHb KapTUPOBAHO OOJBIIOE KOJUYECTBO T'€HOB, KOHTPOJUPYIOIIMX
YCTOMYMBOCTh sUMEHs K pasnuudbiM Oonesnsm (Miedaner and Korzun, 2018).
CuerieHHbBIE ¢ HUMH MapKephbl SIBISIOTCS A((PEKTUBHBIM WHCTPYMEHTOM IS
BBIBEICHUSI YCTOWYMBBIX COPTOB C NPUMEHEHHEM MapKep-OpHUEHTUPOBAHHOMN
cenekuuu. B ABctpanuu eme B 2003 rory B CeNEKIIMOHHBIN MPpo1ecc ObLITN BOBICYEHBI
yke 0k0J10 30 TMarHoCTUYECKUX MapKEPOB /I 0TOOpa pacTeHUM 1o 18 x034iCTBEHHO-
nieHHbIM pu3Hakam (Langridge and Barr 2003; Karakousis et al., 2003), a B 'epmanuu
BCE COpTa AYMEHS, BhIBEJICHHBIE nocye 1999 r., nonydensl ¢ ucnosibzoBanuem JJHK-
mapképoB (Komuanos u np., 2016). B Poccuu B ceneKkIMOHHBIX MporpaMMax siuMeHsI
TOJBKO HAYMHAIOT MPUBJIEKATHCS MOAXOMbl, OCHOBaHHble Ha npuMeHeHun JIHK-
mapkepoB (Afanasenko et al., 2022), xors ecTb mpuMepbl BBIBEJACHHIA COPTOB C
UCTIOJIb30BaHHEM OEJIKOBBIX MapKepoB, Hanpumep, copt Pamonex (Haymkun, 2009).
B03MOXHOCTh NPUMEHEHUSI MapKep-OpPUCHTUPOBAHHON CENEKI[MU 3aBUCHUT OT
HaJIM4yusl CBEJICHUM O reHax, KOHTPOJUPYIOUIUX CEJIEKIIMOHHO 3HAYUMBbIEC PU3HAKU U
cBoiicTBa. Kak MuHumym, Tpebyercss nHpopMalys O JOKAIU3AIMU JaHHBIX T€HOB U
pacnosioxkeHHblx BOMM3M HMX JHK-MapkepoB. HakomieHwe Takux CBEIEHUN IO
OCHOBHBIM CEJIbCKOXO35IUCTBEHHBIM KYJbTypaM akTUBHO Benerca ¢ 1990-x ronos
Onarozapst pa3BUTHIO pa0OT IO MOJICKYJIIPHO-TeHeTHUECKOMY KapTupoBanuio (Kumar
et al., 2007, Druka et al., 2010). OgHOBpEeMEHHO Pa3BUBAIUCH PAOOTHI IO BHIICICHUIO
U KJIOHUPOBAHUIO KAaHAMJATHBIX TE€HOB, OTBEYAIOIIMX 3a XO3AMCTBEHHO IICHHBIC
MPU3HAKU, U3YUYCHUIO UX CTPYKTYPHO-(YHKIIMOHAIBHOW OpraHu3aluy U ajljeIbHOTO

pasunoobOpasust (Richardson et al., 2007; Faure et al., 2007). D10 mMO3BOIMIO
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pa3paboTarh BHYTPUT€HHbIE MapKepbl MO MHOTMM Ipu3HakaM. PaboTel B 000ux

HalpaBJICHUAX ObLIIH CymcCTBCHHO MaCH_ITa6I/IpOBaHBI B IIOCTT€HOMHBIM IICPUoOA.

1.3. HoBble NoAX0Abl K CeJIeKINH sIYMeHsI B IOCT€eHOMHBIN Mepuo/

1.3.1. MeToabl MCCIEIOBAHUS T€HOMA PAaCTEeHUN

B nacrosiiee Bpemsi nHGOpMaIds O TEHOMHBIX MOCIEI0BATEIBHOCTSX SIBJISCTCS
OCHOBOM ISl pEIICHHUS BaXHBIX 3a7ad B O00JAaCTM TEHOMUKHM U T€HETHUKU
CEJIbCKOXO3SIICTBEHHBIX pacTeHuid. HoBble MOAXOABI MO3BOJAIOT MOJYYHUTH OoJiee
MOJTHOE MPECTABJIICHUE O PA3HOOOPA3UU F€HOB y PACTCHUI U UX (DYHKIUAX. 3HAYUMBIM
ATAllOM  pa3BUTHUS ~ MOJIEKYJSIDHBIX ~ METOJOB B CEJIEKUUMH  KaXKIOH
CEIBCKOXO3SIICTBEHHOM KYJIbTYPhl CTAHOBUJIOCh CEKBEHUPOBaHUE €€ reHoMa. UToObl
MOJYYUTh TOJIHBIA T€HOM OpraHusma ObuUl pa3paboraH meron apoboBuka (whole
genome shotgun, WGS), mnpu KOTOPOM C TIOMOIIBIO CalT-HecHenuOUIHBIX
SHJIOHYKJIEA3 PECTPUKIIUUA MPOBOAUTCS ciydyaiiHas ¢parmenrtanus renomHoi JIHK c
MOCJIETYIOIIUM CO3/laHneM OUOIMOTEK /Uit ceKBeHUpoBaHus. Cpeu pacTeHUil epBbIi
reHom ObLT oTcekBeHnpoBad B 2000 roxy ans Arabidopsis thaliana (Kaul et al., 2000).
['enom Arabidopsis ObuT MOJlydeH ¢ TMOMOIIBIO TPEABAPUTEIHLHOTO KIOHHUPOBAHUS
dbparmentoB renoma mpu nomou BAC (bacterial artificial chromosome) c¢
nocneayomuM cekBeHupoBanueM BAC-kinoHoB merogoM CaHrepa W JalibHEHIIEH
COOpKOM.

BONbIIMHCTBO TEHOMOB PACTEHUIN XapaKTEPHU3YETCS MOBBIIIEHHBIM COJIEPKAHUEM
nosropstomeiics JIHK u Hannuuem nyrmimukanuii n3-3a COOBITHI MOJUILIONIU3AINY.
M3HavanbHO TeHOMHBIE MPOCSKTHI PEATU30BATUCH TOJBKO JIJISt PACTEHUHN ¢ HEOOIBIIIUMHU
renomamu (Menbuie 5*10° mn, nanpumep, puca (Goff et al., 2002; Yu et al., 2002)), Tak
KaK cOOpka OOJIbIIMX T€HOMOB OCTaBajach TPYIAOEMKOH U joporocTosiieid. Muorue

o0iacTn IIpru CCKBCHHUPOBAHUU I10 CaHrepy OCTaBaJINChb HCCCKBCHHUPOBAHHBIMH, YTO
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OBLJIO CBSI3aHO C HU3KUM MOKPBITUEM U TEXHUUYECKUMU MTpoOIeMaMu, 00yCIOBICHHBIMU
BTOpUYHOM cTpykTypou JHK.

Pazsutrie NGS-TexHOMOTHMH yIyYIIMIO COOTHOIICHHE MEXIy MOTy4yaeMbIMU
JAHHBIMH U CTOMMOCTBIO CEKBEHHPOBAaHUSA TE€HOMAa. OJTO [ajo BO3MOXHOCTb
peanu30BaTh MPOCKTHI IO CEKBEHUPOBAHUIO OOJIBIITUX M CIOKHBIX TEHOMOB PacTEHUI
(Bparuna u ap, 2019).

HenpepbiBHOE yBelnyYeHUE MPOU3BOJIUTEILHOCTH CEKBEHHUPOBAHUSA U CHIDKCHHE
3aTpaT Ha PACXOJHBIE MaTepHabl MO3BOJIMIN HCCIEAOBATEISIM TOCIE TMOTYYCHHUS
MOJIHOT€HOMHBIX peepPEHCHBIX MOCIEA0BATEILHOCTEN MPOBOJAUTh PECEKBEHUPOBAHHE
pPa3HBIX TECHOTHUIIOB H3y4aeMOTO BHJa M OOHApYKHBATh IMOMMMOP(HBIE JIOKYCHI,
KOTOpBIE J1aJie€ MOTYT OBITh MCIOJIb30BAHbI B KAYECTBE TEHETHUECKUX MApPKEPOB IS
KapTUPOBAHUSI M MApKUPOBAHHS TE€HOB, KOHTPOJUPYIOIMIUX XO3SHUCTBEHHO IICHHBIC
npusHaku (Cuesta-Marcos et al., 2010; Casas et al., 2018).

Ha ocnoBe NGS-cexBeHupoBanus ObUTH pa3paboOTaHbl HECKOJIBKO METOJIOB,
KOTOpBIE JENAal0T BO3MOXKHBIM TIPOYTEHHE BBIOOPOYHOrO (PparMeHTa TreHoMa
M3y4yaeMbIX O0O0pa3loB: IIeeBOe (TApreTHOE) CEKBEHUPOBAHUE, METOJI SK30MHOIO
CEKBEHUPOBAHUS K METOJ] IIEJIEBOTO OOOTAIICHUSI.

[leneBoe ceKBEHMPOBAHUE TTO3BOJIET COCPEAOTOUNUTHCS HA KOHKPETHBIX 00J1aCTsIX
reHOMa WJIM OTIEIBHBIX T'e€HaX. DTOT METOJ MPUMEHSETCS TOTla, Korja Tpedyercs
OoJee MpuUcTaTbHOE BHUMAHUE K ONPECIICHHBIM y4acTKaM I'eHOMa, HalpuMep, K TeH-
Ooratbim paitoHaM. OCHOBHBIM MTPEUMYIIIECTBOM IIEJIEBOTO CEKBEHUPOBAHMSI SIBIISIOTCS
€ro BBICOKAas MOIIHOCTh OOHApyX eHUsi (CIOCOOHOCTh WACHTU(UIIMPOBATH HOBBIC
BapHaHTh) 1 0oJjiee Beicokoe paspernenue (Gustafson et al., 2006; Meyer et al., 2007)

DK30MHO€ CEKBEHHPOBaHHE — OTO METOJ  CEKBCHHPOBAHHUS  TOJBKO
OEJIOK-KOUPYIONMIUX YYACTKOB T'€HOB, COCTABIIAIONINX, KaK mpaBwuiio, 1-2 % reHoma.
[To3BosIIET CEKBEHMPOBATH HEAKCIIPECCUPYIOIINECS AJIJICNIN U T€HBI, KOTOPhIE HE MOTYT

ObITh HaliaeHbI ¢ moMoInbio RNA-seq (Warr et al., 2013). OxgHako moaxoapl 5K30MHOTO
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CEKBEHUPOBAHMSI OCHOBAaHbI Ha CYIIECTBOBAHUHU BBICOKOKAYECTBEHHBIX pe(epeHCHbIX
T€HOMHBIX IMOCJIEIOBATEIBHOCTEN C TOUHON aHHOTanuen. HekauecTBeHHas aHHOTalHs
TEHOMOB MOJKET MpuBecTH K nmotepe nanubix (Choi et al., 2009).

Jl1st pacteHuii, KOTopble 00J1aJal0T OOJIBIIMM pa3MEPOM FreHOMa, B TOM YHUCIIE U Y
MOJIUTUIONIHBIX (POPM, CYIIECTBYET MOAXO0]I «YMEHBIICHHS CIIO)KHOCTA TEHOMay TIPH
UCIIOJIb30BAaHUU CcTparteruid obOoramieHusi. lleneBoe oOoraiieHue 3aKiIO4yaeTcsi B
BBIJICJICHUN CTIEIIM(PUIECKUX JIOKYCOB reHoma B couetanun ¢ NGS-texHomorusamu u
MOXET npoBOAUTHCA ¢ mnomompbto IIIP, meTroma MONEKyJIApHONW WHBEPCUM H
rubpuzanronnoro oboramenus (bparuna u ap. 2019).

CeKBEeHUPOBAHUE HSK30Ma OKa3aJloCh BAXKHBIM HWHCTPYMEHTOM [Ji1 OLICHKHU
€CTECTBEHHOU PBOJIIOIMY PACTEHU, U3YUCHUS B3aUMOCHCTBUSI MATOT€HOB X031HA U
VIY4IICHUs] I[€HHBIX TPU3HAKOB CEIbCKOXO3SMCTBEHHBIX KYJBTYpP, BBISIBICHUS
aJUIeNIbHBIX Bapyalllil TeHOB U UX BIUSHUSA HAa (PeHOTUN. MeToa MOKHO UCIIOIb30BaTh
JUIsl pa3paboOTKH cTpaTteruid O0phObBI € MATOr€HaMH, YTO OBbUIO PEaTU30BAHO IS
UACHTU(GUKANY TEHOB, YYAaCTBYIOIIMX B PAaCTUTEIHHO-TPHOHBIX B3aUMOJICUCTBHIX
(O’Brien et al., 2011; Venu et al., 2011)

[TosiBnenue, ObICTpOE pa3BUTHE U YJICHICBICHUE TEXHOJIOTHM CEKBEHHUPOBAHUS
HOBOT'O TOKOJICHUS HE TOJBKO TMO3BOJIMJIM CEKBEHUPOBATH OJWH 3a JIPYTUM T'€HOMBI
XO034MCTBEHHO 3HAYUMbIX BUJIOB PACTEHUH U )KUBOTHBIX (XnecTkuHa, 2013; bparuna u
ap., 2019), HO U caenaniyu BO3MOXKHBIMU OBICTPOE OmpeeseHue MoaTuMopPu3Ma ThICSY
reHoB W pa3paboTky SNP-uummoB s aHaidu3a TE€HETUYECKOTO M CEJEKIMOHHOTO
Marepuasia ¢  OOJBIIOW  MPOIMYCKHOW  CIMOCOOHOCTBIO W DKOHOMHYECKOM
3 PEKTUBHOCTEIO.

[Toaxox, MCTIONB3yIOUINI MOCAEA0BATEIbHOCTH OJJHOBPEMEHHO /ISl OOHAPYKEHUS
u ortenku SNP, MuHys Bech aTan pa3padOoTKi MapKepHOTO aHaln3a, n3BecTeH kak GBS
(reHOTHMIIMpOBaHKE MyTEM CEKBEHHMPOBaHUs, genotyping-by-sequencing) (puc. 1). Ha

pacrenusix Brepsbie onucan Elshire B 2011 roxy (Elshire et al., 2011), rae ObL1
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YCHENIHO MPUMEHEH JJI1 TEHOTUMUPOBAHUSA 276 peKOMOMHAHTHBIX MHOPEHBIX JTUHUMI

KyKypy3bl U 43 IUratuiOuAHBIX JIMHUNA sTIMEHS U3 KapTupytomieil nomymsiauu Oregon

Wolfe Barley.
AA * X * " BB
Co3aHne KapTHPYIOMIEH MOy
t S S S %~ W
TTogroroeka NGS-0ubmmorex ITonrotoerka NGS-6116mmorex

*  Whole Genome Library *  Whole Genome Library
* RAD Library * RAD Library

* GBS Library ¢ GBS Library

» cDNA Library * cDNA Library

| |

CexBeHnpopaHue 1 onpegenerne SNP MynpTuimexcHoe ceKBeHIIpoBaHIe 1 olpeneneniie SNP

|

AA i
BB G T ———————> OueHKa U BHeJIpeHUe (IMITyTaIs)

l Cosganne ramnornna RIL

Pucynok 1. Cxema crangaptHoil mpouenypsl GBS B mnpuMeHEHWH K JABYPOAMTEIHCKUM
KapTupylomuMm nonyisuusaM. l[lpenBaputenbHo, Uisi CO3AaHUS  KAPTUPYIOLWIEW MOMYJISALINA
orbuparotcs nBa poaurens (AA u BB). C momompro texHomoruit NGS onpenensroTcsi pa3iudHbIe
Bapualuu noauMopduszMa B ux reHomax. OOHApPYKEHHbIE YYACTKH CEKBEHUPYIOTCS B MOIMYJISIITUN
pexoMOUHAaHTHBIX HHOpenubix nuHuM (RILS) mpu, COOTBETCTBEHHO, MEHBIIEM MOKPBITHH.
[TomyueHHbIe TOCTIEAOBATENHHOCTH UCTIONB3YIOTCS IS OTIPEACTICHUS allIeIbHOTO Pa3HOOO0Pa3Hs st
Kaxgoro oOpasua. IlomydeHHple OJIOKM TaruIOTUIIOB MOXKHO TMPUMEHSTH HEMOCPEACTBEHHO B

KayeCTBE MAPKEPOB.

B nactosiee Bpemst tepmud GBS ucnomnb3yetcst yxxe kak 000OIIAIOLINIM IS
pa3IMYHbBIX pa3pabaThIBacMbIX METOJIOB BBICOKOITPOU3BOUTEIIHHOTO
reHOTUIIMpOBaHus, ocHoBaHHOTO Ha NGS-cekBeHmpoBanuu (Rasheed et al., 2017).

CyTth MeTona 3axmodaercss B ToMm, uto reHomHas JIHK chauama oOpabGatpiBaetcs



28

OHJAOHYKJICA3aMU PCCTPUKIHH, OAJICC CO30acCTCA onoIMoTeKa q)paFMCHTOB, B
pe3yNbTaTe CEKBEHUPOBAHUS KOTOPBIX MOJY4YarOT KOPOTKUE NpouTeHHus (okono 100
nap HyKJ'IGOTI/II[OB), O6LCI[I/IH$IeMBIe B KOHTUTH, BBIPABHUBAHUC KOTOPLIX ITO3BOJIACT
oOHapyxutb SNP (Davey et al., 2011). MeTo1 MOXET UCIIOIB30BATHCS HE TOJIBKO AJIs
aHanm3a 00pasmoB BUAOB C YXKe paci(ppoBaHHBIM T€HOMOM, HO M MEHEE N3YUEHHBIX
BUJIOB, JUIS KOTOPBIX €Ill¢ HE BBIMOJIHEHA MojHoreHoMHas cOopka (Andrews et al.,
2016; Chutimanitsakun et al., 2011). MeToapl TeHOTHITMPOBAHKS MCIIOJIB3YIOTCS Kak
AJI1 OIIPCACIICHUA MMOCICAOBATCIBHOCTH, TaK W JJISI BBISABJICHHA accouuaunﬁ MCIKOY
(bGHOTI/IHOM U TeHOTHuNOM. Tak Kak B HaCTOoAmMCC BpCM:A TI'CHOM AYMCHA YXKC
CCKBCHHUPOBAH, TO BBLIABJICHHC I'CHOMHBIX paﬁOHOB, ACCOOMHNPOBAHHBIX C IIPU3HAKOM,
MOXCET Cpa3y HCIOJIb30BATHCA OJIs1 ITOMCKAa T'CHOB-KAHAWIAATOB. B HCCIICAOBAaHNU
ssumenst GBS npumensiercst ¢ 2011 roxa (Daba et al., 2019; Darrier et al., 2019; Fan et
al., 2017: Rajendran et al., 2022; Chang et al., 2022; Abed et al., 2019). Oxnako,
3HAUYUTCIIbHAs 4aCTb I/ICCJ]GI[OBaTGJIeﬁ B 00JIaCTH KOJIMYECTBEHHOU I'€HETHKHU SUMEHS
NPENOYHUTAIOT B paboTax [yt reHotunupoBanus npumerstb SNP-uumber (Alqudah et
al. 2014; Alqudah et al., 2016; Alqudah et al., 2018; Belcher et al., 2015; Bellucci et
al., 2017; Berger et al., 2013; Bykova et al., 2017; Chutimanitsakun et al. 2013;
Cockram et al., 2010; Gawenda et al., 2015; Goransson et al., 2019; Haseneyer et al.,
2010; Jia et al., 2019; Locatelli et al., 2013; Maurer et al., 2016; Muiioz-Amatriain et
al., 2014; Neumann et al., 2017; Novokazi et al., 2019; Pasam et al., 2012; Pauli et al.,
2014; Rozanova et al., 2019; Schuy et al., 2019; Sharma et al., 2018; Tavakol et al.,
2016; Templer et al., 2017; Thirulogachandar et al., 2017; Wabila et al., 2019; Xu et
al., 2018; Genievskaya et al., 2018; Nyiraguhirwa et al., 2022 Tsai et al., 2020).

1.3.2. CekBeHHMpOBaHHE T€HOMA SYMEHH
UtoObl monyunth wuHGOpMaIMioo o reHome suMeHs, B 2006 rtomy ObLI
chopmupoBaH MEKIyHAPOJHBI KOHCOPIIMYM IO CEKBEHHPOBAHHIO TI'E€HOMA

H. vulgare, xotophlii HM3HAYaIbHO BKIIOYAl B cebs HCClaemoBaTenacit M3 BOCHMH
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HAy4YHbIX OpraHu3auuii mectu pasznuunbix crpaH (I'epmanus, CIIA, Asctpanus,
Anonns, Ounansaaus u [lotnanaus). OgHON U3 TTaBHBIX 337a4 KOHCOPIIMyMa OBLIO
co3fanue (HU3NIECKON KapThl TCHOMA SUMEHS U ONPEACIICHUE MOCIeA0BATEIIEHOCTH
reHomMa BBICOKOTO kadectBa. B 2012 romy K KOHCOpUMYMY TPHUCOEIUHHUINCH
uccienoBarenu u3 BemukoOputanuu, MUzpawns, @panmuun u Utamuu. B 2009 rony
MOSIBWJICS TIEPBBIM BAPUAHT F€HOMA STYMEHSI, CKOHCTPYHPOBAHHBI HAa OCHOBE COpTa
suMeHs Morex (Bepcus V1). DTOT BapraHT OKa3ajcs MOJIE3HBIM JJIsl IIMPOKOTO Kpyra
uccleoBaresyield, HalleJICHHBIX Ha BBIJICJICHUE OTACIbHBIX T€HOB, KOHTPOJIUPYIOIIUX
X03sIUCTBEHHO-TIeHHBIe TTpu3Haku (Schulte et al., 2009). Ho BMecTe ¢ TeM coxpaHMIach
HEOOXOJMMOCTh ISl JaJbHEUIEero CeKBEeHUpoBaHUsa reHoma U B 2012 romy Obuia
nojyuyeHa OOHOBJICHHasi pedepeHCHas KapTa IeHoMa siuMmeHs, Bepcus Morex V2
(Consortium, 2012), mocTpoeHHasi Ha OCHOBE KOPOTKHUX MPOUYTEHUM C UCII0JIb30BAHHEM
metona TRITEX (Monat et al., 2019). 1151 yrouHeHus KapThl ObLIT KCTIOJIB30BaH METO]]
MTP (minimum tiling path), To ecTb MOJTHOr€HOMHAs TOCJIEIOBATEIHHOCTD
COCTaBJISJIaCh MO MPUHIMIY MHUHHMAJIBLHOTO KOJMYECTBA €€ COCTABHBIX YacTed Mpu
MaKCHUMAaJIbHOM MJIOTHOCTH MOKphITHS (Ariyadasa et al., 2014). Taxxe Oblia co3gaHa
yIbTPA-IUIOTHAS] TEHETUYecKas Kapra, g MOJYYEHHs KOTOPOM MPOBOJUIIOCH
MOJTHOT€HOMHOE CEKBEHUPOBAHUE u T€HOTUITUPOBAHUE Ha OCHOBE
BBICOKOTIPOM3BOJIUTEIILHOTO CEKBEHUPOBAHUS TMOTOMCTBA M3 90 pEeKOMOMHAHTHBIX
nnOpenubix auHui (RIL) ot ckpemmBanus Morex*Barke (M x B) u nomnorenomuoe
cekBeHUpoBaHue &2 pauramnouanHbix JuHuid (DH) W3 kaprupyromei nomymisuu
Oregon Wolfe Barley (Cistu¢ et al., 2011). [lanee ¢usnueckas kapTa, MoxydeHHas: B
pesyabrare paborel KoHcopumyma, Oblla COOTHECEHA C TCHETHYECKHUMHU KapTaMu
BBICOKOM TUIOTHOCTM M BbICOKOTo pazpemenust (Mascher et al.,, 2013, 2017).
CyMMapHas JJIMHa IIPOYMTAHHOTO U COOPAHHOr0 reHoMa SuMeHs cocTasuia 4,98*10°
H, 3T0 6oJsiee 95% reHoMa, y4uThIBas, UTO COTJIACHO MMEIOIIUMCS JJAHHBIM pa3Mmep

reHoMa stumers 5,1%*10° nu.
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o xonma 2021 roma Bepcuss Morex V2 ocrtaBaiach 3TajJOHHOU
MOCJICIOBATEIHLHOCTRIO I sTaMeHs. Mascher ¢ coaBTopamu cpaBHIIT () PEKTUBHOCTD
MOJXO/JOB C KOPOTKMMH W JUIMHHBIMHA TPOYTEHUSMU W OLCHUJ, YTO TPUMCHCHHE
JUTMHHBIX TPOYTCHUN YJIYUIIMIO M OOOTaTUSIO STAJIOHHYIO ITOCJIEIOBATEIHLHOCTh
sumeHs: Morex V2, ocHOBaHHYIO Ha KOpoTkux mpouteHusx (Mascher et al., 2021).
JIMuHHBIE KOHTUTH BEepcUHu V3, KOTOphIe HE coJiepKaT MpoOeIoB B MPOYTEHUH, TAOT
MOYTH TIOJHOE MPEJCTABICHUE O MEXICHHOM IPOCTPAHCTBE, MO3BOJISI ITPOBOJUTH
yrayOneHHble uccaenoBanms. [IceBmomMoekynsl B KOHEUHOU cOOpke Bepcun Morex
V3 cocrosr ot 9 (xpomocoma 1H) 10 26 (xpomocoma 4H) ckadoagoB, pacmonoKeHHBIX
Y OPUEHTHPOBAHHBIX ¢ momotibio MmeToaa Hi-C. ABTOphI yIIOMHUHAIOT, 4TO B paboTe HE
OBUTO OOHAPYKEHO KOHTUTOB, OXBATHIBAIOIIUX KaKyHO-THMOO W3 IIEHTPOMEpP SUMEHS,
YTO YKa3bIBAaET HAa TO, YTO pa3MEp HIIMA MOBTOPSIOUIUICS COCTaB IEHTPOMED SUYMEHS
TpeOyeT MambHEUIIEro YBEIWYEHUS JIMHBI MPOYTCHHA, YTOOBI TMOJIYYHTh B HUTOTE
MOJTHOCTBIO coOpaHHyto XxpoMocomy (Miga et al., 2020).

B HacTosiiiee Bpemsi TEXHOJIOTHYECKHI YpPOBEHb MO3BOJISIET Oojiee MoaApoOHO
M3y4yaTh FT€HOMbI U OOBEUHATH OTyYeHHYI0 nHpopMmanuio. OHa 3TaloHHas cOopKa
HE OTpa)kaeT BHYTPUBHJIOBOM wu3MeHUnBOCTH. (CocTaBieHue TMOJHOTO Habopa
pa3HooOpa3usi TOCJEeN0BAaTEILHOCTEN ISl Pa3HBIX BHUJIOB CEIHCKOXO3SMCTBEHHBIX
KYJbTYp MOJTYYHIIO Ha3BaHUE «ITaHTeHOMY. Ha JJaHHBII MOMEHT CYIIECTBYET ITAaHT€HOM
SYMEHS TIEPBOTO TMOKOJEHUs, riae Obuth uccienoBanbl 20 TeHOTHIOB SUMEHS, U
KOTOPBIM JIelaeT paHee CKPBIThIE T'E€HETUYECKUE Bapualldyd JOCTYIHBIMU IS

IreHEeTUYECKUX HccienoBanuii u ceneknuu (Jayakodi, et al., 2020).

1.3.3.CTaTucTHYeCKHE MEeTOAbI MOMCKA ACCOIHAIIMA MeXKITy MapKepoM

U MPU3HAKOM
[lepBbIM METOOM MOMCKa acCOLMAIMii MapKepa C MPU3HAKOM, MOJIYYUBLIUM
mupokoe pacnpocrpaHenue, crtan QTL-aHanu3 wim MeToj aHanu3a JOKYCOB

KOJJMYCCTBCHHLIX IIPHU3HAKOB IIPH HCIIOJIIB30BAaHHUM JABYPOIHUTCILCKHUX HOHy.HHHHﬁ.
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AHanu3 OCHOBaH HAa HMCCJEAOBAHMM MOMYJSLMU MOTOMCTBA OT KOHTPACTHBIX IO
u3ydqaeMoMy npu3Haky poaurteiei (Jensen, 1989, Kearsey and Farquhar, 1998). QTL-
aHaym3 ocyiectsisieTcs ¢ 1983 roga (Rick and Tanksley, 1983) u nis ero mpoBeneHus
MIPUMEHSUTHCH Pa3InuHbIe TUITBI MapkepoB, HaunHast ¢ RFLP. J1o 2010 rr. npeo0nananu
uccienoBanus, B KOTopeix QTL-ananu3 nBypoIUTENHCKHUX MOIMYJISIITAIN TPOBOINAJICS HA
OCHOBE JTaHHBIX T€HOTUITUPOBAHMS, TOTYYEHHBIX ITpu nomoiu SSR-mapkepos. C 2010
roja pacret npumenenne SNP-mapkepoB st QTL-ananu3za. [locnennee necsatuieTue
HaYaJld MCIOJB30BaThCS METOJbI IpsiMoro cekBenupoBanus (GBS) (Andrews et al.,
2016; Darrier et al., 2019). KaptupoBanue 3HaYMMBIX JIOKYCOB C HCIIOJIb30BAHUEM
QTL-ananu3a qaeT BRICOKYIO CTATUCTUYECKYIO 3HAUUMOCTD i onpeaensiemoro QTL,
HO B TO JK€ BpeMs UMeeT HU3Koe paspernieHne. CylnecTBEHHBIM HEJOCTATKOM METO/1a
SIBJISICTCS OTPAaHUYCHHOE F'eHeTHUeckoe pasHoooOpasue (Hyne and Kearsey, 1995).

B nocnegnue roapl 18 MAcCOBOrO TMOMCKAa acColManuid Mexay (GEeHOTHUIIOM U
T'CHOTHITOM MCIIOJIb3YETCs TIOJTHOI€HOMHBIH aHau3 accorarmii uin GWAS (genome-
wide association study). DToT MeTox SBIISETCSA MOIIHBIM HWHCTPYMEHTOM JUISI
OTIpEJICIICHHS] XPOMOCOMHBIX PAiOHOB, CBSI3AHHBIX C arPOHOMUYCCKUMH TIPU3HAKAMH,
U €r0 MO>XHO MCIOJIB30BaTh JUIsl OJTHOBPEMEHHOTO OOHAPYKEHUSI MHOTHX aJUIeNIbHBIX
Bapuanuii B oqHoM ucciienopanuu (Myles et al., 2009; Hamblin et al., 2011; Lipka et
al., 2015).

CpaBHUTENBHBIN aHaTU3 padOT MOKa3bIBaeT, 4To Ha ocHoBe GWAS BbIsIBISICTCS
OOJIbIlIE HOBBIX JIOKYCOB, MO cpaBHeHHI0O ¢ QTL-aHanu3oM ABYpOJIUTEIbCKUX
nonynsiuid  (Pauli et al,, 2014). IlpeumymiecTBoM MeToda SBISETCS BBICOKOE
paspenieHue.

OcHoOBHasi wuzed TOJHOTEHOMHOIO aHalkM3a AacColMalMil 3aKkiovaeTcss B
WCIIOJIb30BaHUU ()EHOMEHAa HEpaBHOBECHs II0 CIICTUICHHIO. HepaBHOBecue 1O
CUEIUICHUIO MEXAY ABYMS aJUIeIsIMU Pa3HbIX JIOKYCOB 00YCIOBJIEHO TEM, YTO YaCTOTa

MX COBMECTHOM BCTPEYAEMOCTH OTJIMYACTCA OT OXHAAEMOW IIPU CIy4alHOM
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pacnpesienieHud. AJJiedd  JIOKYCOB, PAacCIOJIOKEHHBIE JOCTaTOYHO OJIM3KO Ha
XPOMOCOME, SIBJIIFOTCS CLETUIEHHBIMU. OJTHON U3 OCHOBHBIX MPHUYUH CYLIECTBOBAHUS
HEpPaBHOBECHUS MO CLEIUICHUIO SIBJIIETCS COBMECTHAs Iepefada B POy MOKOJIEHUN
(TecHoe cuemienue). Hampumep, eciivi B MOMEHT BO3HUKHOBEHHS My TalllH, BIUSIONIEH
Ha MPU3HAK, PSJOM HAXOAWICA OIpPEIECICHHbIA MAPKEPHBIN ajiellb, TO B TEUECHHE
MHOTHX MOKOJICHUH 3TOT aJljieNib OyIeT epeiaBaThCcsi BMecTe ¢ MyTalueit. Uem Omke
JIpYr K JIpYTy PpAacloJOKEHbI JOKYChI, TEM JOJIbIlIe OHU OYJIyT COXpaHSATHCA B
NOCJIEAYIONIMX JEeCATKaX NoKoJieHuid. Ilo3ToMy Hamuume accoumanuu MExXIy
IFCHOTUIIMPOBAHHBIM ~ MAapKepoOM M HUCCIEAYEMBIM  IIPU3HAKOM  MO3BOJIAET
MPEANOJIOKUTh, YTO B OJM3IEKAIIUX K MAapKepy T'€HOMHBIX palioHaxX JIOKaJu30BaH
(yHKUIHMOHATIBHBINA aJuIelb, BIUSIOMINN Ha 3HaUeHHE Npu3Haka (AkcenoBuy, 2008).

AHanu3 accouuanyy sl KOJIMYECTBEHHBIX IPU3HAKOB IPOBOJAT C MOMOILBIO
MeTOJla JTUHEUHOU perpeccuu. /JJaHHBIM METOAOM MOKHO MOJYy4UTh UHGOPMAIUIO O
IFEHETUYECKOM W3MEHUYMBOCTM W TEHETUYECKHUX CBA3SAX MEXAY HCCIENyEeMbIMA
COpTaMU. 3HayeHus CIy4aHblXx d()PexkToB OyAyT CTPEMHUTBCS K CpPEAHEMY
apupmerndyeckomy. To ecTh aucnepcuu 3HadyeHUu OyAyT BO3pacTaTh B 3aBUCHMOCTH
OT KoJM4YecTBa HH(popMaIu, BKIIFOUeHHOM B aHanu3 (Bemnep, 2018).

B ypaBHeHum perpeccun wuccieayeMmblid (EHOTUIN SIBISETCS 3aBHUCUMOM
MIEPEMEHHOM, a TEHOTHUIT — HE3aBUCUMOMU IMEPEMEHHOM (MPEIUKTOPOM).

Takxum oOpa3oM, ypaBHEHUE PETPECCUU MOKHO BBIITUCATh B BUJIE:

Y=p+pPg*g

rae Y — penotumn, p - OTCTYN perpeccuu, g — renotun SNP, 3akoupoBaHHbBIN Kak
0, 1 unu 2 B 3aBUCUMOCTH OT 1103bl 3pdekTopHoro amnens, g — xkodhpduimreHt
perpeccuu (B TaHHOM ciy4ae — pazMep dddexra 23 HEeKTopHOTO ajuiesis Ha MPU3HAK).
B cnyuae, ecnu uccnenyemsiii SNP He umeet addextr Ha denorurn, korbduimeHt

perpeccuu g OyeT HE3HAYUMMO OTJIMYEH OT HYJIS.
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Kak npaBuno, tectupoBaHue OTANYMS KOA(DPUIIMEHTA PErPECCUU MPOBOJAT C

oMol Banba-tecra, TeCTOBast CTATUCTHKA KOTOPOrO UMEET BU/I:
T? = (bglse(bg))?

rae se(bg) — cranmaptHas ommOka kodpdunmenta perpeccuu. Ilpu HyieBoi
runotese Ho: f =0 u cratuctuxa T2 pacnpeienena KaK x> ¢ OJHOM CTENEHbI0 CBOOOIEL.
B cnydae, ecnu HyneBas THUIOTE3a OTBEPraercs, NENAETCS BBIBOJ O TOM, 4YTO
UCCJIeTyeMbIi TeHeTHYeCKUi Mapkep uMeeT 3G (HeKT Ha UCCIaeAyEMBbI MPU3HAK, THO0
MapKep HaXOJUTCS B HEPABHOBECHH MO CLEIJICHUIO C BAPHAHTOM, UMEIOIIUM 3P eKT
Ha wucciaenyembii npusHak. [Ilpm mnpoBegeHun GWAS perpeccHOHHBIN aHanu3
npoBoauTcs Mg Kaxaoro SNP mo oraensHocTu. OOmass cxema MpPOBEICHUS

ITIOJTHOI'CHOMHOI'O aHaJIn3a aCCOIII/IaI_[I/Iﬁ IMpcacCTaBjJICHAa HAa pUC. 2.
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Pucynox 2. OOmas cxema IpOBEACHUS IOJHOTEHOMHOIO aHAaJIM3a acCoLUMalMii Ha IpHuMepe
KOJIMYECTBEHHOTO MPU3HaKa. A) CO3JaHUe HCCIIeyeMOii BBIOOPKH U cOOp MaTepHaa AJsl BhIICICHUS
renomuori JIHK; B) Beimenenne JJHK u renotunupoBanue oGpasioB Meromom JIHK-unmnoB wim
TapreTHOr0 CEKBEHUPOBAHMS € JAJbHEHIINM IIPOBEACHUEM KOHTPOJISI KAY€CTBA TEHOMHBIX JaHHBIX;
B) denoTunupoBanue nccieayeMoro Npu3Haka 1 poBeJeHNe KOHTPOJIS KauecTBa (PEHOTUITUYECKUX
npu3HakoB; [') 00paboTka TaHHBIX [UIs KOKAOT0 Mapkepa (aHalInu3 MPOBOIUTCS METOJOM JIMHEHHOM
perpeccuy, B XOA€ KOTOPOrO 3HA4YE€HHs HMCCIEAYEMOIO IPHU3HAKAa PErpecCHUPYIOTCS NPOTHB BCEX

TeHOTHUIIOB HccieoBanus); 1) mpoBeeHue aHaIM3a aCCOIMAIMA BCEX TeHETHUECKUX MapKepoB.

AcCOIMUPOBaHHBINA C MPU3HAKOM aJUIeNIb OMPEALIACTCS YaCTOTOM €ro HaJluuus B

MOITYJISAINH. O,Z[HaKO, B 3TOM CJIy4dac €CTb BCPOATHOCTb YIIYCTHTD pe)n(nﬁ aJlJICJIb, TaK
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KaK 3HAYMMOCTb OTPEJIEICHH JOKyca OyIeT 3aBUCETh OT TOM ke 4yacToThl ayens. K
HEJI0CTaTKaM METO/Ia MO’KHO OTHECTH TO, YTO OH YYBCTBUTEJICH K HATUIHIO OOJIBIIIOTO
KOJIMYECTBA POJICTBEHHBIX OOpAa3IOB, KOTOPHIMH YacTO OOJagaloT BBIOOPKH
CEJIbCKOXO3SIMCTBEHHBIX KynbTyp. st ompegenenust jokycoB wmeromom GWAS
u3ydaeMas MOMmyJIsus JOJbKHA OBITh Kak MOXKHO Ooiiee pasHoponHa. Ha cTpykTypy
BBIOOPKH BJIMSAIOT KaK F'€HETUYECKasl CTPYKTypa, TaK U MUTpalus, Aperd reHos, u
croco6 GopmupoBaHusi BHIOOpKU. OUeHb BaXXHO YYMTHIBATH CTPYKTYPY BBIOOPKH U
MIPOBOJUTH KOPPEKITUIO TOJYICHHBIX pe3yJbTaToB. HempaBuinbHO chopMHUpOBaHHAS
NOMYJISIASA ~ TPUBOAUT K  BBISBICHUIO  JIOKHOTMOJOKUTEIBHBIX — aCCOIMAIIHMA.
VYBenuueHne 4dHCIa HCCIeayeMbix oOpasmoB B Meroge GWAS moBbimaeT
CTaTUCTHUYECKYI0 3HAYMMOCTh PE3yJIbTaTOB. Takke Ha IOCTOBEPHOCTh OYyJeT BIUATH
pazHooOpasue BHIOOPKH MO TeorpaguueckoMy MPUHIUIY U T0100py COPTOB Pa3HBIX
OpUTHHATOPOB.

[lo cpaBHeHUIO C WHCCIENOBAaHUAMM Ha 4eloBeke M KUBOTHbIX GWAS Ha
pacTeHUSX WMEET TMPEUMYIIEeCTBO Ojarojapsi BO3MOXXHOCTH  HCIOJb30BaHUS
TCHOTUIIOB, HE MCHSIOIMMUXCA OT PENpOAyKIIMA K PEnpoayKiuu (coprta
CaMOOTIBUTSIONTUXCSI PACTEHUH, MHOPEIHBIC TUHUN WM BET€TaTUBHO Pa3MHOXKAEMbIC
pactenusi). Ilocme TOoro, kak oOpaslbl OJWH pa3 T€HOTUIHMPOBAHBI, MOXHO
(GbeHOTUIPOBATH HECKOJIBKO TOBTOPHOCTEHN BHIOOPKH B T€UEHUE HECKOIBKUX JIET. ITO
AT BO3MOXXKHOCTb M3y4aTh MHOTHE Pa3IMYHbIC MPU3HAKUA B PA3THUYHBIX CPEIOBBIX
YCIIOBHSIX TIPH BOCTIPOM3BEACHUH (DEHOTUITHYECKUX H3MEPEHUHN U CHIKACT CTydaiHbIC
3¢ (EKTHI OT BO3JEHCTBUS OKPYKAIOIIEH CPEIbI.

GWAS - jocraTouyHo HOBBIMH METOJI, M, KaK BHJHO II0 JAHHBIM aHaJInu3a
nyOnuKamnuii, MHIEKCUpyeMbIX B Scopus (puc 3.), B TEUEHHUE IMOCIEIHUX JIET
KOJIMYECTBO paboT, BBIMOIHEHHBIX ¢ momomibio GWAS Ha pacTeHusX, HEYKIOHHO

BO3pacTacrT.
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Pucynok 3. KonuuectBo myOGnukaruii, onuckiBatomux npoBeaenne QTL anammza u GWAS nHa
pacTeHUsIX, BBISBICHHOEC Ha OCHOBE MOKMCKA CTAaTeil MO COYeTaHWsM cJoB: «plant+genome-wide-

association» «plant+QTL-analysis» B 6a3e manubix Scopus. loctym 25.02.2022.

Metonq GWAS mnpenocraBiser Oosbliie Bo3MOXHOCTeH 10 BhIsBIeHHI0 SNP,
KOTOpBIC TOTOM MOKHO mpeoOpa3oBaTh B KASP (kompetitive allele specific PCR) nu
CAPS (cleaved amplified polymorphic sequences) mapkepst (Konieczny and Ausubel,
1993; Semagn et al., 2014), mpoBepuTh UX Ha HE3aBUCHUMBIX BBHIOOpKAX U, B Cllydac
YCTICITHOW BaJMAallMi, PEKOMEHIOBATh HCIIOJNB30BATh ATH MapKephl sl 0TOOpa
cenekimoHHoro matepuana. KASP-Mapkepsl — 3TO MapKepbl, B OCHOBE UCTIOIb30BAHUS
KOTOPBIX JICKHUT JETEKIHS (PIyOpeCIeHTHO-MEUCHHBIX MPOAYKTOB IOJUMEPa3HOM
nenHoil peakuuu. [lpu amienb-crienduyueckoil AJIOHTAIMU OJUTOHYKJICOTHIIA U
nepeaayue dHepruu (pIyopeciieHTHOTO pe30HaHca C TeHepalluel CUTHaa, BBISABIISICTCS,
KAaKOM asulenbHbIii BapuaHT mOpucyTCTBYeT B KOHKpeTHOM SNP-nokyce. CAPS
MapKkepaMyd Ha3bIBAIOT HYKJICOTHUIHBIC IOCJIEIOBATEILHOCTH, (IAHKUPYIOIINE
BbIsiBJIeHHbIE SNP-Mapkepbl, 4be HCHOJIb30BAaHUE OCHOBAaHO Ha aMIUIM(pUKALMU

dbparmenta JIHK npu nomoru [P co cnenupuueckumu npaiitMepamMu 1 ajibHEUIIIEM
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TMJIPOJIN3€ DHIOHYKJIEa3aMH PECTPUKLMH, MPOAYKTHI KOTOPOIO pPa3AeistoTcs
3NeKTpoope3oM B arapo3HoMm rene. ['Maposin3 SHAOHYKIEa30d PECTPUKIUM He
MPOUCXOAUT MPU BO3SHUKHOBEHHM OJHOHYKJICOTHIHON 3aMEHBI B CaliTe y3HaBaHUS
JaHHBIM (PEPMEHTOM.

MapxkupoBanue otaenbHeix SNP 3 dekTuBHO B ciydyae JTIOKYCOB, CYIIIECTBEHHO
BIIMSIOUINX Ha U3MeHeHue penoruna. Mapopmanus, nomyuenHas B pesyinbrare GWAS
0 JIOKycax ¢ MajbIM 3PPEKTOM WM JIOKycaX, 3PPEKT KOTOPBIX CYIIECTBEHHO 3aBUCUT
OT TEHOTHMa, He OyAeT UrpaTh POJH UId MPOrpaMM MO MapKep-OpUECHTHUPOBAHHON
CEJIEKIIMH, OJJTHAKO OHA SIBJISICTCS] BAKHOM JJ1s1 pa3BUTHsI pabOT [0 TEHOMHOM CEEKIUH.

GWAS ycrnemHO HCHONB30BajlCAd Il  BBIABICHUS PAaHOHOB XPOMOCOM,

OTBEYAIOIINX 332 arPOHOMUYCCKUE TIPU3HAKH staMeHs (Tadi. 1).



Tabmuua 1. [pumepst npumenenuss GWAS s nmoucka accouuanuii pailoHOB T€HOMa SUMEHS C
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XO3HﬁCTBCHHO-H€HHHMH IIpU3HAKAMH.

[Ipuznaku

[Ipumeps! pabot

BricoTa pacteHus, ITMHA KOJOCa,
KOJIMYECTBO 3€peH B KOJIOCE, Macca
1000

3€pEH, KOJINYECCTBO

MPOAYKTHUBHBIX mooeros

Alqudah et al., 2014; 2016; 2018; 2021, Bai et al., 2021, Tsai et al., 2020,
Genievskaya et al., 2018; Tavakol et al., 2016; Gawenda et al., 2015;
Pauli et al., 2014; Berger et al., 2013b; Pasam et al., 2012; Haseneyer et
al., 2010; Cockram et al., 2010; Sharma et al., 2018; Hu et al., 2018;
Neumann et al., 2017; Thirulogachandar et al., 2017; Bellucci et al.,
2017; Maurer et al., 2016; Houston et al., 2013; Rode et al., 2012;
Varshney et al., 2012; Locatelli et al., 2013

M3meHeHus 1o cocTaBy U pasMepy
3epHa (IUIOMAAb 3€pHA, JIMHA U

mupruHa 3epHa), KOJIMYECTBO 3CPCH

Sharma et al., 2018; Xu et al., 2018; Cuesta-Marcos et al., 2010; Mufioz-
Amatriain et al., 2014; Pasam et al., 2012

Ha KOJIOC
VYcroiiunBocts Kk Oonesusim  m | Gyawali etal., 2021, Adhikari et al., 2020, Czembor et al., 2021, Gyawali
BPEAUTEISAM et al., 2018; Amezrou et al., 2018; Thabet et al., 2018, 2021; Bedawy et

al., 2018; Bykova et al., 2017; Bengtsson et al., 2017; Richards et al.,
2017; Bellucci et al., 2017; Turuspekov et al., 2016; Gutiérrez et al.,
2015; Berger et al., 2013a; Wang et al., 2017; Burlakoti et al., 2017;
Tamang et al., 2015; Massman et al., 2011; Rozanova et al., 2019; Daba
et al. 2019; Aghnoum et al., 2019; Novokazi et al., 2019.

YcToiuuBoCTh K (axTopam

a0HOTHYECKOrO CTpecca

Thabet et al., 2018; 2021; Tavakol et al., 2016b; Wehner et al., 2016;
Rapacz et al., 2019; Varshney et al., 2012b; Gawenda et al., 2015;
Merchuk-Ovnat et al., 2018; Leplat et al., 2016; Hazzouri et al., 2018;
Abou-Elwafa, 2016; Wehner et al., 2016; Pham et al., 2019; Jabbari et
al.. 2018; Templer et al., 2017; Y. Fan et al., 2017; Neumann et al., 2015;
Visioni et al., 2013; Goransson et al., 2019; Schuy et al., 2019

CaoiicTBa Kpaxmana

Li et al., 2021, Fan et al., 2017; Shu, Rasmussen, 2014

Coneprxanue B-rirokaHa

Belcher et al., 2015; Houston et al., 2013

CouepmaHHe MUPKOIJIEMEHTOB

Gyawali et al., 2018; Mamo et al., 2014;
Nyiraguhirwa et al., 2022

Bausuaue IIOBBIINICHHOT'O

conepxannst CO2 B atmocdepe

Ingvordsen et al., 2015

Coneprxanue Oelika B 3epHe

Cai etal., 2013; Wabila et al., 2019

KOpHeBaH CHUCTEMA SYMCHS,

BJIMSTHUC HA KQ4YE€CTBO 3€pPHA

Jiaetal., 2019
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Kak MoxHO cyauTh mo nutepatypHbiM JnaHHbIM (Po3anoBa, Xnectkuna, 2020),
pabotel o GWAS B paBHOM Mepe HampaBi€Hbl Ha NPOOJIEMBI YCTOMYMBOCTH K
¢uTomarorenaM u  BpeauTedsiM (OMOTHYECKHH CTpecc), TOJEPAHTHOCTH K
HEOJIAronpusITHHIM a0MOTUYECKUM (PaKTOpaM OKPY’KaroIIe cpe/ibl M Ha MOBBIIICHUE
MPOJAYKTUBHOCTH PACTCHUIA.

DT pabOThl YKa3bIBAIOT Ha MOTEHIMadbHOE 3HaueHue metoga GWAS mis
BBISIBJICHUSI HOBBIX T€HOMHBIX PaliOHOB, ACCOLIMUPOBAHHBIX C (HEHOTUITUYECKUMHU
MpU3HAKAMH, KOTOPHIE HMEIOT CEIhCKOXO3SIMICTBEHHYIO 3HAUYMMOCTh. Takike 3TOT
METOJ1 MOKET MCIOJIb30BAThCS JUIsl yTOUHEHUS IaHHBIX 110 paHee oOHapykeHHbIM QTL
— HampuMep, CyKaTh pa3Mep U3y4aeMoOro JOKyca M CIocoOCTBOBAaTh OOHAPYKEHUIO
TE€HOB, KOHTPOJIUPYIOIINX MPU3HAK.

Jpyroif MeToa moucka acconuanuii Mexay (EHOTHUIIOM U TEHOTUIIOM — 3TO
nByOiokoBeii  2B-PLS amamus (two-dimensional partial least squares, meton
YaCTUYHBIX HAUMEHBIINX KBaapaToB). PLS aHaiu3 mepBOHAYaIbHO pa3paboTaH IS
sKOHOMEeTpHKH u xemMomeTpuku (Wold, 1983), mpeacraBiseT co00i MHOTOMEPHBIH
CTATUCTUYECKUN METO/I, MO3BOJISIONINMA MPOBOAUTH aHATIU3 aCCOLUALINI MEXKAY JBYMS
HaOoOpaMy JaHHBIX (HampuMmep, MEXAY JaHHBIMH MO TeHOTUNy W (EHOTHIY) U
MpeaICcKa3bIBATh OJJMH HA0OP TaHHBIX HA OCHOBE Apyroro. C MoMoIbio JaAHHOTO METOAA
MO>KHO BBIJICIUTH U3 UCXOJHBIX JIAHHBIX KOMITOHEHTHI, MEKTy KOTOPBIMU CYIIIECTBYET
KOBapUaIlMOHHAs CBsI3b, U MOCTPOMTH Ha UX OCHOBE Mojeib perpeccun (Krishnan et
al., 2011). B pe3ysibTare MOSBISETCSA BO3MOXHOCTH PEHICHHS ABYX 0A30BBbIX 3ajad:
BBISIBJICHUE CKPBITHIX CBA3EH MEXy MCXOJHBIMHU JaHHBIMHU U allpPOKCUMAIUS OJTHUX
UCXOJIHBIX JAHHBIX IO JIPYTHM.

Brnepsbie aiia pemenus: Ouonorndyeckux 3aaad PLS ananu3 ObUT UCIIONIB30BaH B

1996 romy nyst BBISBIICHHSI OOITUX YE€PT MEKIY aKTHUBHOCTBIO MO3Tra U TMOBEICHUEM

(Mclntosh et al. 1996).


https://www.sciencedirect.com/science/article/pii/S1053811910010074#bb0245
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Hanpumep, B padote (Mehri et al., 2020) ¢ ero momoristo 0611 BeIsiBIEH 131 6emok
C pa3iMYHBIM COCTABOM, YTO CIOCOOCTBOBAJO OMPENEICHUIO YCTOWYMBOCTU WIIU
BOCITPUMMYHBOCTH TC€HOTUIIOB MIICHUIIBI K 3aCyXe MPH HOPMAJIBHBIX U CTPECCOBBIX
ycioBusix. B padote (Jerbi et al., 2020) npu momoiiu 3Toro MeTona ObLIO MOKa3aHo,
YTO HU3MEHEHHE CKOPOCTH CIOCOOHOCTH SYMEHA K OOpa30BaHHUIO MHKOPHU3bI B
OCHOBHOM OOBSICHSIETCS XMUMHYECKMMHU CBOWCTBAMHU TIOYBBI U KIMMAaTUYECKUMHU
xapaktepuctukamu. B pabore (Cozzolino et al., 2014) PLS ananu3 ucnons3oBaiics asis
00pabOTKM NaHHBIX O CBOMCTBaxX Kpaxmaja SYMEHS, YTOOBI MOJTYYUTh AUCKPETHBIC
3HAUCHUS, CBS3aHHBIE C XapaKTepUCTUKaMHU. Takxke JaHHBIA aHadu3 IO3BOJIKI
UHTCPIIPETHPOBATh  JaHHBIC,  IOJy4YeHHbIe  BHcko3umerpued  (RVA), wu
KJIACCU(PUITMPOBATh 00pa3Ibl SYMEHS B COOTBETCTBUU C YPOKaWHOCTHIO M MECTOM
BbIpamuBanus. [lpu wucciemoBanuu mopdosjorum rpaHyid Kpaxmana KapTodens
(Khlestkin et al., 2020) PLS ananu3 Obl1 BbIOpaH B KadecTBE METOAA JIJIS
npeoOpa3oBaHus JaHHBIX MO QeHotury u naiee, ¢ npumeHenuem GWAS, B pabote
OB BBISBIICHBI JIOKYCHI B TE€HOME, ACCOIMUPOBAHHBIC CO BCEMH H3Y9aeMBIMH
dbeHoTunMYeckuMUMU npusHakaMmu. [1ogoOHBIM 00pa3oM Mbl MCHOJB30BAIN METOJ

PLS B Hamem uccienoBanuu — B coBokymHocTu ¢ GWAS.

1.4. MexaHM3Mbl YCTOHYHUBOCTH
OmHuM Y3 BaXHBIX arpOHOMHUYECKHX TMPU3HAKOB SIBISETCS YCTOWYMBOCTH
pacteHuit k Ooisie3HsiM. CyIIecTByeT MHOTO OIPEACICHUM TMOHATUS «OOJIe3Hb
pactenuit». [Ipodeccop Whetzel (Horst, 2013) mpemnoxun cieayromiee: «00Ie3Hb
pacTeHHI — ATO BPEJOHOCHBIN (hU3UOJIOTUYECKHUI TTPOIIECC, BBI3BAHHBIM aTUITHYECKOM
KJIETOYHOM AaKTUBHOCTBIO BCJIEACTBUE JJIMTEIBHOTO BO3JECUCTBUS HETaTUBHOTO
daxTopa». HeratuBHbIM (DaKTOpOM MOXKET OBITh KaK MAaTOTEHHBIA OpraHu3M, TaK U

HEOJIaronpusITHBIC YCIIOBUS OKPYKAIOIIEH CPEIbI.
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CerogHsi akTyaJIbHO BBIBEJICHHE COPTOB, YCTOWYUBBIX K OMOTHYECKOMY CTpPEcCy.
[Torepu OT BO3ICHCTBHS OMAcCHBIX OpraHm3MoB Moryt gocturatb 70% (Novakazi,
2019). MHorue maTOreHbl HE3aBUCUMO IPYT OT Jpyra MOTYT HAHOCHTBH YIiepO
1oceBaM, CHWKasl ypOKalHOCTh. Hanmndme HEeCKONBKHX OMACHBIX MAaTOTEHOB MOYTH
Bcerga oOmamaer yrpo3oit morepu 30-60% Oymymero ypoxkas. K tomy ke,

3HAYUTEIIbHO YXYIIIaeTcs KauecTBo ypoxkas (Adanacenko, 2016).

1.4.1. O01mue MexaHM3Mbl YCTOHYMBOCTH PACTEeHUH

JlnurenpHOE BpeMs TSl pa3BUTHS CEJIEKIIMM PACTEHUN MMelia O0IbIIoe 3HaUCHUE
teopust Ban nep [1nanka o BepTHKaIbHON M TOPU30HTAIBHOM ycTorurBocTH (Van der
plank J.E., 1972). Ecnu ycTOWYHBOCTH 00YCIIaBIMBAIACH OJJHIM I'¢HOM (MOHOTCHHAs)
WM HECKOJIBKMMH C CHIIBHO BBIp@XKEHHBIM 3(PexTom nercTBus (major genes), TO ee
OTHOCWJIM K BEPTUKaJIbHOU, uiu pacocnenuduunon. Ecnu ke (mo Ban nep Ilnanky)
YCTOMYMBOCTH 00YCIOBIUBAJIACH OOJIBIIIMM YKUCIIOM T€HOB (MOJUTCHHAs), KAl U3
KOTOPBIX 00Ja/1ae€T B OTAEIBLHOCTH MajbiM 3 deKkToM (minor genes), HO B IIEJIOM OHU
OKa3bIBAIOT KyMYJIITUBHOE JIEWCTBHE, TO €€ OTHOCWIH K T'OPU30HTAIIBHOM, WIH
Hecnieuuduueckoii. B KOHEYHOM cueTe, TakKoe pa3felieHHe CTajl0 CUHUTATHCS
HEKOPPEKTHBIM, ITOCKOJIBKY BBIICHUJIOCH, YTO B TaK Ha3bIBAEMOW «BEPTUKAIBHON» U
«TOPU3OHTAIIBHOW» YCTOMYMBOCTSX 33JIEUCTBOBAHBI OJTHH U T€ XK€ rpynnsl reHoB. Ha
CErOHAIIHUI JI€Hb Y 3€PHOBBIX KYJBTYpP MOKHO BBIIEIUTH TPU TUIA YCTOMYHUBOCTH:
1) ©Oa3oBas  yCTOWYMBOCTH, oOOecrmeunBaeMasi  pEHENTOPHBIMU  OeJIKaMu,
JIOKaIU30BaHHBIMU B  IJIa3MaTHYecKol MemOpaHe; 2) pacocnenuduyeckas
YCTOMYMBOCTh, oOecneunBaemMasl BHYTPUKJIETOYHBIMU pPELENTOPaMU HMMYHHOIO
orBeTa; 3) Hecnenupuyeckas YCTOMYMBOCTb, KOHTPOJUpYEMasl JIOKyCaMu
KoJinuecTBeHHBbIX Npu3HakoB (CkonoTHeBa, Canuna, 2019). Ecniu B3aumMojericTBue
MEXIy NaTOT€HOM U XO3IMHOM HaXOIUTCS B HEKOTOPOM PaBHOBECHM, TO NOPAKEHUE
OOJIE3HbI0 MOKHO CUMTATh JIOBOJIBHO MATKMM, U PAaCTE€HUE CHOCOOHO pa3BUBATHCH,

JIOXOMs 10 KOHEYHOM CTaIuu CO3PEBaHUA, YTO CO3/IaeT OJArOMPUATHYIO IIaTHOopMy
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JUTsl pacripoOCTpaHEHUs HCCIeNyeMbIX naToreHoB. [lopaskeHrne maToreHoM pacTeHHi
MOJTHOCTBIO HE CIIOCOOCTBYET €ro reopadudeckoMy pacnpocTpaHeHuto. Takxe BTOpoi
BApUAHT BBIXOJA W3 PABHOBECHUS — KOTJa PACTCHHE IMOJHOCTHIO OJIOKUPYET
MIPOHUKHOBEHUE naTorexa. [lpu pacrno3HaBaHUM MATOT€HA MOXKET 3aITyCTUTHCS TaKXKe
peakiusi cBepxuyBcTBUTeabHOCTH (HR ot amrn. hypersensitive response). 3To
MEXaHU3M, KOTOpPBIM  HCIOJB3YETCS  PACTEHUSIMH, YTOOBI  MPEJOTBPATUTH
pacrnpocTpaHeHue HH(EKIKY, BbI3BAaHHOM MaToreHaMu. B jokanbHOI 001acTH, BOKPYT
MeCTa BO3ZHUKHOBEHUSI MH(MEKINHU MPOUCXOAUT ObICTpast THOEIb KIETOK, YTO CITY>KHUT
JUTsI OTPAHUYEHUS POCTA M PAaCIpOCTpaHEHUs BO3OYAUTENEH Ha APYTHE YACTH PACTCHHUS
(Mengenes, 2004).

Pactenus, B OTaM4HME OT XKUBOTHBIX, HE UMEIOT MaKpo(aroB U COMaTHYCCKYIO
aJIaNTUBHYI0 UMMYHHYIO cucTeMy. PaHee cuntanoch, Kak yka3aa B CBOMX TpY/lax eIie
H.U. Basunos (1935), 4To OHU BBICTPauBaIOT CBOIO CUCTEMY 3alIUThI OT OMOTUYECKUX
(baKkTOpOB ¢ MOMOIILIO0 BPOKJIEHHOTO UMMYHUTETA. B HacTosI11ee BpemMsi U3BECTHO, YTO
UMMYHHAsI CHCTeMa PACTCHHH B IIEJIOM COCTOWT M3 JIBYX YacTeH, a UMEHHO, ITaTOTeH-
aCCOLIMMPOBAHHOIO MMMYHHUTETA, 3allyCKaeMOro MoJeKysipHbiMu nartepHamu (PTI,
PAMP-triggered immunity) u ummyHuTeTa, 3amyckaemoro s3ddextopom (ETI,

effector-triggered immunity).

Hymynumem, 3anyckaembvlil nAmo2eH-accoyuupo8anHbiMu MOJEKYIAPHbIMU
nammepnamu (PTI)

[TaToreHsl MOYTH BCETa HAXOAATCA BHE KIETOYHOTO IPOCTPAHCTBA, & MOJIE3HbIE
BElIeCTBa MOJY4yalOT W3 KJIETOK-xo03sieB. M kierouHas MeMOpaHa, W LUTOIUIA3Ma
ABJISIIOTCS] BAKHOW 30HOU IS MOJIEKYJIIPHBIX B3AMMOJIEVCTBUMN.

ITaToren-accOMUPOBAaHHBI ~ MMMYHHUTET, 3aIyCKAa€MbIl  MOJIEKYJISPHBIMHU
naTTepHamMu (paHee Ha3bIBABIIMICS TOPU30HTAIbHBIM UMMYHUTETOM) OCHOBBIBAETCS
Ha CTUMYJIAIIMU PEIENTOPOB pacio3HaBaHUs o0pas3oB (pattern recognition receptors,

PRR), pacnonoxeHHbIX Ha TOBEPXHOCTH KJIETOYHOW CTEHKHU. Penentopel pearupyror
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Ha TaKUe MOJIEKYJIIPHBIE CTPYKTYPBI, KaK MPOIYKThI IATOI€HHBIX MEXaHU3MOB (OeKH,
YIJEBOABL, JIMMHUABI U HEOOJbIIME MOJEKYyNbl, Takue kak AT®), pa3pylieHHas
KJIETOYHAsl CTEHKa PACTeHUW WM (parMEHThl KYTHUKYJbI, KOTOPhIE BO3HHKAIOT B
pe3yibTaTe MNPOHUKHOBEHMSI MATOTCHHBIX OpraHu3MoB.  Takue MOJIEKYJIspHBIC
cTpykTypsl HazsiBaroT PAMP (pathogen-associated molecular patterns, monexysspHbIiA
HaTTEPH, aCCOIMMPYEMBIi ¢ TaTOreHoM) (puc 4).

CemeiictBo PRR BKITIO9aeT perenropornonoousie kuHassl (receptor-like kinases,
RLK) u peuenroponono0usie Oenku (receptor-like proteins, RLP). RLK naxonutcs B
IUIa3MaTHYECKON MeMOpaHe M COCTOMUT U3 TPEX JIOMEHOB: BHEKJIETOYHOIO JIMTaHA-
CBS3BIBAIOLLETO, TPaHCMEMOPAHHOTO U BHYTPHKJIETOYHOTO JIOMEeHa
CEepHUH/TpeOHMHKHHA3bl. RLP COCTOMT W3 BHEKJIETOYHOTO M TPaHCMEMOPAHHOTO
JIOMEHOB, @ BOT BHYTPUKJICTOYHBINA JOMEH aKTUBAIL[UM OTCYTCTBYET U B ciyuyae ¢ RLP
HEO0OXOIMMO B3aUMOJIEUCTBUE C aJallTOPHBIMU MOJIEKYJaMU JJIs MepeJayd CUTHajla.
UTOoOBI aKTUBUPOBATH CUTHAJIBHBIN Kackaj 001bIIMHCTBY U3BecTHBIX PRR TpebyroTcs
¢ynkmuonansabie  kuHa3sl BRASSINOSTEROID 1-ASSOCIATED KINASE 1
(BAK1) (Muthamilarasan, Prasad, 2013).

AKTHBaIMSl CUTHAJIBHOTO Kackaja ¢ momolipio BAK1 npuBoauT K yCUJIEHHOMY
CUHTE3y METa0OJUTOB, KOTOpPbIE YMEHBIIAIOT TMOBPEXKIECHUS M  MOBBIIIAIOT

YCTOI‘/JILII/IBOCTI) K BpCOAUTCIISAM.
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BHaeknerounoe
MIPOCTPAHCTBO PAMP
m— - , A O

A \
—— Otset PTI

NB-LRR

T'aycTopns

=% Otser ETI

['pu6 / oomuiieT

PacturensHas KieTka

Pucynox 4. Ipuniun nummynuteta pacrenuii (Dodds, Rathjen, 2010). Onucanue cM. B TEKCTe.

Hmmynumem, 3anycrkaemolii s¢ppexmopamu (ETI).

[laTorensl 00sagatoT OONBIIMM  CHEKTPOM  (AKTOPOB  BUPYJIEHTHOCTH,
Ha3bIBaeMbIMU d(DPeKTopaMu U CHOCOOHBI KOHTPOJUPOBATH M IPEOJ0JIEBATH
3alUTHBIE O0apbephl BILUIOThH /IO TMOJHOTO MOJABJIeHUs OTBETHOHM peakiuu (Schulze-
Lefert and Panstruga, 2011). BAKI sBisercs UEHTPAIBHBIM PETYJISTOPOM
ummyHuteta PT| pacrenmii u, ciegoBaTelbHO, MUIIEHBbIO ()PEKTOPHBIX MOJEKYII
BUpyJieHTHOCTH matorena (Shan et al., 2008).

[Tpu momamanuu >¢p¢GEeKTOpOB BHYTPH KJIETKH BKIIOYACTCS BTOpas CHUCTEMa
3aIUTHI, SBOJIOIMOHHO OoJiee mo3aHss. UMMyHuTeT, 3amyckaemblii addexropamu
(ETI), panee Ha3bIBaBIIMICA UMMYHUTETOM Ha OCHOBE R-T€HOB WM BEpTHUKAIBHBIM
UMMYHUTETOM, HHIYITUPYETCS MIPU PACTIO3HABAHUN BHYTPUKIETOUHBIMU UMMYHHBIMH
perenTopaMu CUTHAJIbHBIX MOJIEKYJ 3(pdekTopHbIX 0enkoB. CUTHAI B SIAPO MEPEHOCST
perienTopHbie O€lIKH, M3 CeMeWCTBa KOHCEPBATHMBHBIX HYKIICOTH]I-CBSI3BIBAIOIINX

neinuH-0oraTeix 0eakoB (nucleotide-binding (NB)-leucine-rich repeat (LRR)) (NLR —



45

nucleotide-binding leucinerich repeat receptor, win R-0enku) (puc. 4) (Dodds and
Rathjen, 2010).

BonbIIMHCTBO T€HOB, HIEHTUGUITMPOBAHHBIX cpeau cynpeccopoB ETL, sBusroTcs
aM00 TeHamH, CIeUU(PUYHBIMU JJII CUCTEMBbI PAcloO3HABAaHMS, JUOO 3JIEMEHTAMHU
KOMIUIEKCa MIamnepoHa, HeoOxoaumoro s (yskumit mMHorux OenkoB NB-LRR
(Shirasu and Schulze-Lefert, 2003).

OtBetsl PTI- u ETl-uMMyHHUTETOB paccMaTpuBalOTCs KaK B3aMMOCBS3aHHBIC
sBrenns. M TaM, 1 TaM BOBJIEKAIOTCS: OBICTPBIM NPUTOK HOHOB Ca?*, BLIOPOC aKTHBHBIX
dbopM KuCIOpO/IA, aKTHBAIMS MUTOTCH-aKTUBUpYeMbIX TmporennkuHaz (MAPK,
mitogen-activated protein kinases), yIIOTHEHHE KJIETOYHBIX CTEHOK B MECTaX IOIMBITOK
WH(ULIMPOBAHUSA U, 4YacTO, JOKaJlbHas TUOENb KIETOK, Ha3bIBaeMas peakiHeu
ceepxuyBcBurenbHocTH (HR). PTI, kak npaBuiio, s3ppexTrBeH B cirydae, €ciiu MaToreH
HE MMEET CleUU(PUUECKUX MPUCHOCOONCHUI Uil MPOHUKHOBEHUS BHYTPb KIIETKH,
torna kak ETI akTuBeH B OTHOIIEHUM aJalTHUPOBAHHBIX, CIEIHUATU3HUPOBAHHBIX
NATOT€HOB,  HANpaBJIEHHBIX  HAa  KOHKpPETHOro  Xxo3suHa.  lccnenoBanus
HKCIPECCUPYIOIINXCSA TEHOB MO3BOJIUIIO MPU HEKOTOPBIX KOJIMYECTBEHHBIX OTIUYMSIX
yCTaHOBMTH TeM He MeHee cxonctBo cucteM PTI u ETI (Dodds and Rathjen, 2010).

OpauH 13 Tpo6enoB B MIOHUMAHUM UMMYHUTETA PACTEHUI COCTOUT B CBEACHUSX O
CUTHAJIBHBIX MyTSIX, KOTOPbIE HAUMHAIOT JIEHCTBOBATH MOCIIC CTUMYJISIIMN CUTHAIBHBIX
penienTopoB. briia BeIsIBIEHA TOJIBKO TTapa HACTOSIIINX CUTHAIIBHBIX OesikoB. Ho sTamsr
nepenaun curHaita HewsBectHbl (Day et al.,, 2006). Hecmorpsi Ha TpyIgHOCTH B
OTIpEeJICTICHNH KOMIIOHEHTOB UMMYHHOTO OTBETa, HEJIaBHO ObLIA MPEJIOKEHA MOJIETTh
115 mepenaun curnana B ciydae ETI. B atoit mogenu NB-LRR nepemerniatorcs B siapo
NPy aKTUBAIIMM W B3aUMOJICHCTBYIOT ¢ (pakTopaMu siipa, BbI3bIBAas H3MEHEHUS B
skcrpeccun renoB (Deslandes et al., 2003; Burch-Smith et al., 2007; Shen et al., 2007;
Wirthmueller et al., 2007; Bernoux et al., 2008).
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B 3aBHCHMOCTH OT KOHKPETHBIX KOMOWHAIMA T€HOB W B3aMMOICHCTBUSI
pacTeHUe-TaTOreH, BO3MOXKHBI Pa3IMYHBIC MEXaHU3MBbI IS CHEIU(UUECKOTO THIMa
YCTOMYNBOCTU. D(PPEKTUBHOCTh MMMYHHTETa PACTEHUN MOXKET BKIIOUYaTh B CeOs
OTCYTCTBHE KoaaanTaiuu (TO €CThb OTCYTCTBHE Yy TaTOT€Ha TPUCIIOCOOJICHHIA,
HEOOXOJUMBIX I 3apa)K€HUs] U POCTa BHYTPU X035MHA) WK d()PEeKTUBHBIN HAOOp
peIBapUTEIbHO CPOPMHUPOBAHHBIX 3AIMUTHBIX MEXaHU3MOB.

Cucrema pacTeHHE-TIATOTCH PETYIUPYIOTCS CIeNU(PUIECKUM B3arMOJICHCTBHEM
COOTBETCTBYIOIIUX IPYT APYTY Te€HOB. Te TeHBI PAaCTCHHA, KOTOPBIC IPOU3BOIST
XapaKTEPHBIN MPOAYKT, 00YCIIaBIMBAIOIINI YCTOWYHUBOCTD K MATOT€HY, ObLIN Ha3BaHbI
redamu R (resistant). ['eHbl BUPYJICHTHOCTH, K KOTOPHIM €CTh COOTBETCTBYIOIIHE R-
TeHbl YCTOWYMBOCTH Yy pacTeHWid ObUTM Ha3BaHbl TeHamu avr (avirulence,
aBupyseHTHOCTH) (Robinson, 1987). UMenHo cpoacTBO k R-reHam pacTeHuid BIICSCT
reHsl avl u3 oOIeil Macchl T€HOB BHUPYJICHTHOCTH IATOTEHA, O0ECTIeUMBAIOIINX
BBDKMBAHUE W OCYIIECTBICHUE MATOT€HHBIX (DYHKIMI BHYTPU OpraHU3Ma XO3sSMHA.
['enst arv  komupyroT  Oenku-3PpQeKkTopbl, HapyIIAOIIME  ONpeeTCHHbIC
OMOJIOrMYEeCKHE MPOIECCHI B KIIeTKaxX pacTeHuil. B oTBeT Ha Bo3aeicTBrE 3P (HEKTOPOB
MAaTOTEHOB Y PAaCTEHUN aKTUBUPYIOTCS R-TeHbI, Komupyrolre OelKu, 3amyCKaroIe
CUJIBHBIM aHTUNATOTE€HHBIM OTBET. Ha MNpOTSEHUM CTOJIETHUH YEIOBEK IBITAJICS
BBIBOJIUTH KYJIBTYpPbI, KOTOpPbIE 00JIee YCTOMYMBHI K 00JIE3HSIM, OJTHAKO, CITyCTSI BpeMsl,
OHH TEPSUJITM CBOIO YCTOMYHBOCTH. DTO CBS3aHO C BBICOKOW CKOPOCTHIO MYTHPOBAHUS
NaTOT€HOB, B TOM YHUCJIE TE€HOB, KOAMPYIOIHUX 3(PQPEKTOphl, B pe3yiabTaTe Yero
HEKOTOpbIe R-TeHbl yCTOMYMBOCTH CTAHOBATCS HEAI()(PEKTUBHBIMU.

CymectByeT 4eThlpe kimacca R-renoB. Bce oHU CTpyKTypHO pa3HOOOpas3HBI.
HekoTopele mpeIcTaBUTENN 3THX CEMEHCTB TEHOB MPOJIEMOHCTPUPOBAIN (QYHKIIUN B
KJICTOYHBIX MPOIIEccax M MpoIeccax pa3BUTHsI, HE CBSI3aHHBIX ¢ 3amuroi (Salmeron et

al., 1996; Scofield et al., 1996; He et al., 2000). B HacTosIiee Bpemst TOJIBKO JIsl OSITIKOB
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NBS-LRR, konupyembix R-reHamu, ycTOWYMBOCTH K OOJie3HSIM Obljla MOKa3aHa Kak
eAMHCTBEHHAS (DYHKITHS.

CaMpIM OOJIBIITUM SIBIICTCSI KJIACC TEHOB, KOTUPYIOMUX OCJIKH, BKIIFOYAIOIIHC
HYKJICOTH/I-CBS3BIBAIOIINE CAWUThl M JICHIIMH-OOTaThie JTOMEHBI, OTBEUAIOIIUE 32
penentopubie ¢pyakimu NBS-LRR. Hu ogun apyroii kiacc R-reHoB He ompenenseT
YCTOHYMBOCTh K TAKOMY pa3HOOOpa3HOMY Ha0Opy MaTOTeHOB, Kak OAKTEpUH, TPUOBI,
OOMHUIICTHI, BUPYCHI, HeMaTo el 1 Tiu (Bent et al., 1994; Grant et al., 1995; Mindrinos
etal., 1994).

Examples
L ; Bs4, L6, N protein,
N NBS “” L\I}\Fjl. .““ C RAC1, RPP5, RPS4
and Y-1

:

s {)0000E00000cRe> s

g \A/ <
R .”“ 12, Mi, Mla, Prf, RPP8,
N_@C NBS “‘“ i C  RPP13, RPS2, RPS5
L . and Rx
N—M NBS ‘,:L\IB\IJR ."“ c Bs2, RGC2 and RPM1

Pucynox 5. OcHoBHble noMeHbl OenkoB NBS-LRR. Ilpumepsl 0enkoB ¢ kaxaoi KoHpUTyparuei
nokasassl cripaBa. Bs4, 12, Mi u Prf B3sTel u3 TomaTa; L6 u3 nbHa; N u3 tabaka; RAC1, RPP5, RPS4,
RRS1, RPP8, RPP13, RPS2, RPS5 u RPM1 ot Arabidopsis; Y-1 u RX u3 kaprodens; Mla u3 sumens;
RGC2 u3 camara-natyka; BS2 u3 mepma. N, amuno-koner; TIR, nomeH, mogoOHBIN perentopy
Toll/uarepneiikuna-1; CC, cnupanbHbiii jomeH; X - 1oMen 6e3 oueBuaHoro CC-motusa; NBS, caiit
CBSI3bIBaHUA HYKJICOTH0B; L, muukep; LRR, Goraterit neitiiunom nosropsitonuiics nomex; WRKY,
JIOMEH, CBSI3aHHBIA C  (PAKTOPOM  TPAHCKPUIIIMU  «IIMHKOBBIM  Majeny, CcojaepKaiiui

nocienoBarensHocTh WRKY'; C, kapOokcmnbHbii koHen (Mcrounnk pucynka: McHale et al., 2006).

benkn xmacca NBS-LRR sBastoTcs OgHMMHM M3 CaMbIX KPYIHBIX OEJIKOB,
W3BECTHBIX B PACTEHUSIX, MX pa3Mep KojeOsercs B nuamazone ot 860 mo 1900

AMUHOKHUCIOT. DTH O€JKM COCTOAT, MO KpaillHel Mepe, U3 YeThIpeX pas3IMyHBbIX
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noMeHOB: BapuaOenbHbIi N-koHueBoit momen, gomeH NBS, o6macte LRR u
BapuabenpHbie C-KOHIIEBBIE TOMEHBI (pucC. 5).

CymiecTByeT ABa OCHOBHBIX TMOJICEMEICTBA pACTUTEIBHBIX OeKOB Kitacca NBS-
LRR, ompenensiembix npucyrctBueM B N-KOHIIEBOM JOMEHE MOTHMBOB peELENTOpa
Toll/unrtepnetikuna-1 (Toll/interleukin-1 receptor, TIR) wimu cnmpaibHON KaTyIIKH
(coiled-coil, CC) (puc. 4). Xors 6enku TIR-NBS-LRR (TNL) u 6enkun CC-NBS-LRR
(CNL) oba yuacTByOT B pacloO3HAaBaHWM TIATOICHOB, 3TH JBa IOJCEMEHCTBA
pa3nuyaroTCs Kak IO IOCJIEA0BATEIbHOCTH, TaK M MO CUTHAJIBHBIM OyTsaM. Ilpu
IPOBEJCHUM (PUIOTEHETUYECKOIO aHalu3a OHU TPYNIUPYIOTCS OTAEIBHO, YTO
MOKa3bIBacT TO, YTO OHM PA30ILIHCH B Xo7e sBomoruu (Meyers et al., 1999; Pan et al.,
2000). TNL noJHOCTBIO OTCYTCTBYIOT Y 371aKOB, UTO MO3BOJISIET MPEANOI0XKHUTh, UTO Y
PaHHUX MPEAKOB NOKPHITOCEMEHHBIX 0b1710 Masio TNL 1 4TO B TMHUY 371aKOB OHU OBLIH
notepsHbl. CNL U3 OJHOMONBHBIX W JBYAOJBHBIX TPYHIHPYIOTCS BMECTE, YTO
yKa3bIBaeT Ha T0, 4To CNL Obuin pacpocTpaHeHsbl y IPEAKOB NOKpbITOCEMEHHBIX (Bai
et al, 2002). Cuwuraercs, uro N-KOHIBI yYacTBYIOT B O€JIOK-OEIKOBBIX
B3aMOJIEUCTBUIX.

Bonbiie Bcero u3BectHo 0 cTpykrype u pynkuusx qomeHa NBS. On comepxur
HECKOJIbKO MOTHBOB, xapaktepHbix cemeiictBy STAND (signal transduction ATPases
with numerous domains, STAND - curHambHas TtpaHcaykius ATdas ¢
MHOro4rcieHHbIME TomeHamu) (Leipe et al., 2004; Albrecht et al., 2005). Benku
STAND (GpyHKUHOHUPYIOT KaK MOJIEKYJISIPHBIE EPEKITIOYATENN B CUTHAIBHBIX MTYTAX
oonesnu. Cuwurtaercs, uyto ruapoau3 AT npuBoaAUT K KOH(GOPMALUOHHBIM
U3MEHEHUSIM, KOTOpbIE PEryJIUPYIOT Mepeady CUTHAIOB.

Homen LRR sBmsercs oOmmMM MOTHMBOM, Haubojiee BapuaOeIbHBIM,
oOHapyxeHHbIM B Oosiee yeM 2000 GenkoB, OT BUPYCOB 10 dYKapHOT, U yYacCTBYET B
0eJI0K-0CITKOBBIX B3aUMOICHCTBHSIX, CBsA3bIBaHMU JUranaa (Jones etal., 1997), a taxke

B PEryJSATOPHBIX BHYTPHUMOJIEKYIAPHBIX B3aumoaercTeusx (Moffett et al., 2002). B
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TNL u CNL uwncio mosropoB B fomeHax LRR y Arabidopsis ogunakoBo (cpeanee 14,
JAANa3oH OT 8 10 25, cpear KOTOPBIX PEryISPHO BCTPEYAKOTCA JICMIMH U APYTUE
ruaApohoOHBIE aMUHOKHUCIIOTHI), HO ATO YHCJIO MOXKET 3HAYUTEIHHO OTIMYATHCS Y
npyrux BunioB. M3menenne LRR nocienoBarenbHOCTH NOKA3bIBAET TO, K KAKOMY FE€HY
aBUPYJEHTHOCTH R-TeH oOecnieunBaeT yCTOMIHBOCTD.

CNL u TNL 3ameTHO pa3nuyaroTcs Mo pazMepy U cocTaBy uX C-KOHIIEBBIX
nomeHoB. CNL wmenbiie mo pasmepy u Menee BapuadesnbHbl, ueM TNL, u 00bIuHO
nMeroT TobKO 40-80 C-KOHIIEBBIX aMHHOKHCIOT, Torna Kak C-KOHIIEBBIC JOMEHBI
TNL wyacto umeror gomnosiHuTeabHbIE 200-300 aMHUHOKHCIIOT, YTO COOTBETCTBYET
pasmepy nomena LRR (Meyers et al., 2003, Jones et al., 2006).

B mHacrosiiee BpeMs CYIIECTBYET HECKOJIBKO MOJENeH, OOBSICHIIOUIUX
B3auMojielicTBie Mexay R u arv remamu. Camasi mpoctas MOJAENIb — 3TO MPsIMOE
B3aMMO/ICHCTBUE MPOIYKTOB R-reHOB ¢ arv-3aBUCMMBIMUA CUTHaJIaMH, YTO 3aIlyCKaeT
Hernb COOBITHMH Tepeayd CUTHAJIOB W aKTUBUPYET 3allUTHBIA MEXaHU3M,
YACPKUBAIOIINI POCT MATOTEHOB U MPEMATCTBYIOMIMN pacHpOCTPAHEHUIO MaTOreHa
nociie 3apakeHus U Havana 3aboseBanus (Dangl and Jones, 2001).

OnHako, mpsiMble B3auMmojeicTBus ist R/AVP map oOHapyXMBArOTCS JIUINb B
penkux ciaydasx (van der Hoorn and Kamoun, 2008). Kak anprepHatuBa Oblia
MPEIIOKEHA TUTIOTE3a «CTPAKHUKAY, 10 KOTOPOH MPeArnoiaraeTcs, 4To npoaykTsl R-
reHa B3auMOJICHCTBYET C OCJIKOM «CTPaKHUKOM», KOTOPBIA SBIISETCS MHUIICHBIO JJIs
Avr Oenka.

Tpetbst MOJIeTTb TOBOPUT O TOM, YTO MPOAYKTHI R-T€HOB MOTYT pearupoBaTh Ha
KOMIIOHEHTBhI TMAaTOT€HOB WJM Ha MPOAYKThl IMATOTEHHBIX OPraHU3MOB, TO €CTh
OTPECATh MOJICKYJSPHBIA IMAaTTEPH, acCOUMUPOBaHHBIM ¢ marorenom (PAMP)
(Dodds and Rathjen, 2010).

YerBepThiil c0COO B3aMMOJEUCTBHS TOBOPUT O TOM, 4TO R-TeHbl KOAMPYIOT

(dbepMeHTHI, pa3pylIaAlIINe TOKCUHBI, BRIPa0aTHIBAEMbIC MTATOTEHOM.



50

HecMoTpst Ha ycrexu B XapaKTEpPUCTUKE WHIWBHUIYAIbHBIX MOJEKYISIPHBIX
B3aMMOJICHCTBHI MEX1y paCTEHHEM U MaTOre€HOM, B HACTOsIIEe BPeMsl HET MOJIHOTO
NOHMMAHUSA MOJIEKYJIAPHOM KOAIBOJIOLUU XO3AWH-TIaTOreH. J{is Mcmonb30oBaHUs
U3BECTHBIX M OOHAPY>KEHUS HOBBIX T'€HOB YCTOMYMBOCTH B CEIICKOM XO3SHCTBE
KpaiiHe BaKHO COBEPIICHCTBOBATH 3HAHUS B IaHHOM 00J1aCTH, YTOOBI MPOTHO3UPOBATH
M3MEHEHHS B MapaMmeTpax oTOopa, Kak OHU OyAYyT BJIUSTH HA SBOIIOIUIO TATOTEHHBIX
MUKpPOOPraHU3MOB U Ha MUKPOYpPOBHE, U Ha YPOBHE MOITYJISIUH.

Bonee Toro, cymecTByeT MHOTO (pyHAaMEHTAIBHBIX MOJIEKYJISPHBIX BOIPOCOB, O
KOTOPBIX MBI JI0O CUX TIOp HE 3HAE€M, HalpuMep, KaKOBbl OTIUYUTEIbHBIC U 0OIIHE
curHasibible KoMoHeHTel PTI m ETI m kak QyHkuumonupytor R-Oenku, 4TOOBI
o0ecnieunTh pacro3HaBaHue avr. FEimie mnpeacTouT BBISIBUTh HHIYIHPOBAHHBIC
KOMIIOHEHTHl W COCIMHEHUSI PACTEHUs, BIUSIOIIUE HA HMMMYHHUTET IOCHe
pacmo3HaBaHus aTOreHoB. HOBBIE TEXHOMOTHH, TaKie KaK CEKBEHHPOBAHHE TE€HOMA,
KaK X035IMHa, TaK W MaToreHa, OyayT cnocoOCTBOBATh UleHTU(DUKAIUU 3D (PEKTOPHBIX
OEnKOB, TMOJHOTCHOMHOMY aHaju3y JUHAMHYECKHX TMAaTTEPHOB JKCIPECCHUHU
s dexropa u uaeHTUGUKAIMUA C TTOMOIIBIO MPOTEOMUKHU U TOMOJIOTUY T'€HOB OEJIKOB-

MUILIEHEN X035MHA.

1.4.2. MexaHu3MBbI YCTOMYMBOCTH SIYMEHS
HauGomnbIiyro yrpo3y, 0cOOEHHO Ha HauallbHOH (pa3e pa3BUTHS, B OCCHHE-3UMHUMN
Nepro/l, PEACTABISIIOT TPHOHBIC MATOTeHbl. B mocienHue robl miomanb KyibTyp,
NONABIIMX TOJ BIHMSHHE TPUOHBIX WH(EKIMHA, 3HAYUTEIHLHO YBEIUYMBAJIACh,
NOCKOJIBKY OHM IIHPOKO PacHpOCTPaHEHbl, UMEIOT CBSI3b C MOYBOM M 00IaIaroT

H.IPIpOKOﬁ CH€HH3HH33HHCﬁ, 4TO U BBIZBIBACT UX ITOCTOAHHOC ITPUCYTCTBHUC.

SluMeHb MIUPOKO KYJIbTHUBUPYETCS BO MHOTHUX YaCTSAX CBETA, O3TOMY SIBJISIETCS
MPEBOCXOAHBIM XO3IMHOM JUIsl MATOr€HOB. JTa KyJbTypa oOsanaer 0a30BOM WM

peraycTopuagbHOW YCTOWYMBOCTBIO K BO3OYAMTENSIM, MOpAXAlOMIUM JIpYyrUe
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3epHOBBIC, HANIpUMEpP, K Oypol prkaBYMHE IMIICHUIIBI U PXKHU, BbI3bIBaeMol Puccinia
recondita, nimu Kk cre0JIeBOM prKaBYMHE 3ePHOBBIX, BbI3bIBacMol Puccinia graminis u
MopaXkarollel oBec, MIICHHUILY, pOXb. B OTBET Ha MPOHUKHOBEHHE ATHX MATOT€HOB Y
pacTeHul siYMEeHsl HaOJIIoAaeTCs JIOKAJIbHOE YIIPOYHEHHUE KJIETOYHBIX CTEHOK 3a CYUET
BTOPUYHOTO 00pa30BaHUs YTOJIIICHUH U BEIPOCTOB, YTO MPEMATCTBYET MPOIBHKEHUIO
WHPEKIMOHHBIX THU(] (HUTEBUAHBIE O0Opa30BaHUs, OCHOBHAs (YHKIIUS KOTOPHIX
IOTJIOIICHKE BOJIBI M IIUTATEIbHBIX BEIIECTB) 1Mo anoIrutacty (Atienza et al., 2004; Niks
and Marcel, 2009; Cxonoruesa u Canuna, 2019).

OnHako, CHenHaIu3upOBAHHBIE IATOTE€HBl CIHOCOOHBI MPEON0JIEBATH Oapbep
BpoxaeHHoro PTl-ummynutera y stumens. K Takum otHocsitess Cochliobolus sativus
(BBI3BIBAIOMIMI Yy SUMEHSA TEMHO-OYpyl0 ISTHHUCTOCTh M KOPHEBBIC THHIH) U
Pyrenophora teres (BbI3pIBarOIIMi CETYATYIO MSATHUCTOCTH). JlaHHBIC TpH O0O0JIe3HU
SIBJISFOTCSI OCHOBHBIMH, TIOPAXKAIOIMIUMHU STIYMEHBb B PA3IMYHBIX PErrHoHax Poccuiickoit
®denepanuu, B ToM yucie B ycioBusix Cubupu. [lotepu ypoxkas npu mnopakeHUH
JAHHBIMU WHQEKIUIMHU MOTryT jgocturath ot 5,6% no 50% wu Bbllie TpU
AMUPUTOTUIECKUX COCTOSHUAX; B OTACIBHBIX CIyJasX MOTEPU ypoxKasl MPEBHIIIAIOT
70% (Mykhalska et al., 2019).

Bo3oyaurenu P.teres u C. sativus — 310 reMuOuOTpodbl — TrpHOBI-TIAPA3UTHI
pacTeHuil CO CMEIIaHHbIM TUIOM NUTaHus. CHavana OHU BeAyT ceOst Kak OMOTpOodHI,
T.e. PAacTyT B MEXKJICTHOM IMPOCTPAHCTBE M 00pa3yloT CleUUaIU3uPOBAHHBIC
CTPYKTYpPbl, U3BECTHbIE KaK rayCTOpUHU (OpraH MUTaHUS MNapa3suTHYECKOTo rpuda),
KOTOpbIE TPOHMUKAIOT B TKaHb XO35iMHA, YTOOBI M3BJIEYh W3 HETO MUTATEIbHBIC
BemiecTBa. Uepes rayctopur ¢ MOMOIIBI0 SHAOCOM 3PQPEKTOPHI MATOTeHA MOMalaloT
BHYTpPb KJIETKH PACTEHHUsI, UTOOBI clieaTh ee 0ojiee BOCIPUUMUYUBOM 11t ceds (Szabo
and Bushnell, 2001). ITocne rubenu 3apakeHHONW TKaHH, TPHOBI TPOIOJIKAIOT

pa3BuBaThcA B Hell, nuTasch HekpoTpodHo (Hardham, 2007).
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OcHOBHBIM XO3siMHOM it P. teres sBnsercss sumeHb. B skcrmepumeHTax mpu
WHHOKYIISIIMU B TIOJICBBIX YCJIOBUSX OBLIO MOKa3aHo, uto P. teres f. teres mopaxkaer
IIMPOKUH CIIEKTp 3J1akoB U3 pojaoB Agropyron, Brachypodium, Elymus, Cynodon,
Deschampsia, Hordelymus u Stipa. OgHako mpoTecTHpOBaHHBIC BUABI MPOSBISLIN
ciabeie peaknuu, thma 1-2 mo Illkane Tekaysza (Tekauz, 1985), xoTopble MOXHO
OOBSICHUTH TEM, YTO JAHHBIA MMATOTCH HE SBJSCTCS CHEIU(PUIHBIM K HCCIIETyEeMbIM
xo3sieBam (Liu et al., 2011). C. sativus — 3To HIMPOKO CIHCIHATU3UPOBAHHBII ATOTEH.
OH maToreHeH JyIsl TIMEHS, MATKOM 1 TBEPI0H MIIICHUIIBI, TPUTUKAJIC, PIKU, KYKYPY3bI,
puca u HeKoTophIX BU0B TpaB (Gupta et al., 2018; Murray et al., 2009; Zhong et al.,
2015). MexaHu3M 3apakKeHUsT pacTeHHs OOOMMH TATOTCHAMHU WJICHTHYCH U
MPOUCXOANT CIAEAYIOUUM 00pa30oM: KOHU WS MIPUKPETUISETCS K MOBEPXHOCTHU JICTA U
npopactaer, oOpasys CclIenHaau3upoBaHHYIO Tudy, B3AyTYIO Ha KOHIE U
HAallOMUHAIONIYI0 TPHUCOCKY (Alpeccopuii), KOTOPBIA TMOANEPKUBACT TPIMOE
MIPOHUKHOBEHUE UH(PEKIMOHHBIX TU( dyepe3 KyTukyny pacrenus (Kumar et al., 2001,
Zhong et al., 2015).

Cuctembl «sipoBoii stameHb — maroreHsl C. sativus m P. teres» smisrorcs
WHTEPECHBIMH MOJISIISIMH JIJISI HCCIIEIOBATEIBCKOW paOOThI, TaK KaK 3/1eCh BKIIOUYCHBI
NIEPECYUCIICHHBIC MEXaHU3Mbl YCTOWYMBOCTH, M HCCIICAYEMbIC MTATOTECHBI UCIIOIB3YIOT
peCypCHI X03IMHA KaK OCHOBHBIC JIJIs1 COOCTBEHHOM »u3HeaesTeapHocTr (Zhong et al.,
2015).

HakoruieHrne JaHHBIX O Pa3HOOOpa3HBIX MEXaHHW3MaX YCTOMYHUBOCTH SUMEHS K
MIEPEYUCIICHHBIM 3a00JICBaHUSIM CO37a€T BO3MOXKHOCTh ONTHMAJIBHO HCITOJIb30BaTh
TCHETUYECKUE PECYpChl TIPHU CENEKIMM HAa UMMYHHTET. 3aJadeil, CTosImel mepen
COBPEMEHHOW  ceyieKiueH, sBisgercss  pa3paborka  A((EKTUBHBIX  METOJIOB
TPAHCTE€HHOI'O0 TIEPEHOCA IOJUI€HHBIX CEMEWCTB T'€HOB YCTOWYMBOCTH PACTCHUH,
KOTOPOMY JIOJKHBI MPEAIISCTBOBATh TOUHBIM aHAJIM3 BBISBICHHBIX T'€HHBIX TPYIII

YCTOMYMBOCTA Ha MOJEKYJSPHOM YpPOBHE. IJTO MO3BOJUT HE TOJBKO COKPaTUTh
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BIIUSIHUE HEXXEJIaTeJIbHOTO FeHETUYECKOT0 Marepuaina, MpuoOpeTaeMoro B Impoliecce
OOBIYHON THOpPUAM3AINKA, HO W BBECTH B PCIMITMCHTHBIA COPT IEJCBBIC T'€HBI W3
HEPOJICTBEHHBIX OPraHMW3MOB, B TOM YHCJI€ TMOJIUTCHHBIE CEMENCTBA Ma)KOPHBIX U
MUHOPHBIX T€HOB (JIOKYCOB) YCTOHYMBOCTH.

B ycioBHSX ~ COBPEMEHHOIO  HMHTEHCHBHOIO  CEJIbCKOXO3WCTBEHHOTO
MPOU3BOJICTBA (PUTOMATOTEHBI JOCTATOYHO OBICTPO MPUCTIOCAOIUBAIOTCS K 3aIIUTHBIM
MEXaHU3MaM pacTeHHM-X031eB. B TOM u4ucie, NPeoJoJIeHHEe YCTONYMBOCTH
MPOUCXONUT JAOCTATOYHO JUHAMHYHO B TOMYJISIIUSAX MMAaTOTCHHBIX TPHOOB, KOTOPHIC
pacrpoCTpaHSAOTCA MO BO3AYyXY U NApa3UTHUPYIOT Ha CEIbCKOXO3SIMCTBEHHBIX
KYyJbTypax.

B cBsi3u ¢ 3TUM, YYEHBIMU aKTUBHO BEAETCSI MOUCK JIOKYCOB, KOHTPOIUPYIOIINX
YCTOMYMBOCTD STYMEHS K BO30YIUTENSIM, KaK pacocnelupuyHyto, Tak U MOJIUTCHHYIO
WM HeCneuu(PUYHYr0 YCTOMYMBOCTb, U TaKXKe NUPAMUIUPOBAHHE T'€HOB

YCTOMYUBOCTH.

1.5. JIokychbl YCTOHYMBOCTH IYMEHSI K OMOTHYECKOMY CTpeccy

Bonbmiolt ycrmex Ha JaHHBIM MOMEHT HaOIOIaeTcss B MACHTU(DUKALIUU
TEHETUYECKUX MapKepOB [JIsi MPU3HAKOB YCTOMUYMBOCTH K OOJE3HSIM, HUMEIOIIUX
MOHOTCHHBI WJIM OJIMTOI'CHHBIM KOHTPOJb (p)KaBUMHHBIE OOJIE3HH, TOJIOBHS,
My4HHUCTass poca). YacTto ypoBeHb (DEHOTHUIUYECKOTO MPOSBICHUS YCTOWYHUBOCTH
3aBHCHUT HE OT OJHOTO I'e€Ha, a OT CyMMapHOTo 3(dekTa BceX TeHOB YCTOMYMBOCTH.
[ToaToMy croxkHee UACHTUDUIIMPOBATH TCHETUUECKUE MapKephl ISl YCTONYHUBOCTH
3€PHOBBIX KYJbTYp K (y3apuo3y Ko0JIOca, CENTOpHO3aM, TeIbMHUHTOCTIOPUO3HBIM
MATHUCTOCTSIM, KOPHEBBIM THWJISIM M JIPYTUM OOJIE3HSIM, YCTOMYHUBOCTH K KOTOPHIM
SBJISIETCS KOJIMYECTBEHHBIM TMPU3HAKOM M OMPEeNseTcs] OOJbIIUM KOJIHMYECTBOM

reHoB (Adanacenko, 2016). DTo BeACT K MOCTAaHOBKE 3a7ja4yu TIEPET UCCIICIOBATEIISIMU
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— BBIBECTU COpPTA C MOJUT€HHOM YCTOWYMBOCTBHIO, KOTOpash 00eCleuynuBaeT CpeaHUit
YPOBEHb YCTOWYMBOCTH, YTO MPOSBISICTCS B 3aMEUICHHOM pa3BUTHU OOJIC3HEH.

OnHako BO3HUKHOBEHHE HOBBIX NATOTHIIOB YCIOXHsSeT 3Ty 1enb (Ghazvini and

Tekauz, 2007; Leng et al., 2016).

1.5.1. TemHo-0Oypasi IATHUCTOCTH

TemHo-Oypast NATHHUCTOCTH, BbI3bIBacMas matoreHom Cochliobolus sativus,
SIBIISIETCSL OJTHOW W3 Hamboyiee OMacHBIX OOJIE3HEH sIIMEHS, M CYUTACTCS OCHOBHBIM
OMOTHUYECKHM CTPECCOM, IPEIIATCTBYIOIIMM KOMMEPUYECKOMY ITPOU3BOCTBY. bosie3Hn
pacrpocTpaHeHa BO BceX paiioHax BeipammBanus ssamens (Van Ginkel, 1997; Gupta,
2018), Ho mpeobitaacT B yCIOBUAX KAPKOTo U BIaKHOTO KinMaTta. [Ipu snmdurorrn,
KOTOpasi MPOUCXoAuT pa3 B 5-10 iyer, morepu ypoxkas mocturaror 40% (Jlammna,
Adanacenko, 2019). TemHo-Oypast MATHUCTOCTH HopaxkaeT okoio 10-30 % pacrenuit
B yCIIOBUAX ceBepo-3amnana Poccun (Radyukevich et al., 2018), B MopaoBun HaHOCHUT
HauOONBIINK BpeJ MO CPAaBHCHHIO C JPYrUMHU 3a0oiieBaHUSIMH. PacmpocTpaneHue B
(aze BockoBoii crienoctu B cpeaneM 3a 10 aet gocturano 37% (Jlanuua u ap., 2014),

Bbbuto  OOHApy)XEHO, YTO CTEHCHb TSHKECTH OOJIC3HH 3aBHCHT OT BPEMCHH
yBIaXHeHHOCTH JucTheB. Kanamckumu yduensiMu (Clark, 1979) B 1979 roay Obliu
IIPOBEJICHBI UCCIICIOBAHMS C IICJIbIO OMPEACIINTh, HACKOJIBKO JUITMUTEIbHAS BIAXKHOCTD
JMCTHEB BJIMSCT HA pa3BUTHE 00JIe3HH. BBUIO BBISICHEHO, YTO MATHUCTOCTH HA JICTE
pa3BHUBACTCS TOJBKO TOCTIE TIPOJOHTHPOBAHHOTO BJIAYKHOTO TIEpHoaa OT 16 4acoB u
BbIIIIe. ABTOpaMHU OBLJIO MOKA3aHO, YTO OTHOCHTEIBHO CHJIbHAS SMH(PUTOTHS TEMHO-
Oypo#i MATHUCTOCTH B TeUCHHE 1-2 HENenb Tepel CO3PEBAaHHEM MOXKET YMEHBIIUTH
BbIX0J1 3epHa Ha 10-20%; sntuaemus 3-4 Heeb MOKET yMEHbIINUTH Bbixo Ha 30-40%,
Bkimoyast 10-15% ot ymenbmienus Beca 3epua (Clark, 1979; Bonman et al., 2005).

B Poccun, B Kuposckoit o6nactu, B Teuenne Habmoaennit ¢ 2005 mo 2016 rox

HaVMEHbIIIee pa3BuTUe 00Je3HN HaOroaa10¢ck B cyxue roasl ([llemerosa u ap., 2017).
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N3yueHne napasuTHUECKOM CIeluanu3aiuy TrpuOoB Haudajmochk ¢ 1922 roxa
(Christensen, 1922), m ObUI0O YCTaHOBJCHO, YTO H30JSATHl TPUOHBIX IATOTCHOB
3HAUMTEIBHO pa3IMyYaloTcsl Mo cBoed BupyleHTHOocTH (Shipton et al., 1966). Ho
uccienoBanus camoi qudGepeHInaTbHON BUPYICHTHOCTH ObUTM HaYaThl TUIIb B 1985
rony, kormaa JICBUTHH ¢ COaBTOpaMU TOATBEPAIIA JOCTOBEPHBIC OTIWYHUS B PSC
BUpyJaeHTHBIX Ki1oHOB Cochliobolus sativus Ha pazanunbix coprax stumens (Levitin et
al., 1985). OmnpenenenHoe BausiHUE okasaiu pabotel Valjavec-Gratian u Steffenson,
koTopsie BeisiBIUIM TpH natotuma (0, 1 u 2) (Valjavec-Gratian and Steffenson, 1997).
Tarke Tpu matotuna w3 Cupuu wuacHtuuimpoBaniu Arabi u Jawhar (Arabi and
Jawhar, 2002, 20004), a Meldrum ¢ coaBTOpamMu — IIECTh MATOTUIIOB U3 ABCTpaIHH
(Meldrum et al., 2004). B Kanage Ghazvini u Tekauz (Ghazvini and Tekauz, 2007)
OLICHWJIM BUPYJIEHTHOCTh 127 H30JIATOB TMATOT€HA U BBIACIUIN BOCEMb TPYII
BupysieHTHOCTH. [lanee, Leng et al. nnenTuduurpoBanu HOBBIA MATOTHUII, KOTOPHIH
oObu1 Ha3BaH maroturioM 7 (Leng et al., 2016). [TogoOHbIe UCCIeIOBaHKS TOKA3BIBAOT,
YTO TOIYJISAIUU MATOreHa UMEIOT BBICOKMH ypoBeHb m3MeHuuBocTu (Burdon, 1997;
Ghazvini., 2012). Be1o BeICKa3aHO MPEIITOIOKEHHE, YTO XPOMOCOMHBIE IEPECTPONKH
SBJISTIOTCSI OCHOBHBIM HCTOYHMKOM pa3HooOpa3us B monysisinusx C. sativus (Zhong and
Steffenson, 2001; Celik Oguz and Karakaya, 2021).

[TepBoIit KOMMepueckuii copT siumens (Dickson), pe3aucTeHTHBIN K TEMHO-0ypoii
ISATHUCTOCTH, ObLT BeIBeeH emie B 1964 roxy B CIIIA (Roy et al., 2010). MuaTepecHo
OTMETHTb, YTO BCE MOCJCAYIONINE MIECTUPSTHBIC THBOBAPEHHBIC (COMOIOBBIE) COpTa
HECJIM YCTOMYMBOCTh K TeMHO-Oypoit msitHuctoct B Cpennesanaanoi yactu CIIIA,
TOrJla KakK YCTOWYHMBOCTH [IBYPSJIHBIX COPTOB ObLla HE 0C000 3(P(HEeKTUBHOM.
OOHapyXeHHUE HOBBIX TATOTHIIOB, OOJIAJAIOMINX BHPYJICHTHOCTHIO K TI'e€HaM
YCTOMYMBOCTH IIECTUPSIHBIX MMHBOBAPEHHBIX COPTOB SUMEHS, TPO3HIO HMIUPOKUM
pactpocTpaHeHHEM  JMUPUTOTHM €  YYETOM T'CHETHYECKOHM  OTHOPOJHOCTH

HIECTUPSAHBIX COJIOIOBBIX KYJBTYp, YCTOMYMBBIX K TEMHO-OYpON MSATHUCTOCTH.
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Bonman c coaBropamu B 2005 Tomy McCIen0BaI MPOUCXOKICHHE YCTOWYMBOCTH
K TeMHO-Oypoil IATHUCTOCTH y copTooOpasnoB u3 HarmonansHoi komtekun NSGC
(National Small Grains Collection, USA). MM OBUIO BBISICHEHO, YTO BBICOKAs
YCTOHYMBOCTh K TEMHO-OypOHl TSATHHUCTOCTH HamOoJee 9acTo OOHAapYy)KHWBaeTCs B
copTax, WMEIIMX nOpoucxoxaeHue wu3 ceBepHod uactu CIHIA. Takxke
CpEIHEYCTOMUNBEIE B3POCIbIC PACTEHUSI UMETH MTPOUCXOXKACHUE U3 BOCTOUHOU A3WHU
(Bonman et al., 2005).

Jlokycel ycroitumBocTH K matoreHy C. sativus, ObLIM BBISBICHBI Ha BCEX
xpomocomax stumens (Steffenson et al., 1996; Bilgic et al., 2005, 2006; Bovill et al.,
2010; Grewal et al., 2012; Afanasenko et al., 2015). Beiio kapTupoBaHO TpPH T'eHA,
aCCOIMMPOBAHHBIX C ycToHumBoCcThEO K C. sativus. Pannme wucciienoBanus Ha
JUTATUIOUAHONW TMOIMYJISIIIUU, TMOJTYYEHHOM OT CKpENIMBaHUs IIECTUPSIHBIX COPTOB
Steptoe u Morex, mokazaiay, 4TO TPOPOCTKOBAs yCTONYHMBOCTH KOHTPOJHPYETCS
eIMHCTBeHHBIM reHoM RCs5 Ha xpomocome 7H (Steffenson et al., 1996). Ha xpomocome
1H obumn BeIsiBIeHBI reHbl RCS6 (Bilgic et al., 2006) u Scs6 (Leng et al., 2018).
OcHOBBIBasICh Ha CBOMX JaHHBIX, Leng ¢ coaBTopamu (2018) mpeamonoxunm, aro RCS6
1 SCS6 pacIiojoKeHbl B OJTHOM M TOM e JIOKYCe, U UTO SCSO SBISETCS TOMHUHAHTHBIM
aymeneM. YCTOMYMBOCTh B3POCIHBIX PACTCHHH KOHTPOJUPYETCS IBYMS JIOKYCaMHU:
NepBbIi UMeeT riaaBHbIN AddekT Ha xpomocome 1H u BTopoit, ¢ MUHOPHBIM 3 hexToMm,
Ha xpomocome 7H. JlampHeWImue WCCIENOBaHUS HA JAPYTUX JUTAMJIOWIHBIX
nonynsiusx  (Bilgic et al.,, 2005) o6napyxwm eme 3 QTL, OTBETCTBEHHBIX 3a
YCTOMYMBOCTh K TEMHO-OYpO MATHUCTOCTU: OJJUH HAa KOPOTKOM IIJIEY€ XPOMOCOMBI
3H, BTOopoii — Ha nuMHHOM Iuiede XpomocoMbl 3H u Tpetuit — psgom ¢ RCS5 Ha
xpoMmocome 7H. B pabore, Boinonnennoi ¢ nomompio GWAS, Wang ¢ coaBropamu
UJCHTUDUITMPOBAIH JIOKYC Ha KOPOTKOM IIJIe4e XpoMOCcoMbl 6H, accormmpoBaHHbIi ¢
ycroiunBocThio k C. sativus (Wang et al., 2017). ITo3xe oH ObL1 0003Ha4YeH Kak RbS7
(Wang et al., 2019).
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OTHU NaHHBIE NEMOHCTPUPYIOT CIOKHOCTH MPOSBICHUS YCTOMYMBOCTU K TEMHO-
Oypoll MATHUCTOCTH Yy Pa3IMUHbIX Nomysainuil. McciienoBanusi moka3aiu CXO0XKECTh
peaxiuii, 00yClIaBIUBaIOIINX MTPOPOCTKOBYIO M B3POCIYIO YCTOHYMBOCTh, TO €CTh Ha
OJIMH U TOT K€ ATOTeH ObLIa BBISIBJICHA CX0Kasl PEaKIMs Ha Pa3HBIX CTAIUIX PA3BUTHUS
pacrenus (Arabi, Jawhar, 2007).

PazpabateiBate JIHK-mapkepsl, accolMMpOBaHHBIE € YCTOMYMBOCTBIO K
Cochliobolus sativus, mauamu ¢ 1996 roga. Ilepsoie JIHK-mapkepsl mpuHaIekKaIn
kinaccy RAPD (Kutcher et al., 1996), omnako oHM TPYOHO NMPUMEHHMBI, TaK Kak
001a1al0T CPETHUM YPOBHEM MOJUMOP(HU3Ma M HET BO3MOXKHOCTU aBTOMAaTU3ALUU
nporiecca aHanmza. Jlanapix mo amarHoctmdeckuM SSR wmmm SNP  mapkepawm,
aCCOLIMMPOBAHHBIM C YCTOMYMBOCTBIO K TEMHO-Oypoil MATHHCTOCTH, 10 Hayaia

TCKYIICI'O UCCIICTOBAHUA 06H3py>KGHO He OBLIIO.

1.5.2. KopHeBble rHIIN

Kopuesbie ruHwim, Bbi3biBaeMbie rpubom Cochliobolus sativus (Ito & Kurib.)
Drechl. ex Dast. (anamorph: Bipolaris sorokiniana) (sacc. In Sarok.) Shoem, mupoko
pacmpocTpaHeHHasi 00Je3Hb SYMEHS U JPYTUX 3JIAKOBBIX C HEOOJBIINM pPa3MepoOM
3epna (Arabi et al., 2013).

Hecmotpst Ha TO 0OCTOATENBCTBO, YTO TEMHO-Oypasi MATHUCTOCTh M KOPHEBBIE
THUJIM BBI3BIBAIOTCS OAHUM naToreHom C. sativus, He ObL10 0OHAPYKEHO KOPPEISAIMH
MEXIY YCTOMYMBOCTHIO K TEMHO-OypO# MATHUCTOCTH W K KOPHEBHIM THHJISAM. BbLIO
MOKa3aHO, YTO YCTOMYMBOCTH K 3TUM JIBYM 3a00JIEBaHUSAM KOHTPOJIUPYETCS Pa3HBIMU
renamu (Kutcher et al., 1994; Almgren et al., 1999).

KopHeBble THUIM OOBIYHO OOHAPYKMBAIOTCS HAa BEPXHUX MEXKIOY3IHUAX H
KOJICONTHIIC, HO TaKXe OOHApy>KMBAIOTCS HA BEPXHEW YacTH PACTCHHUS W Ha KOPHSIX,
YTO BJIMSIET HA CHIDKCHHE YPOKAMHOCTH Yepe3 YMEHBIICHHE KOJIMYECTBA MOOEroB,
kosiocbeB M cemsH (Arabi, Jawhar, 2002). [Torepu OT KOpPHEBBIX THWJICH MOTYT

nocturath 80% (Piening and Orr, 1988).
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VYBenuueHue BpeAaa OT KOPHEBOW THWIM OTMEUYEHO B 30HE LleHTpasibHOro
HeuepHo3embsi B CyXyl0 W KapKyk HOToAy, 4YTO CIPOBOLIMPOBAHO AHA3POOHBIMHU
YCIOBUSIMU M TIOYBEHHOM KOpKoii. [IIupokoe pactpocTpaneHue KOPHEBOM THUITN OBLIIO
3aperucTpupoBaHo B ycioBuax 3acyxu B 2010 romy. B stor mepuon 3abosieBanue
OTMEYaJIOCh Ha BCEX HAOIIOJAEMBIX YUACTKAX C YaCTOTOM OT 57 10 76% Ha OTAEITBHBIX
nossx (Jlamuua u np, 2014). B KupockoM pernone B Teuenue HaomoaeHuit ¢ 2005 o
2016 rox cuabHOE Pa3BUTHE KOPHEBBIX THUJICH HaOmonazock 9 pa3 (Illemrerosa u ap.,
2017). Tak e KOpHEBas THHIb SIBISIETCS HamOoiee OOBIYHON OOJIE3HBIO B
necoctenHoi 30He 3anaaHon Cubupu (I'opobeit, 2011).

N3eectubr JIHK-mapkepor kitacca RAPD: UBC391, UBC428M, UBC428F u
UBC335, onpeaenstomue yCTOM4MBOCTh OJJTHOBPEMEHHO KaK K KOPHEBBIM THUIISIM, TaK
U K TEeMHO-Oypoil MATHHUCTOCTH, OJHAKO (eHoTunuueckue 3P EKTH JTaHHBIX

acconmaruii Obun HebonpimmMu (Kutcher et al., 1996).

1.5.3. CeTuaTasi IATHUCTOCTH

CeTuaTas MATHUCTOCTD, BbI3bIBacMas rpudbom Pyrenophora teres f. teres, Taxxke
ABJIIETCSI OJHMM W3 HauOoJee pacnpoCTPaHEHHBIX M BPEJOHOCHBIX 3a00JIeBaHUMN
aumeHd. Ha cesepHom Kaskase, B meHTpaipHOM parioHe HedepHo3embs, Ha rore
VYpana, [Janeaem Boctoke Poccun u B benapycu sanuaemMun mpoucxoast pas B 4-5 et
(Afanasenko et al., 2015), HabmogaeTcss BBICOKAs CTENCHD MOpaxkeHus. ExeroaHbie
noTepu yposkas coctabiisiioT ot 10 10 20%, a B 6y1aronpusTHBIC 11 Pa3BUTHS O0JIC3HU
roabl gocturatot 40-45 %. (Afonin et al. 2008). Mcrounnkom nepBUYHON UHPEKITUH
OKa3bIBAIOTCSl 3apaXEHHBIE CEMEHAa M pacTUTENbHble OcTaTku. lIpu cuibHOM
MOpaXCHUU CEMsIH TIEpBble TPU3HAKK MOTYT TMPOSBISITRCS HAa TIEPBOM JIUCTE
MPOPOCTKOB. 3a CYET BTOPUYHON MHGEKIHH 00Je3Hb OBICTPO PaCHpOCTpaHsETCA U
JIOCTUTAET MAaKCUMyMa K MEPHUOJIy MOJIOYHOM CIETOCTH 3€pHa.

[ToMUMO 3HAUUTENBHBIX MOTEPh ypoXKas, OO0JE3Hb MOXXET BBI3BATh CHIDKCHHUE

kadectBa 3epua (Burleigh, et al., 1988). B Ascrpamuu P. teres f. teres cuuraercs
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OCHOBHOM 0OJIE3HBIO SSYMEHS U, KaK OILIEHUBAETCS, BBI3BIBAET B CPEIHEM E€XKETOIHbIC
notepu okoyo 19 MwIIMOHOB aBcTpanuiickux moiutapoB (Murray, Brennan, 2009).
[Torepu 10 70% ObLH 3aperucTprpoBansl B 2009 Ha rore Ascrpanuu (Wallwork et al.,
2016).

Y martoreHa cymecTByeT ABE (OPMBI, pa3IHUaIONIUECcs] CUMITOMAMH, KOTOPHIE
OHH BBI3BIBAIOT: ceTyaras popma cetuaroit marauctoctu (P. teres f. teres) u natHucras
dopma ceruaroii msarauctoctu (P. teres f. maculata). Ilpu sTtom certuatas dhopma
CeTYaTOW MATHUCTOCTH SIBISIETCA AOMUHUPYIOHMEH (OopMON B pa3luYHBIX pPErHOHAX
Poccuu; nstHuctas ¢dopma ceryaTol MATHUCTOCTH ObUla OOHAapy)XKeHa TOJBKO B
I0)KHOM yacTH eBporelickor yactu Poccum (Tamang et al., 2015).

['eHOMHBIC paliOHBI, CBS3aHHBIC C YyCTOH4YHMBOCTHIO K P. teres f. teres, Obum
BBISIBJICHBI Ha BceX XxpoMocomax siuMeHs (Steffenson et al., 1996; Arru et al., 2003;
Grewal et al., 2008, 2012; Afanasenko et al., 2015; Koladia et al., 2017; Wonneberger
et al., 2017a; Amezrou et al., 2018). Haubosbiee KOJMUECTBO COCPEIOTOUNIOCH Ha
xpomocomax 3H u 6H (Steffenson 1996; Novakazi et al., 2019a; Afanasenko et al.,
2022). B npurieHTpoMepHOM paiioHe XpoMocoMbl 6H mipenonararoTest MO0 TPy TECHO
CIICIUIEHHBIX TI'eHa, JIMOO JIOKYC, B KOTOPOM BCTPEYAIOTCS HE MEHEE TpeX pPa3HbIX
amneneit ycroitunoctu (Koladia et al., 2017), yuem oOecrieunBaercs yCTOWYUBOCTD Kak
y IPOPOCTKOB, TaK U 'y B3pOCIIbIX pacTeHUi B TeueHue Bcero onrorenesa (Grewal et al.,
2008). dpyrue QTL siBasitoTcst, MO-BUAUMOMY, CIIEHU(PUIHBIMU JIJIS1 IPOPOCTKOB WIIH
B3pocibix pacrenuid (Lehmensiek et al., 2008). IIpennonaraercs, 4To B KIHOUYEBOM
reHOMHOM paiioHe Ha XpomocoMe 3H HaxomsTcs aBa KOMIUIEMEHTApPHBIX TEHa
ycroitunBoctu K P. teres (Dinglasan et al., 2019).

B pabore Koladia BbiCkazaHO MpeanoNOKEHHE, UYTO OCHOBHBIE JIOKYChl Ha
xpomocoMax 3H u 6H BbI3BIBalOT NEPBUYHBIN OTBET MPU B3aUMOJICUCTBUU XO3IMHA U
naroreHa (Koladia et al., 2017). HecmoTpst Ha TO, 4TO HanboJee 3HaYMMbIE TEHOMHBIC

palioHbI, aCCOIMMPOBAHHbBIE C YCTOMYMBOCTBIO K P. t€res, m3BeCTHbI, MEXaHU3M HX
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B3aMMOJICUCTBUSL C [MATOr€HOM JIOCTATOYHO CJIOXHBIM M MOXET BKJIIOYATh
JIOTIOJIHUTEIbHBIE TeHeTUYeCKue (HaKTOpbl, OCOOEHHO Ha CTaJUH POCTa PACTCHHI
(Dinglasan et al., 2019).

Henasuo, ¢ 2017 rona, nosiBUWIMCh UCCIEIOBAHUSI, BBIIIOJHEHHbBIE C TTOMOIIBIO
merona GWAS c BeisiBaeHueM SNP, accoluupoBaHHbBIX ¢ YCTOMYHMBOCTBIO K P. teres.
[Ipumenenne GWAS 3HauuTeNbHO pACIIMPUIM HAIIA 3HAHUS O TEHETUYECKOM
pazHoo0pa3uu TOHOPOB: BhIsIBIEHO OoJiee 60 ocHOBHBIX TeHOB U QTL B KOJUIeKIuUsAX
SYMEHS, COCTOSIIIIMX M3 HECKOJBKUX ThIcad copToB (Bcero 7139) (Afanasenko et al.,
2022).

[epBBIe MapKepbl, aCCOIIMUPOBAHHBIC C YCTOMYMBOCTHIO K TaToreny Pyrenophora
teres orHocunucs k kinaccaM RFLP u AFLP u Ob111 pa3zpadotansl B 1998 roay (Richter
et al, 1998; Williams et al., 1999). Ilo mepe pa3BUTHUS TEXHOJOTHU IILIO
ycoBepuieHcTBoBaHne M B obnactu JIHK-mapkepoB. CnenyromuMm marom Oblia
pa3paboTrka mukpocarenuTHeIx Wi SSR mapkepos (Kuldeep et al., 2008; Yun et al.,
2005). B mocnegHee BpeMsi HMHTEpPEC K BBIBEJCHUIO COPTOB, O00JaJarOLIUX
YCTOMYMBOCTBIO K JIaHHOMY TIaTOTeHy, Bo3pactaer. Dinglasan ¢ coaBropamu
OpeJUIOKWIA JJI1 HUCHOJb30BaHUS B MPOrpaMMax MO MapKep-OpHUEeHTUPOBAHHOM
cenekimu 1At MapkepoB DAIT (Dinglasan et al.,, 2019), BBefcHHE KOTOPBIX B
CeJIEKIIMOHHBIE TPOrPaMMBbI [T0OKa Ha CTa UM pa3padbOTOK.

HecmoTtpst Ha moctumxeHuss B unaeHTuduxanuu u  kaptupoBanuu QTL
YCTOMYMBOCTH K TeMHOMOTPO(HBIM TATOr€HaM, pPEAJbHOE HCIOJb30BAHHE
BBISIBJICHHBIX T€HOB B IIPAKTHUUECKON CEJIEKIMU 3€PHOBBIX KYJIbTYpP 3aTPYIHEHO U3-3a

OTCYTCTBUS HaICKHBIX AuarHoctuueckux JHK-mapkepos.

1.6. 3ak/roueHue K 0030py JUTEPATYPbI
B mnporiecce noMecTHKanMM M «HAPOJIHOW CEJEKIMN» PACTCHUN OTOMpAUChH

dbopmbl, HanboJIee TOJHO OOCCIIEYMBAIONINE YETOBEKA HAJCKHBIMU HCTOYHHKAMHM
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MUTaHUs, B TOM YKCIIe U YCTOWYUBBIE K OoJie3HsM. B 1BagniaToM CTOJNETUU Havalcs
MOWCK PalMOHATBHBIX B A()(PEKTUBHBIX METOMIOB IS CO3AaHUS HOBBIX (DOPM COPTOB.
C otkpeiTHEM METOAOB aHanu3a nmoaumopdusma JIHK u pazButnem pabot B oOmactu
MOJIEKYJIIPHO-TEHETUYECKOTO KapTUPOBAHUSI TEHOB U TEHOMOB PAaCTEHUN MTPOU30IIET
TEXHOJIOTUYECKUH MPOPHIB U B CEJICKIIUHA PACTCHUN — CXEMBbI KJIIACCUYECKON CEJICKIUU
JOTIOJHUWINCh ~ METOJJaMU  YCKOPEHHOTO0  MapKep-KOHTPOJUPYEMOro  oToopa.
CrnenyromuM BaKHBIM ITAllOM CTajlo CEKBEHHWpOBaHUE reHoma. [lepBrie Tpynoemkue
MOAXO/Ibl, OCHOBAHHBIC HA CEKBEHUPOBaHUHU 110 CaHTepy, MO3BOJIMIN TOTyduTh B 2000
rojy TMEpBBIA MOJHOCTBIO MPOYTECHHBIH T€HOM MOJEIBHOrO pacTeHus Arabidopsis
thaliana. 'enom stameHs OBLT OJTHOCTHIO cekBeHUpoBaH B 2012 roay. C mosBicHUEM
u pa3ButreM HOBBIX NGS TeXHOJIOTHI YHCII0 BUAOB PACTCHUH ¢ CEKBEHUPOBAHHBIM
F€HOMOM TIOCTOSIHHO pacTeT. OIHO W3 OCHOBHBIX HaNpaBiICHUW MPUMEHEHUS
CEKBEHHUPOBAHHBIX T€HOMOB KYJIbTYPHBIX PACTCHUH 3aKJIFOYACTCSl B HACBIILIEHUH BCEX
YY4aCTKOB F'€HOMAa MOJIEKYJIIPHBIMH MapKepaMH C MOCIEIYIOIIUM X BOBJICYEHUEM B
KapTUPOBAHUE W aHAJIU3 T'€HOB-KaHIUJaToB. [loaxonabl Mo 1eIeBOMY U DK30MHOMY
CEKBEHUPOBAHUIO CYIIIECTBEHHO PACHIUPUIN BO3MOXKHOCTH UIEHTU(PUKAIINY JIOKYCOB,
ACCOIIMMPOBAHHBIX C TIOJIUTEHHBIMH TIPU3HAKaAMHU, y KOTOPBIX (HEHOTHUITHYECKOE
MPOSIBJIGHUE 3aBUCUT OT CymMMmapHoro »3d@exkra BceX TI€HOB YCTOWYMBOCTH.
[MonHoreHomubIil aHanu3 accormaiuii (GWAS) coaeiicTByeT BBISBICHHUIO PaiiOHOB
r€HOMAa, ACCOLIMMPOBAHHBIX C XO3SICTBEHHO LIEHHBIMHU MPU3HAKAMH, B TOM YHCIIE C
YCTOMYMBOCTHIO K Oome3nsM. OtmenpHbie SNP, 3HaYMMO acCONMUPOBAHHBIC C
YCTOMYMBOCTHIO K TOW WJIM WHOM OOJE€3HU, MOTYT MOAXOIAUTH JIJISi CO3JAHHS HAa UX
ocHoBe [I[[P-mapkepoB, ymOOHBIX JUIsi CKpPUHHMHIA CEJIEKIMOHHOTO Marepuasa.
[lenecooOpa3HbIM  SIBISIETCS  PAa3BUTHE HCCIEIOBAaHMM KaK C  pPaCIIMPEHHEM
aHaAJIM3UPYEMbIX TEHOMHBIX JIOKYCOB (3a cueT ucnoib3oBaHusi SNP-unmoB BbicOKOM

IUIOTHOCTH), TaK U C paCUIMPEHNEM U3y4aeMOI0 FT€HETHUYECKOIO Pa3HO00pasHsl.
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CoBpeMEHHBIE METO/bl MCCIEIOBAaHUA T€HOMA JIONOJHWIA M KayeCTBEHHO
pacmmpuiu (pyHIaMEHTaIbHBIE 3HAHUS 00 WMMYHHTETE PACTCHHMA, B TOM YHCIC
B3aMMOJICHCTBUU pPACTEHUM, B YAaCTHOCTU SUYMEHs, C maroreHamu. PaOoThl,
BBITIOJIHEHHBIE K HACTOSIIIEMY MOMEHTY, C LIEJbIO MOUCKA JIOKYCOB YCTOMYMBOCTH
ssamerst k Cochliobolus sativus u Pyrenophora teres mpakTudecku HEe OXBaTHIBAJIH
SApOBBIE COpTa, CO3/JaHHBIE B CHOUPCKHMX CEJICKIMOHHBIX IeHTpaX. CosnaHue
MOAXOJAIICH BBIOOPKH, €€ TEHOTHIUpOBaHHWE M (uUTOMaTOJOrMYEecKass OIlCHKa
1mo3BOJIAT ¢ momompio GWAS BBISIBISTH JIOKYCHl YCTOWYMBOCTH K HECKOJIBKUM

00JIe3HIM OJHOBPCMCHHO.
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I'nmaBsa 2. MATEPHUAJIbI U METO/1bI

2.1. PacTuTe/IbHBIA MaTepuaa

B HacrosmeM wucciaeioBaHMM 1T TIOMCKa W TMOATBEPXKICHHUSA JIOKYCOB,
ACCOLIMUPOBAHHBIX C YCTOWYMBOCTHIO, HCIIOJIB30BAIUCH YETHIPE HE3aBUCHUMBIC
BbIOOpKHU. [l reHOoTUnuUpoBaHUA, (PEHOTUIMHPOBAHUS W aHajIM3a acCOLMALUN
«MapkKep-mpu3HaK» Oblia copMHUpoBaHa OCHOBHas BbIOOpKa u3 94  ApoBBIX
copTooOpasnoB sipoBoro sumens (Hordeum vulgare L.) w3 pabodeil koyuieKmuu
Nucturyta imuronoruu u renetrnku CO PAH — LIKII/YHY «GenAgro» (HoBocubupck,
Poccust). CTpykTypy BBIOOpKH cocTaBwid 43 copTra W JIMHHUH, MPOUCXOASAIINX U3
CEJICKIMOHHBIX 1eHTpoB Cubupckoro ¢denepanbHOro okpyra, 31 copT u3 apyrux
CEJICKIIMOHHBIX LEeHTpoB Poccum u 20 copToB 3apyOexkHOTO0 NPOUCXOXKICHHUS,
UCTIOJIb3yeMbIC B CEIIEKIIMOHHBIX MporpamMmax B Cubupu (Tabin. 2). Beibopka (manee
CUOMpCKasi KOJUIECKIMS SUMEHS/CUOMPCKHUM reHopoH suMmeHs) ¢dopMHupoBaiach ¢

Y4CTOM pa3Hoo6pa3I/151 II0 IPOUCXOKIACHHIO W KOHTPACTHOCTH IIO IIPHU3HAKaAM

(Moponoruyeckre Npu3HaKku, rPyIIbl COENOCTH U T.J.).

Tabmuma 2. CopTooOpasipl u3 CHOMPCKON KOJUIEKIINH STIMEHS, H3ydaeMble B padoTe.

HasBanue copra Pa3HoBUIHOCTH KaTﬁﬁ’:;;gh‘;?Mep Crpana, cyobext P®, yupexnenue
Abyssinian Nudum ICG-8462/K-27672 Dduonus

Brodyole Coeleste ICG-8071/K-24634 CIIIA

Jngve Nutans K-30023 IIBenus

Ne 259/528 Ricotense ICG-8044/- Poccust, HoBocubupck, 1

Wial Horsfordianum ICG-8392/- CIIA

ABaJioH Nutans ICG-8515/- Dpanist

Aryn Ricotense ICG-8161/K-24707 Poccust, KpacHosipckuii kpaii, 2
Aunar-Dpa-Oue Nudum ICG-8504/K-29415 Mémenckas Pecry6inka

Anen Nutans ICG-8516/- Poccusi, Anraiickuit kpait, 3
AnraH-Bynar Nutans ICG-8218/K-29268 PecniyOnnka Bypsrus, 4

AnpiH-bys Nutans ICG-8434/- KazaxcTan

AnHHa Nutans ICG-8413/K-30829 Poccust, OpenOyprekas 061acThb, 5
ApHa Nutans ICG-8517/- Kazaxcran, 6

Apuekac Nudum ICG-8464/- Poccus, Kemeposo

AC 0760258 Nutans ICG-8518/-

Aua Nutans ICG-8028/K-30243 Poccus, HoBocubupckas obnacte, 7
Baran Nutans ICG-8425/K-29040 Poccust, HoBocubupckas obnacte, 7
BapxaTHbrit Ricotense ICG-8316/K-30891 Poccus, TromeHbckas 001acTh, 8
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KarasnoxHblii Homep

Haszsanmue copra Pa3HoBUIHOCTDH WIul/BUP Ctpana, cyobekt P®, yupe:xxnenue
Bbesenuykckuii 2 Pallidum ICG-8267/K-30799 Poccus, Camapckast o6macth, 9
Benoropckuii Pallidum ICG-8177/K-22089 Poccus, Jlenunrnaackas obmacte, 10
buom Nutans K-30984 Poccus, HoBocubupckas obnacte, 7
1B-1 Pallidum ICG-8436/- Poccus, HoBocubupckas obnacts, 1
BuxoHT Nutans ICG-8520/K-30301 Poccus, Kpacnongapckuit kpai, 11
Poccus, Kuposckas 001, Barckas
Bunep Nutans ICG-8136/K-8514 ryoepHust
Bopcunckuii 2 Nutans ICG-8521/- Poccusi, Anraiickuit kpaii, 12
Bei6op Ricotence ICG-8130/K-29409 Poccus, 13
I-19951 Nutans ICG-8522/- Poccus, HoBocubupckas obnacts, 7
1'-19980 Nutans ICG-8523/- Poccus, HoBocubupckas obnacts, 7
I'-21038 Nutans ICG-8524/- Poccus, HoBocubupckas obnacts, 7
I'-21219 (Jap) Nutans ICG-8525/- Poccust, HoBocubupckast obsacts, 7
-21671 Nutans ICG-8526/- Poccust, HoBocubupckas odnacts, 7
Tomosep. 1 Nudum ICG-8268/K-21694 Poccust, CeepanoBckast 06macts, 14
I'panan Nutans ICG-8152/K-23342 Kaszaxcramn, 15
JloOpwrit Pallidum ICG-8283/K-29215 Poccus, Kuposckast 001acts, 16
Jouenkuii 8 Medicum ICG-8053/K-23682 VYkpauna, CeBepo-Jlonerkas CXOC, 17
Emens Ricotense ICG-8527/- Poccust, KpacHosipckuii kpaii, 2
SanapuHen Nutans ICG-8209/K-16955 Poccus, Upkyrckas obnacts, 18
3epHorpaackuii 86 Nutans ICG-8065/K-25936 Poccus, PocToBckas obnacts, 19
30JI0THUK Medicum ICG-8439/K-30845 Poccus, 7, 12
WinsMeHn Nutans ICG-8027/K-26968 Poccust, CepanoBckast o6macts, 14
Nmnyibe Nutans ICG-8260/K-29435 Poccus, CeepioBckas 06iacth, 14
Kenp Pallidum ICG-8271/K-28119 Poccust, KpacHosipckuii kpaii, 2
Komuan Ricotense ICG-8435/K-31039 Poccusi, Anraiickuii kpait, 20
Kpacnosipckuit 1 Nutans ICG-8259/K-19829 Poccust, KpacHosipckuii kpai, 2
KpacHosipcknii 91 Pallidum ICG-8528/- Poccust, KpacHosipckuii kpait, 2
Kpbimuak 55 Pallidum ICG-8127/K-25286 VYkpauna, BosibiHCKasI C./X. ONBITHAS
CTaHIHs
Kypsep Nutans ICG-8246/K-26740 Poccust, KpacHonapckwuii kpaii, 11
JI-421 Nutans ICG-8243/K-27058 Poccusi, HoBocubupcek, 1
Jlunwms 1 Nudum 1ICG-8456 Poccust, HoBocubupckast o6nacts, 1
JIununs 1285 Nudum 1CG-8451 Poccus, HoBocubupckas o6macts, 1
Manbiu 459 Nutans ICG-8266/K-29345 Poccus, Pocrosckas o6nacTs, 19
Masik Nutans ICG-8159/K-29622 Poccusi, KpacrHosipck
Menaukym Medicum ICG-8322/K-29002 Kazaxcran
Menuyc Nutans ICG-8529/- HIBefinapust
Meput 57 Nutans ICG-8530/- CHIA
Mectasiii (ITpum. xp) Nutans ICG-8211/K-15117 Poccus, [Ipumopckwii kpait
MectHbrii (SIkyTns) Pallidum 1ICG-8203/K-7979 Poccus, Sxytus

Mecrabiii larecran

Nigrum nudum

ICG-8459/K-15010

Poccus, Jlarectan

Mecrblil Dduonus Nigrum nudum ICG-8461/K-20042 Dduonus

MockoBckuii 121 Nutans ICG-8236/K-19417 Poccust, 13

MyraHnrt 68 Nutans ICG-8055/K-28163 Poccus, Jlenunrpan

Myrant Bunep(a) Nudum ICG-8293/- Poccust, HoBocubupckast o6sacts, 9
HapeimMuanna Ricotense ICG-8287/K-27039 Poccust, Tomckast 001acth, 21
Hukwra Nutans ICG-8075/K-30900 Poccus, KemepoBckast o6macts, 22
Hosocubupckwuii 80 Nutans ICG-8437/K-26848 Poccust, HoBocubupckas obnacte, 7
Hopn 112412 Nutans ICG-8531/- Poccust, HoBocubupckas obnacte, 7
Hocosckuii 11 Nutans ICG-8255/K-29465 Ykpauna, Yepauros

Hyranc 970 Nutans ICG-8040/K-21794 KazaxcTan
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Haszsanmue copra PaznoBugHoCTH KaTﬁlﬁﬁi‘,ﬁﬁd‘?Mep Ctpana, cyobekt P®, yupe:xxnenue
O6ckoi Nutans ICG-8031/K-24709 Poccus, HoBocubupckas obnacte, 7
Owmckuit 13709 Nutans ICG-8242/K-17843 Poccust, Omckast obmacte, 12
Omckuii 85 Pallidum ICG-8042/K-27927 Poccust, Omckast obmacte, 12
Owmckuii ronosep. 1 Nudum ICG-8457/K-30919 Poccus, Omckas o6nacTs, 12
Owmckwii roosep. 2 Coeleste ICG-8458/- Poccust, Omckast 06acth, 12
Openbyprck. KopmoBoit Nutans ICG-8248/K-29496 Poccust, OpenOyprekast 0061acThb, 5
Ockap Nutans ICG-8463/K-31040 Poccust, KpacHosipckuii kpaii, 2
Ot60op Tyal Coeleste ICG-8226/- Poccust, HoBocubupckast o6acts, 1
Mammaym 394 Pallidum ICG-8174/K-20916 Bypsitus, 4
ITpuxymckuii 14 Nutans ICG-8286/K-25075 Poccus, CtaBpomnosns
Peiin Nutans ICG-8014/K-28885 Poccus, CeeputoBckas obnacte, 14
Camra Medicum ICG-8532/K-31110 Poccus, Omckas o6nacTs, 12
Caetuk Parallelum ICG-8038/K-29009 Poccust, Apxanrenbckas 0071
CeBepHbIii Pallidum ICG-8066/K-25298 Poccus, Jleaunrpaackas obnacts, 23
Curnan Nutans ICG-8032/K-30846 Poccus, 7,11
CHUMBOJI Nutans ICG-8077/K-27502 Poccust, PocroBckast o6aacth, 19
CrnaBsHCKHIA Nutans ICG-8139/K-29611 Poccus, Boponexckast 001acTh,
Boponex
Cobonek Ricotense ICG-8375/K-30245 Poccusi, KpacHosipckuii kpait, 2
Crimbar Nutans ICG-8533/- Kasaxcran, 6
Taraunaii Nutans ICG-8029/K-29001 Poccus, Uensounckas o6macThb
Tanau Nutans ICG-8534/- Poccus, HoBocubupckas odnacts, 7
Tanai Nutans ICG-8535/- Poccus, HoBocubupckas obnacts, 7
Tapckwii 1 Nutans ICG-8214/K-30150 Poccus, Omckas 06acTs, 12
Tarym Nutans ICG-8536/- ['epmanust
Temn Nutans ICG-8279/K-22055 Poccust, KpacHonapckwuii kpai, 11
Yensabuuck. 70 Nutans ICG-8158/K-29470 Poccus, Uensbunckas 001acTh,
YenssOMHCK

BUP - Beepoccuiickuil HHCTUTYT reHeTHYeCKUX pecypcoB pactenuii uMm H.M. Basunosa

1 - UlluI" CO PAH (MuCcTHTYT tnntonorun u renetuku CO PAH), 2 — KpacHUUCX (KpacHosipckuit HayqHO-HCCIIEI0BATENBCKUI
nrctutyT KHL] CO PAH), 3 - ®T'BHY ®AHIIA (DenepanbHblii AnTaliCKHil HayYHBIH LIEHTP arpoOHOTEXHOOTHH), 4 — Bypsrckuit
HUNCX (BypsTckuit Hay4HO-HUCCIEA0BATEIbCKUI HHCTUTYT CENbCKOro Xxo3stiicTa), 5 — ®IT'BHY Opeubyprekuit HUU cenbeckoro
xo3siicTBa, 6 — KasHUMN3uP (Kazaxckuit Hayq4HO-HCCIIEI0OBATENECKII HHCTHTYT 3€MIIE/IENNS U pacTeHueBoAcTBa), 7 — CuoHUUPC
(Cubupckuit HUU pactrenuneBoactsa u cenekiun), umman ULul" CO PAH, 8 —- HUMCX Cesepnoro 3aypanbs - COHIIA PAH,
9 — Camapcknit HUMCX, pumman CamHI[ PAH, 10 — Jlernnrpanckuit HUIMCX «benoropkay, puman @PI'BHY «DUI] kaprodens
nmenn A.I'. Jlopxay, 11 — KHUUCX (KpacHomapckuii HayqHO-UccienoBaTe bekuii nHeTUTYT HMenu [1.IT JIykbsHenko), 12 —THY
CubtHNNCXo3 CO PACXH (Cubnpckuii HaydHO-HCCIEIOBATEIbCKUH HHCTHTYT CEIBbCKOTO X03sHcTBa Poccenpxo3akamemun),
13 - HUMCX LIPH3 (Hay4Ho-uccneoBaTeNIbCKUil HHCTUTYT CEJILCKOTO X03sHCTBA IEHTPAIBHBIX paifoHoB HeuepHo3eMHOI 30HHL,
B HacToiifmee Bpems: '"HemunHOBKa", MOCKOBCKMH Hay4HO-HCCIEIOBATEIbCKUN

MHCTUTYT CEJbCKOTO  XO3SHCTBa),
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14 — KpacHoy(duMcKast CeleKIOHHass CTaHIUs Pocchiickoil akameMHn CeJIbCKOXO3IHCTBEHHBIX Hayk, 15 — KapaOanbikckas
CeIIbCKOXO03siCTBeHHAsT OIbITHAs craHuus, 16 — DenmepanbHblii arpapHbiii HayuHblit neHTp CeBepo-Boctoka mmenn H.B.
Pynuurxoro, 17 — CeBepo-JloHelkas cebCKOX03sCTBEHHAs! OMbITHAsE cTaHUuWs, 18 — VpKyTCKuil Hayd4HO-HCCIIEA0BATEIbCKHUIA
HMHCTHTYT celbckoro xozsaicta, 19 — ®I'BHY «BHUM3K um WU.I'. Kamunenko» (Bcepoccuiickuii HayqHO-HCCIEI0BATEIbCKAN
HHCTHTYT 3epHOBBIX KynbTyp umeHu W.I'.Kamunenko), 20 — AHUN3uC (Anraiickuil Hay4HO-HCCICAOBATEIbCKUA HHCTHTYT
3eMJIeIIeTis U pacTeHueBocTBa), 21 — HapbiMckas rocymapcTBeHHas ceneknuonHas cranmus, 22 — KemHUMCX CO PACXH
(KemepoBckuii HayqHO-HCCIIEIOBATENBECKUN HHCTUTYT CeIbCKOTo X03sicTBa), 23 — C3HUMUCX (MHCTHTYT arpapHOil SKOHOMHKH

U pa3BUTHsA celbckux Tepputopuit. CtpykrypHoe noapasaenenne ®I'BYH CII6 ®ULL PAH).

Bamumanus BeiOpanHbix SNP-mapkepoB uist pa3paboTK Ha WX OCHOBE
muarHoctnyeckux JIHK-mapkepoB mnpoBoauiack Ha HE3aBUCHUMBIX BBIOOPKAX,
KOHTPAaCTHBIX [0 YCTOWYUBOCTH K OJIHOM U3 Oose3Hei. [lepBast BbIOOpKa cocTosiia U3
22 COpTOB SIPOBOTO STAMEHSI KOHTPACTHBIX 10 ycToiunBocTy K maroreHy Cochliobolus
sativus (u3ossat Ch3). Ona Brumtouasa B ceOs 11 ycTOWYMBBIX COPTOB M3 SMOHUH,
Anrmmu, Kananel, Kuras, CILIA u 11 BocnmpunMyuBBIX COpTOB U3 ABcTpanun, Kanasel,
®pannun, Kutas, Yexuu, Poccun, Mekcuku u lanuu (cM. Jlom. taou. 1).

Bropas BwiOopka Brimtowanma B cebss 102 copra, Hecymue B ceOe TEHBI
ycroitunBocti B XxpomMocomax 3H m 6H x maroreny Pyrenofora teres f teres: 51
yctoiunBbiid ¥ 51 BocripuumunBeiii. Beero O0but0 40 nBYpSAHBIX U 62 MECTUPSAHBIX
coptoB u3 34 crpan (ABctpanus, bonusus, Kanaga, Kuraii, CIIIA, Yexus, xBajaop,
Benukobputanus, Dduonus, 'epmanus, Ilonbmia. @unnsuaaus, WUuanus, Wranus,
SAnonus, Kazaxcran, Kopes, Keipreizran, Mapokko, Mekcuka, MosiioBa, MoHrosus,
[Takucran, Ilepy, [lonsma, Poccus, [lIseuns, Tamxkukucran, Typuus, TypkMeHUCTaH,
VYkpauna, CIIIA, Y30ekucran) (cm. orm. Tabm. 2).

Tpetbst BeIOOpKa cocTosia u3 11 qUTamionaHbIX TUHUN OT CKPEIIUBaHUS cOpTa

CI 5791, Hecymiero ycronuuBocTh K P. teres mo xpomocome 6H 1 BocnpuuMyuBOrO



copta Harrington. Bce Tpu BeiOOpKkH Obun npenoctabieHsl Adanacernko O.C. (BU3P,

Cankr-IletepOypr).

JIJis oleHKH yCTOMYMBOCTH ObLIM BbIOpaHbl m30isaThl Cochliobolus sativus, u
Pyrenophora teres f. teres pa3au4HOTO MPOHMCXOXKICHHS OOJIAJAIOIINE XOPOIICH

CIIOCOOHOCTBIO K CIIOpoOoOpa3zoBaHUIO (Taldl.
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2.2. 1309 THI IATOT€HOB

3).

OneHka YCTOMYMBOCTH Ha

FOBCHUJILHOU CTaIuH B YCIIOBHAX UCKYCCTBCHHOI'O 3apaKCHHUA ObL1a IMPOBCACHA K.0.H.

Jlammaok H.M. mon pykoBoactBom akan. PAH, n.6.H. Adanacenxko O.C. (BU3P,

Cankr-IletepOypr) cormacuo meronukam Fetch T.G., Steffenson B.J. (1999) u

Tekauz A. (1985) ¢ momudukamusmu. B kauecTBe KOHTPOJII BO BCEX CIIydasx

MCIIOJIb30BaIM BOCIPUMMYUBBIA COPT XapPUHITOH.

Ta6muna 3. [Ipoucxoxaenue uzoisaros C. sativus u P. teres f. teres, ucrnons3oBanHbie B padoTe.

Ha3Banmue BoJe3ns, HasBanmue uzonsra IIpoucxoxnenue
naToreHa BbI3bIBaeMasi
NMaToreHoM
Cochliobolus sativus | TemHo-0ypas Ch3 Jlenunrpasckas 001acTh
IISITHUCTOCTD Kr2 Kpacnonapckuii Kpaii
018.2 Jlenunrpasjckas o01acThb
Cochliobolus sativus | KopaeBbie rauim 018.2 JlenuHrpajckas o61acth
Pyrenophora teres f. | Ceruaras narauctocts | S10.2 OuHIATHANSA
teres K5.1 Jlenunrpasjckas o01acThb
P3.4.0 Jlenunrpasnckast 06J1acTh
A2.6.0 AcTtpaxaHb
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2.3. OueHka ycTOMYMBOCTH B IOBEHWILHOH (pa3e

2.3.1. OueHka yCTOMYMBOCTH K 00JI€3HSIM: TEMHO-Oypasi
NATHUCTOCTH U ceTYATas NATHUCTOCTDH

CoxpaHeHre ¥ pPa3MHOXXEHHE H30JSTOB OOOMX TMATOTEHOB MPOBOJAMIM HA
MoudumpoBanHoi cpene Yaneka, coaepsxkameit 0,5 /1 KH2POq, 0,5 /1 MgSOy, 0,5
r/n KCl, 1,2 r/n moueBunsl, 20 r/n jakto3sl u 20 r/m arapa. Jasg mosydeHus
MHOKYJIFOMa W30JISAThl KYJbTUBUPOBAIM B TeueHue 14 cytok mpu temmeparype 18-
20 °C u doronepuone 124/129 mox ynerpaduonerom. B vamky Ilerpu gobapmisuim
JTUCTHUTHPOBAHHYIO BOJIY U COOMpaIN KOHUIUH C TOBEPXHOCTHU arapu30BaHHOM CPEIbI
mmareneMm. CycneHsuio (UIbTpPOBAIM 4Yepe3 JBa CJIOS Mapid s yAaJleHUs
dbparmentoB murienus. Konuentpanuio nHokymoma aopoawim 10 10 000 u go 5000
koHuui Ha Mut i C. sativus u P. teres, coorBeTcTBeHHO. J[J1s1 yirydIeHuss KOHTaKTa
KOHU/IMH C IOBEPXHOCTHIO JIUCTA K CycleH3uu 100aBisnu 100 MK/ MOBEpXHOCTHO-

akTUBHOTrO BetiecTBa Tween 20.

NHOKYyIALMIO MPOBOAWIM OINPBICKUBAaHHEM pacTeHud Ha 12-14 nenp mocne
[I0OCEBA MPH MOSBIECHUU BTOPOTO JINCTA. IHHOKYJIMpPOBAaHHBIE PACTEHUS NOKPBIBAIU
IJJACTUKOBBIMU TAKeTaMu W BbiaepxkuBanu npu 20-22 °C B teuenue 24 4acoB B
TEMHOTE MPU OTHOCUTENBbHOM BiaxkHOCTH 100%, 3aTem BoipamuBaiu npu 20-22 °C u

doTonepuone 164 nqeHb/84 HOUBL PU OTHOCUTENBLHOU BiIaxXxHOCTH 70%.

Peakiuio Ha MHQEKIUIO PErUCTPUPOBAIM HA BTOpoM Jymcte depe3 10-12 gueit
1oCJIe MHOKYJISIUK. YcTonunBOoCcTh K C. Sativus oneHuBamu mo 9-0anbHOM ImKame

(Fetch, Steffenson, 1999):

bamner 1,0-3,9 — ycroitunBocTth (R): ToueuHbie HEKPO3bI O€3 KPaeBOTro XJIOPO3a

HJIK C OYCHb HEC3HAYHUTCIIbHBIM XJIOPO30M;,
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4,0-59 — ymepennas ycroitumBocTh (MR): HEKpo3bl CpemaHero pasmepa c

OTYCTJIMBBIM, HO OTPAHUYCHHBIM XJIOPO30M;

6,0-9,0 — BocnpuuMumBOCTH (S): KpymHBIE HEKPO3bl C OTYETIUBBIMH

PaCpOCTPAHAIOIMUMHACA XJIOPO3aMHU.

VYcrounBocth P. teres onenuBanacek o 10-6ammpHoM mkane Tekaysa (Tekauz,

1985):
1 6amn — BbicOKast ycTOMUUBOCTH (Rp): ToueuHbIe HEKPO3bI, 0€3 XJI0p03a;

2-3 — ycroiuuBocTh (R): HekpoTHYecKHe MEJKHE IITPUXH C HEOOJIBIIUM

XJIOPO30M;

3.1-5.0 — HemosHas yYCTOWMYMBOCTH (IIPOMEXYTOUHBIM Tum peakmun) (MR):
HEOOJIbIINE HEKpoTHYeckue msATHa auamerpoM a0 0,5 cM, OKpyKEHHbIE YETKO-

BBIPpA’KCHHBIM XJIOPO30M;

5.1-6.9 — venonnas BocipuuMuuBOCTh (MS): HeKpoTHUECKHe TISITHA, THAMETPOM

0K0JI0 1 cM 1 60JbILIE, OKPYKEHHBIE XJIOPO30M;

7-10 — BocnpuuMuuMBOCTH (S): CIUBAKOIIMECS HEKPOTUYECKHE IISITHA,
OKPYXEHHBIC XJIOPO30M; TIPH THIIC PEaKIMH, OIeHEHHOM 1o Oamty 10, HEKpo3

IMOKPLIBACT BCIO IIOBCPXHOCTH JIUCTA.

2.3.2. OnpenesieHue YCTOHYNBOCTH K KOPHEBBIM THUJISAM

JlaGopaTopHbIe IKCIIEPUMEHTHI 110 3apaXKEHUIO BO30YIUTENIEM KOPHEBBIX THUJIEH
MPOBOAWIM B MOMEIIEHUU C PETYJIUPYEMBbIM KIMMaToM npu temneparype 23 °C u

cBeTOBOM mnepuojie 164 neHb/84. CemeHa uccieayeMbIX 00pa3lioB MpopaiiuBaid B
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TEMHOTE Ha CMOYEHHOW (QuibTpoBaibHOU Oymare B yamikax Ilerpu B Teuenue 2-3
cyToK. IIpopoieHHbIE 3€pHA MOMEMAIM Ha CTEPWIbHBIA NECOK, CMOYECHHBIN
JTUCTUWILTUPOBAHHOM BOJIOM, B IIaCTUKOBBIEC ropiiku o0bemom 200 mut (o 100 r nmecka
B KaXJ0W) U MHOKYJIHpPOBadu mo 10 M Ha TOPHIOK CYCHEH3UM C KOHIEHTpAIHeH
50 000 xomwmmmii/mi (5000 crmop Ha 1 1 mecka) msossarom C. sativus O18.2.
DKCHepUMEHT TPOBOJAMWIM B TPEX MOBTOPHOCTSAX MO 15 pacTeHuil Kaxknoro oopasma
(Bcero 45 pactenuil ansg kaxzaoro oOpasiia). B xauecTBe KOHTpOJIS MCIOJB30BAIA

TaKOC K€ 4YHUCJIO paCTeHI/Iﬁ KaXXJ01o o6pa3ua oe3 WHOKYJISIHUH.

Yepes 14 mgHeil mocie MHOKYNIALMM, KOTJIa PAacTeHUs HaXOMWIuch B daze 2-3
JUCTHEB, U3MEPSUIN MOBPEXIECHUE OOpa3loB SUMEHsS KOPHEBOM THWIbIO. PacteHus
OCTOPO’KHO HU3BJICKAIM U3 MECKA, KOPHU TIIATEIBHO IPOMBIBAIM BOJIOW U BU3YAJIBHO
OLICHUBAJIM CTENEHb MOPAXECHUS KOpPHEH M KOJEONTWIEeW Mo S5-0aibHOM wIKaje,

OCHOBAHHOM Ha IUIOIIAAU U OKPACKe y4acTKa IOPaKEeHHUS.

bamner or 0 mo 2,5 — ycroiuuBocth (R): HeOOJbIIKE CBETIO-KOPUYHEBBIC

MOpaXeHUs1 pa3MEPOM 10 | CM Ha KOPHSAX U OAMHOYHBIC IITPUXHU HA KOJICONTHIIE,

2,5 —2,9 — ymepennas ycronunBocTh (MR): cBeTJIO-KOpUYHEBBIC TIOPAKCHUS Ha

KOpHAX I[HHHOf/'I a0 1,5 CM, MITPUXH HA KOJICONITUIIC CHJIBHO BbIPAXKCHBI,

30 — 50 - BocmpuuMuHMBOCTH  (S):  CBETJIO-KOPUYHEBBIC/IPKHE
KOPUYHEBBIC/UEPHBIC TOPAKEHUS Ha KOPHAX JUIMHOW a0 2-2,5 CM W TOJHOE

OKpalllMBaHUC KOJICOIITUIIAA B CBCTHO-KOpPI‘-IHGBBIfI NI HpKO-KOpH‘-IHGBBIﬁ OBECT

(Canun, 2002).
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2.4. Boinenenue JJHK pactenuii

JIHK w3 pactenuii Baesu AByMs criocodamu. Iepsriii cioco6 (JAIHK mms SNP-
TCHOTUITUPOBAHUs) — ¢ ToMoIbio Habopa s Beiaenenus JJHK Qiagen (DNeasy Plant
mini Kit (250), I'epmaHus), COrIaCHO HHCTPYKIIMH TTPOU3BOTUTEIIS.

Bropoit cnoco6 (JAHK nmna II[P-ananuza) — coriiacHo MoaudUIIMPOBAHHOM
meroauke Plaschke et al., (1995). Ot 50 mo 100 Mr cBexeii 3eae¢HOM MacChl (JINCThS
JIBYX HEAEIbHBIX MPOPOCTKOB) MOMEMIATN B IPOOUPKY oObemMoM 1,5 mi1, qoOaBmisum
200 Mk 6ydepa mast sxerpakiuu [100 mM Tris-HCI, pH 7.5-8.0, 500 mM NacCl, 50
mM EDTA, 1.25% SDS, 0.38% Na;S;0s], n3Mensyanm ¢ moMOIIbI0 TOMOTEHH3aTOPA.
JoO6ansu 500 Mk Oydepa s SKCTpaKIMK, THKYOHPOBAIN HAa BOJSHON OaHe mpH
60°C B Teuenune 30 munyt. Jlobapmsanu 700 Mka cMecH XJIO0pOoPpOopM/H30aMHUIOBBIN
cnupt (24:1), nepememinBany 1 HeHTpuyruposanu B teuenue 15 munyt npu 12000
o6/mun. Jlna ocaxnenus JIHK x Bomgno#t daze mo6aBmsiu 1,4 ma 96% »srtanona,
oxjaxjaeHHoro mnpu -20°C, nentpudyrupoBaiu B teuenue 10 munyt npu 12000
00/mMuH. OcaloK BBICYIIMBAIIA HA BO3ayXxe U pacTBopsuid B 50 Mk 6ydepa TE [10MM
tpuc-HCI, pH 8.0; 1MM EDTA]. Konnenrpamuio JIHK omnpenensiu ¢ moMoIIbio

cnekrpodoromerpa «SmartSpec™Plusy (BioRad).

2.5. 'eHOTUNIHPOBAHHUE KOJUIEKIIUU

OO6pa3upl CHOMPCKOM KOJUICKIIMU ObUIM TEHOTHIIMPOBAHBI C HMCIIOJIH30BAHUEM
SNP-uuna «Barley 50 K Illumina Infinium iSELECT» (Bayer et al., 2017) na 06aze
komnanun Traitgenetics GmbH (I"atepcneben, ['epmanns). M3nauansuo nns 44 040
MapKepoB 4YHWNa OBUTM CKOHCTPYMPOBAHBI TpaiiMephl HJisi TOCJIEI0BATEILHOCTEH,
HETMOCPEJACTBEHHO MpUMBIKAOIMX K 1eiaeBbiM  SNP.  Drtamom, Ha3bIBaeMbIM
ammundukanueit, renom JJHK kaxxnoro o6pasua Obu1 ThicAYEKpaTHO yBeauueH. Jlanee
JIHK ¢dparmenTupoBaiy ¢ MOMOIIBIO JHJOHYKJIEa3 PECTPUKIMM W HAHOCWIM Ha

KPUCTAIIBI MaTpullbl myTeMm rudpuamsaimuu ¢ SNP-cnennduunabiMu mpaiimepamu ¢
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nocjenyomuM yanmuHenneM Ha 1 Hykneotun. Ilpu HaHeceHHM B peakTHBHOM cMecH
OPUCYTCTBOBAJIM  HYKJICOTHUIBI,  MEUEHHBIE  (IIOOPECICHTHHIMH  METKAMH,
npencraisirormMu ayuiens SNP. Hanecenue Ha 4ui npou3BOIUIOCH aBTOMAaTHUECKU
COTJIACHO PEKOMEHJAIMAM MPOU3BOIUTENS C HCIIOJIB30BAaHHEM OOOPYIOBAaHUS OT
komnanuu Illumina, ckanupoBaHue YUIIOB MPOU3BOIMIOCH MO TexHosnoruu [llumina
iScan.

JononuurensbHas nHpopManus o Jokycax gaHHoro SNP-uuna Oblia M3BJI€UYEHA

u3 pecypcoB BARLEYMAP (http://floresta.eead.csic.es/barleymap) (Cantalapiedra et

al., 2015), rae mapkepbl ObUIM COMOCTABICHBI C UX (PU3MUCCKUM IOJOXKCHHUEM Ha
tekymed Bepcun ¢ reHomom MorexV3 (Mascher et al., 2021) u reHermueckoit
no3uiert Ha kapte POPseq_2017 (Mascher et al., 2013, 2017)

Jlnst aHanm3a ObUTH OCTaBJICHBI TOJBKO T€ MapKephl, B KOTOPHIX JaHHBIC OBLIU
MOJTyYeHBI ISl BCEX HCCIENYyeMBIX COPTOOOpa3loB, M MHHOPHAs YacTOTa aJUIeIs
npessbimana 10 %.

JlaHHBIE 1T0 TEHOTUITUPOBAHMIO BRISIBUJIH JIBA BRICOKO TeTEPO3UTOTHBIX 00pasia —
copt MytaHT 68 m Masik, 1011 T€TEepO3UTOTHBIX JIOKYCOB JJII KOTOPBIX COCTaBHIIA
16.4% u 7,6%, COOTBETCTBEHHO. OTH OO0paslbl OBLIM MCKIIOUCHBI M3 aHaIN3a

accoIMaluil «reHOTUI-(HEHOTUI.

2.6. IlomyiiMOHHAS CTPYKTYypPa
AHanu3 MOMYJSIMOHHON CTPYKTYpPbhl KOJUIEKIIMA PACCUUTHIBAICS C MOMOIIBIO
nporpammuoro nakera STRUCTURE v 2.3.4 (Pritchard et al., 2000). ITonyasiiioHHast
CTPYKTypa aHaJN3UpOBajach, OCHOBBIBASICh HA IaHHBIX T€HOTUIIMPOBAaHUS Habopa u3
13 659 mapkepoB. s aHanu3a MOMYJSIIUOHHOW CTPYKTYpPbI, U YTOOBI COKPATUTh
pacdyeTHOe BpeMsi TpOorpaMmbl, ObUT BBIOpaH Kaabld BTOpou mapkep u3 27 319
IPOIICAIINX KOHTPOJIb KadecTBa. KonnyectBo cyomomyssiiuii (K) ObL10 BBIBEIECHO C

HCIIOJIb30BAaHUEM CMEIIaHHOMN MOJICIIN C KOPpPCIUPYHONIUMU YaCTOTaMU ajenen u
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JuHOM neproaa burn-in u3 5000 u 5000 moBTOpOB MapkoBCKoii e MouTe-Kapiio
(MCMC). IIpu BeIOOpE K cremyeT yduThIBaTH JBa TOKas3areis: 1) HaMMeHbIEE Ha
wiato 3HadeHWe K (UKCHUpyeT HCTUHHOE 3HAYCHWE CYONOMYJSIMiA;, 2) €clu HeT

HUKAKOM peajbHON CTPYKTYpBhI, TO 3HAU€HUE O OYJIET CUIIBHO MEHSTHCS.

2.7. I1oJTHOT€eHOMHBIN aHAJIHN3 ACCOLMALMIA
[TonHOTeHOMHBIA aHaAIU3 accoluanui ObUT BBINOJHEH MPU HCHOJIb30BAHUU
nporpammuoro makera TASSEL 5 (Bradbury et al., 2007) no cienyromeii hopmyie:
Y=Xa+ Qb +e,
rae Y —3To BEKTOp /Uit GEHOTUITUYECKUX 3HAYCHU, X — 3TO MaTpHUIla TEHOTUITMYECKUX
3HaYCHUH MapKepoB, @ — 3TO BEKTOp (hUKCHpPOBaHHBIX 3PdekToB Mapkepa, Q — 3To
MOMYJISAIMOHHAS CTPYKTypa M MOXeT ObITh nub0 Q-marpurieii, 1u0O0 TITaBHBIMH
KOMITOHCHTBIMHM M3 aHaJIM3a TJIaBHBIX KOMIIOHEHT, D — 3T0 BeKTOp (DPMKCHPOBAaHHBIX
3¢ (HEeKTOB NOMYISIUOHHONW CTPYKTYPHI, € — 3TO BEKTOP CIy4alHbIX 3(h(PEKTOB.
I'paduxu Manhattan Plots ObuTH TOCTPOCHBI ¢ MOMOIIBIO CKPHUIITA, CO3IaHHOTO B
nporpamMmmMHoM makete R (ckpunt mpepocrapiieH B pamkax [lepBoit MexmyHapoHOM
[Ixonsi-koudpepenuus BUP no konmuuectBennol renetuke, Cankt-IletepOypr, 2018).
J171s1 BBISIBIICHUS JIOKYCOB, aCCOLIMUPOBAHHBIX C MMPU3HAKOM, OBIJIO UCTIOIH30BAHO
HECKOJIBKO CTaTUCTUYECKUX MOJCIICH!
1) GLM — 060061eHHast TMHEHHAS MOIEb 0e3 yueTa MOMyISIHOHHON CTPYKTYPBI
2) GLM + Q — aHaIM3 ¢ y4eTOM HOMYJISIUOHHONW CTPYKTYPbI
3) GLM + PCA — aHanm3 ¢ y4eTOM IJIaBHBIX KOMIIOHCHT
4) MLM + K — aHanu3 ¢ UCIOJIb30BaHMEM CMEITIAHHON MOJICIIN ¢ Y4ETOM MaTPHUIIbI
poJACTBa.
Pesynprar aHamm3a C HCIONB30BAHMEM BCEX CTATUCTHUECKHUX MOCNeH
cpaBHuBaiM Ha rpaduke QQ plot mis BeIOOpa Hambosee MOAXOMAIICH MOACTH IS

Ka)XJ10ro Habopa JaHHBIX.
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Jlst onpenenieHus: ypoBHs 3HAaUMMOCTH SNP ObLTM HCTIOIB30BaHbI IBE MOMPABKHU:
(1) xoppekuus o boudepponu (Hommel, 1988), rae mopor 3naunmoctu (0,05) 6p11
nojesieH Ha oO0lllee KOJMYECTBO HCCIeAyeMbIX MapkepoB (27319) B pesynbrare
coctasun 1,8302*10°, u (ii) xpurepuii bensxamuna-Xox6epra (Benjamini, Hochberg,
1995) wm false discovery rate (FDR), ¢ moporoBeiM 3HaueHuem 0,05. UToObI
ONpENENINTh, KAaKUE MapKepbl IEPECEKIM MOPOTrOBOE 3HAYEHUE MO KPUTEPHUIO
bewxamuna-Xox6epra 3HaueHusi p-value, momyuennoie B mporpamme TASSEL 5,
IIPEABAPUTEIBHO PAHKUPOBAIMCH IO BO3PACTAHUIO. [lanee 3HaYeHNs YMHOKAJINCH Ha
o011ee KOJIMYECTBO TECTOB (B HALIIEM CITy4ae — KOJIMUECTBO MCCIEAYEMBIX MapKEPOB —
27319) n genuimch Ha COOTBETCTBYIOLIMI MapKepy panr. Mapkepamu, IpomeAIuMH
MOPOrOBO€ 3HAYEHHE, CUUTAINCh T€, 3HaAUeHHs p-value mo kpureputo beHxamuHa-
Xox6epra y kortopsix coctaBuiio Mmenee 0,05. Llenp kputepus FDR cocrosiia B ToMm,
yTOOBI 3a7aTh NOPOT HMXKE YKa3aHHOrO 3HayeHUs 1o BoH(eppoHu, 4TO MOIJIO
CHOCOOCTBOBATh IOMCKY MapKEpOB JOCTATOYHO 3HAYMMBIX, HO HE MPOLIEAIINX
xecTkuil mopor no boudepponu. Yposens «lIpeanonaraeMeliny paccMaTpuBaics s
MapKepoB, MMEIONIUX [JOCTATOYHO HHU3KOe 3HaueHue p-value mo 10°, HO He

IMPCBLICUBIINX ITIOPOI'OBOC 3HAUYCHHUC.

2.8. JIByo0okoBbIi ananau3 (2B-PLS ananu3)

[Tomumo Toro, uro Obul mpoBeaeH Meronq GWAS st 1aHHBIX TO KaXIOMY
U30JISTY B OTJEIBHOCTH, M BBISBIICHBI 3HAUMMbIC MapKEPhl, ACCOIUAIINN TaKKe ObLTH
HaMICHBI IPYTUM METOJOM — JABYOJIOKOBBIM aHaimu3oMm (2B-PLS). PLS ananu3 ObLi
MPUMEHEH K COBOKYITHOCTH (DEHOTHUITUYCCKUX MPHU3HAKOB TI0 OTHOIICHHUIO K KaXJOU

00JIe3HU ¥ TEHOTHITMYECKUM JaHHBIM Mpu oMoy nmaketa PAST 2.17 (Hammer et al.,
2006).
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CHauana ObUI IPOBEJICH aHAJIU3 TJIABHBIX KOMIOHEHT JJI BCEX JAHHBIX OLEHKH
(EHOTUITMYECKOTO 3a00JIEBaHMS OTICIBHO JUIsI TEMHO-OYpOW ISITHUCTOCTH, MJIS
CETYaTOU MATHUCTOCTHU U JIJI1 KOPHEBBIX THHUJICH.

['aBHBIC KOMIIOHEHTHI JJIsl JAHHBIX TEHOTUIHPOBAHUS OBLINM pacCUUTAHBI YEpe3
matpully paccrosuii (Gower et al., 1966). 3To ObUTO CHETaHO C HCIOJIBL30BAHHEM
naketa JACOBI4 (Tlonynun u ap., 2014). Jlng BeIUKCICHUS MATPHIBI PACCTOSHUS
MEXIY COpTaMHU SUMEHSI JUIUIOUIHBIN T€HOM sSUMEHs ObUIT 3aKOAUPOBAaH IU(POBOM
dbopmare, rae 3a 0 661 MPUHAT G GEKTOPHBIN ajuiesb, 3a 1 — He 3D PeKTOpHBIN alIeNb,
u cpennsisi ¢gopma Obuta 3akomupoBaHa kak 0,5. Jlns npumepa: AA amiens
ob6o3nauaercsa kak 1, AG — xak 0,5 u GG — kak 0.

JHanee ob6a Habopa IIaBHBIX KOMIIOHEHT OBUIM B3SIThI B KaueCTBE OJIOKOB ISt
NBYOJIOKOBOTO aHaiu3a (mepBblid HaObOp — (QeHoTunuyeckuii OJOK, BTOpOM —
TEHOTUINIUYECKUH) W B  pe3yibTare ObUIM MOJy4eHbl (PEHOTUNIUYECKUE U
TeHOTUITUYECKHE OMKOMITOHEHTHI, MAKCUMAJIbHO COOTBETCTBYIOIIUE JAPYT JIPYTY.

YTOoOBI BEIYUCIIHTH OTHOIICHUE MEKIY (DEHOTUITMUECKUMH W T€HOTHITHYCCKUMU
OMKOMITOHEHTaMu ObLIT MTPOBEJICH aHAJIM3 KOBApUALIUH.

Ta ¢enoTunuyeckas OMKOMIIOHEHTa, B KOTOPYHO (DEHOTUNUYECKUE MPU3HAKU
BHECIM HauOONbIIMKA BKJaJ, OblIa B3sTa Kak (PEHOTUNMYECKUH NpHU3HAK MpH
aCCOIIMATHBHOM aHAJIN3€ U BBISBICHHBIC MAPKEPHI JOJDKHBI OTPAKaTh OMPEIeTICHHBIH

YPOBCHB KOJINYECTBEHHOM YCTOﬁqHBOCTH KO BCCM HCCIICAYCMbBIM HU30JIATaM I1aTOI'CHA.

2.9. Anaqmm3 kanauaaTHbIX SNP 111 KOHCTPYHMPOBaHUA HA MX OCHOBE

KASP mapkepos u ajutenab-cnenuguunoro INI[P-mapkepa
[Tocme Toro kak kaHmuaaTHele SNP ObLIH  ompeaeneHbl, HYKJICOTHIHBIC
nocieaoBaTeabHOCTH, (rankupyronme SNP (mo 50 mH ¢ KaxI0d CTOpPOHBI) OBLIN
HKCIIOPTHPOBAHBI u3 0a3bl JAHHBIX Essemble Plants

(http://plants.ensembl.org/index.html)  ans  paspaborku  KASP-mapkepa. s
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MIPOBEICHUS KASP-resotunupoBanus MOCJIEI0BATEIILHOCTH, coJieprKallue

karauaataeie SNP, ObITM KOHBEPTHPOBAHKI B CIIEIYIONTUI (hopMart:

ATTAACGCTGGAGTTCCGAAACAAGCAGAGAAATTGCTCAAAAAAAT
GGA[C/T]GAGCTTTCCATGAAACCCAGCAGGGAACTATACATGGATGTGA
TGCGGGC,

rjae ajuienbHbie BapuaHnThl SNP mpeacTaBieHsl B KBapaTHRIX CKOOKax. JlanpHeimee
KASP renorunupoBanue Obuto mpoBeaeHo kommnanued LGC  Genomic

(BemukoOpuranus)  (http://www.lgcgroup.com). Awnanu3  pesyabtatroB  KASP

POBOJMIICS NpHU Ucionb3oBaHuu rporpamm SNP-Viewer u Microsoft Excel.

Amnenb-cnienuduanbiii [THP-mapkep k SNP-nmokycy JHI-HV50k-2016-156999,
NPEMIOKEHHOMY ~ aBTOPOM  JUCCEpPTallMM K  HKCIOJb30BAaHWIO B  KAyeCTBE
JMarHOCTHYECKOI0, pa3pabaThIBaJIC W arpoOUpOBajCsS B paMKax MarucTepcKout
pabotsl (C.A. I'opoben, HAT'Y) nox metoandeckum pykoBoAcTBOM K.0.H. IlloeBoit
O.}O. (MIul" CO PAH). Jlannsiii T11[P-Mapkep ocHOBaH Ha WCIOJI30BAaHWU TapPbI
onmuronykieoTuaHbIX TpaiimepoB 5'-CCTTTCCTGATTCGTGCTCTTTGG-3"' u 5'-
CCTGTAAAAAGACTTATATTTAGT-3', CKOHCTpYMPOBAHHBIX TPU TOMOIIA
xommbroTepHoi porpamMmmbl UGENE (Okonechnikov et al., 2012).

[TIP npoBoaniv B peaklIMOHHON cMecu 00beMoM 20 MKJI, COAEpKalen 5 MK
JHK, 1,8 MM MgCl,, no 0,2 MM kaxaoro tHT®, mo 1 MkM npsimoro u o6paTHOTO
cnenuuuneix npaitmepos, 1 exa. JJHK-nmomumepassl Taq, B Tepmorukiepe bBUC B
pexume: npeneHarypaus — 2 MuHyThl npu 94°C; 13 uukioB: neHarypauus — 15
cekyHn npu 94°C; omxur matpuibl ¢ npaitmepamu — 30 cexkyna npu 65°C (c
noHwwxkenuem Ha 0,7°C/muki); nmomumepuzanusa — 45 cekyHn npu 72°C; 24 uuknia:
neHarypauus — 15 cexynn npu 94°C; okur Matpuusl ¢ npaimepamu — 30 cexkyHa npu
56°C; nmomumepusanus — 45 cexynn npu 72°C; noctpauBanue [11P- ¢dparmenTos: 10

MUHYT Tipu 72°C.
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Dnekrpodopernueckuii anaaus [IIIP-ipoaykToB MpoBOUIN, KAaK OITMCAHO PaHEe
(Maniatis et al., 1982), ¢ monuduxauusimu. Paznenenne npoaykros 1P npoBogunmu B
2% arapo3nom rene, npurotoBieHHoM Ha TAE-Oydepe [40MM Tpuc-HCI pH 8.0,
20MM anetat Hatpus, IMM DJITA] ¢ noGaBieHrnEM OPOMUCTOTO STUAMS 10 KOHEUHOM
koHneHTparuu 0,01 mxr/mu. Hanocunu B kapMmaHbl Tensi MO 25 MK peakMOHHON
cmecu ¢ goOasienueM 5% raunepuna, 0,05% OpomdbenonoBoro cunero u 0,05%
KcuiieHMaHona. B kadectBe Mapkepa jumHbl (pparmentoB JAHK wucnons3oBaiu
mapkep «100 bp» (OOO Jlabopatopus MEJIMT'EH). Dnexrpodope3 Beau npu
Hanpsbkeann 90V B Teyenuwe 1 waca B anekTpodopesHoi kamepe Bio-Rad, 3atem

dbotorpadupoBanu B YD-cere.

2.10. CraTucTnueckasi o00padoTka pe3yjJbTaTOB

Crartuctuyueckyto  o0paOOTKy  JaHHBIX  MPOBOJWUIM C  MPUMEHEHUEM
koa(pdurenta xoppensiuun CroupmeHa, Il pacuyeToB HKCIOJIb30BaIM IPOrpamMmy
STATISTICA. dnarnoctuyeckyro 3QpGheKTUBHOCTH U IMIPOLIEHT BCTPEUAEMOCTH aJIIeis,
aCCOLIMMPOBAHHOIO C YCTOHYMBOCTHIO/BOCTIPUMMYHUBOCTBIO cpenu
YCTOWYMBBIX/BOCIIPUMMYHMBBIX O0Opa3llOB HE3aBUCUMOUN BBIOOPKH pPACCUHMTHIBAIN B
Microsoft Excel. /InarHoctuueckas 3(¢EKTHBHOCTh PACCUUTHIBAIACh Kak JOJIs
o0pa3loB, y KOTOPBIX HAJIMYKWE OJHOIO ajulelii COOTBETCTBOBAJIO YCTOWMYMBBIM
oOpasliam, a Jpyroro ajmiels — YyBCTBUTEIbHBIM B OOIIEM KOJIUYECTBE

TECTUPOBAHHBIX 00OPA3IIOB.
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I'masa 3. PE3YJIBTATDBI

3.1. 'eHoTMnIUpoBaHmue

Hcnons3yembiii B wuccienoBanuu uun coctouT u3 44040 SNP. U3 Hux
nomumopdubME okazamck 39 140 (89%). Ucnonb3yst 3aJaHHBIN TOPOTOBEIN YPOBEHB
yactothl ayuteneit (10%) 6b110 otodpano 27 319 (62%) mapkepos. Ouu 1 ObUIH Jajice
UCIIONIb30BaHbl JJI aHAllM3a acCcolMaIuil «Mapkep-npusHak». [lpu pa3mepe renoma
sumeHst 5,1*10° mH B cpeHEM NPUXOAMTCS OMUH Mapkep Ha 186 nH. B coyetanuu ¢
¢uznyecKoil KapToil T0 cocodCcTByeT 00Jiee TOUHOMY OIPENEICHHIO JIOKYCOB. Jlis
aHallM3a MOMYJSIIIHOHHON CTPYKTYphl M3y4aeMOi BBHIOOPKH M KJIACTEPHOTO aHaln3a

OBLJT B3SIT KaXKIbIH BTOPOM MapKep, 4TO COOTBETCTBOBaJO 13 659 mapkepam.

3.2. llomyasiuoOHHAS CTPYKTYPA U3y4aeMoil BLIOOPKH
C momompro nporpammbel STRUCTURE v 2.3.4 0611 mipoBeZieH HE3aBUCHUMBIHA
aHanu3 13 659 MapkepoB nJisi BBISBICHUS CTPYKTYpPbI HCCIIETYyeMOUM BBHIOOPKH JUIs
Kaxaoro uucia cyonomynsiuid K ot 3 mo 7. OneHka 3HAa4YCHHS MPaBIOMOAO0OUS
[LnP(D)] cpaBuuBanacs ¢ K Ha rpaduke 11 onpeieeHns ONTUMAIbHOTO 3HaYCHHS K
(puc. 5). bbuio onpeneneHo, uto «miaTo» HaunHaercsa ¢ k=4 u nocne k=6 peanpHas
cTpykTypa monyisauuua orcyrerByer (Pritchard et al.,, 2000). B wurore

UICHTU(PHUIIMPOBAHHO YEThIPE CYOTOMYIISIIIMY B HAllIeH KoJUTeKIuu (puc. 6).
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Pucynok 6. I'padux onpeaeneHuss ONTUMAIBHOTO KOJIUYECTBA MOMYIISIUH.

I'eHOTHIIBI STUMEHS pa3leIWIMCh HA YEThIpE TPyIIbI, coaepxkamue 17, 29, 20 u
34 % renotunoB (puc. 7). I'pynma Il comepkuT HamMOONBIINK MPOLEHT COPTOB
cubupckoit cenekuuu (67%). I'pymmsr 1, 1l u IV comepxat 31%, 30% u 39% Ttakux

COpPTOB, COOTBCTCTBCHHO.
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0.00

Pucynox 7. [lomynsiimonHast CTpyKTypa U3y4aeMoi BRIOOPKH.
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3.3. ®eHOTHNTUPOBAHUE KOJJIEKIIUM TYMEHS M0 MPU3HAKY

YCTOMYHUBOCTH K 00JI€3HAM

3.3.1. CeTuaTasi IATHUCTOCTH
duTonaTrooruyeckas OICHKa BBIOOPKH, cocTosmed u3 94 copTooOpasion
CUOMPCKON KOJIIEKIIMM STYMEHS TTOKa3ayia, YTO MPHU OIEHKE PEaKIMu MPOPOCTKOB Ha
00paboOTKy 4eThIpbMs H30JsTaMu maroreHa P.teres ycrowuusel 25, 21, 14 u 14%
TEHOTHUIIOB U cpeaneyctoruuBsl 19, 8, 9 u 16% renotunos k mzonaram S10.2, K5.1,

P3.4.0 u A2.6.0, cooTBeTcTBEHHO (pHC. 8).

|
_=—i

[Ikamna ycrottunBoctu mo Tekaysy

I | 1 [
VeroifunBsie CpenHeycroitunsbie CpeaHeBOCIIPHIMYHBLIE BocnpunMunBsie
R(1.0-3.0) MR (3.1-5.0) MS (5.1 6.9) S (7.0 10.0)

Pucynok 8. OreHka [OBEHWIBHONW YCTOWYMBOCTH CHOWPCKOW KOJUICKIIMHM SIYMEHS K CETYaTOM
nsaTHUCTOCTU. [loka3aHbl pe3ynbTaThl ONEHKM K 4YeThlpeM u3oistam maroreHa P. teres: K 5.1

(romy06oii), S 10.2 (cepsrit), P 3.4.0 (po3oBsiii), A 2.6.0 (cBeT/IO-3€1€HbIN).

Bcero dertbipe coprooOpasiia OKa3alucCh YCTOMYMBBIMM KO BCEM YEThIPEM
m3onaram P. teres (Omckuii rono3epHsid 2, Amar-Opa-OnHe, Ne 259/528, Omckuit
13709), u yeTbipe — yCTOWYUBBIMU K TpeM U3 ueTbipex uzonsatos (Kenp, Aneii, Anran-

Bbynar, Mecthsiii (ITpumopckwuit kpait)) (cm. Jlom. tadm. 3).
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ITpu paccMOTpeHUMH YCTOWYMBBIX OOpa3lloB B COOTBETCTBUM C IOJIyYEHHBIMU
rpynmnamMu (puc. /) HOJy4HIIOCh, YTO B NiepBoil rpymie 13% ycToWYuBbIX, BO BTOPOM
Tpynmne ycTONYMBBIE TEHOTUIIBI K BO3OYIAHUTENI0 CETYaTOW MSITHUCTOCTH HE

MIPUCYTCTBYIOT, B TpeThel — 11% u B yeTBepToit — 10%.

3.3.2. TeMHO-0ypasi IATHUCTOCTD
duronoToNoruyecKas OICHKAa BBIOOPKH, cocTosmmied u3 94 copTooOpasioB
CHOUPCKON KOJUICKIIMM SYMEHs [0Ka3zajia, 4YTO K BO3OYAMTEISIM TEMHO-Oypoi
msataucToctd C. sativus (m3omsatel Kr2, Ch3 u 018.2) ycroiiunBeiMu Obitu 17, 21 1

19% reHOTHIIOB, CPEIHEYCTOMYUBBIMY - 23, 26 1 34%, cOOTBETCTBEHHO (pHC. 9).

[xana ycroitunsoctu o Geruy u Creddencony
‘
—

VYeroituuseie R(1.0 - 4.0) Cpenueycroitunssie MR(4.1 - 5.9) Bocnpuumuussie S(6.0—9.0)

Pucynox 9. Ouenka 10BEHWIFHOW yCTOWYMBOCTH CHOMPCKOW KOJIICKIIMH K BO30YAMTENIO TEMHO-
Oypoii nsTHucTocTH. [Toka3aHbl pe3ynbTaThl OleHKH K TpeM m3oystam C. sativus: Ch3 (romy0oii),

Kr2 (cBetno-3enensiit), O 18.2 (cepsblit).

Hecars renotunoB (B-1, Komuan, Ceetuk, Aneid, buom, I'-21219, MytanTt 68,

Owmckwii roso3epubiii 2, CeBepHblii 1 CUTHA) OBUTH YCTOWYHMBBI KO BCEM 3 M30JIATaM

(cm. [orm. Tabm. 4).



82

M3 reHOoTHIOB, MPOSIBUBIIUX YCTOHYMBOCTh K TEMHO-OypoOil MATHUCTOCTH, K
NEPBOM TpyIINe OTHOCATCS 7% reHoTuroB, Bo BTopoit 18%, B TpeTweit rpymie 21% u B

yeTBepTon 23% COpTOB.

3.3.3. KopHeBble rHMJIN
duTonoTONIOTHYECKAs OIEHKa BBIOOPKH, cocTosimeid u3 94 coprooOpasioB
CHOUPCKON KOJUICKIIMU sYMEHs Tokaszana, uro k C. sativus, kak kK BO30yAMTEINIO,
BBI3LIBACMOMY KOpPHEBBIC THHIIM, B cilydae oOpabotku m3oistom O18.2 matoreHa
YCTOWUYMBOCTh TIposiBIsItOT  18%  coprooOpasiioB, Torma kak 11,5% Obumm

cpenneycroitunBbiMu (puc. 10).

[Mkana ycTOMYHMBOCTH
w

VYeroiiuuBble Cpenneycroitunssic BocnpunmurBsbie
R(0-2.5) MR(2.6-2.9) S(3.0-5.0)

Pucynok 10. OueHka IOBEHHMJIBHOH YCTOMUMBOCTU CHOMPCKOM KOJUIEKIIMU SYMEHS K KOPHEBBIM

ramsM. Vzygaemsrit m3omst O 18.2.

JlBa copta Koauan u Aneii Obutn yctoiiumBel k C. Sativus, kak BO30YIUTEIIO U

KOPHEBBIX THUJIEH ¥ TeMHO-0ypoii mataucroctu (cm. Jlom. tabd. 5).
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M3 TeHOTHNOB, MPOSBUBIIMX ycToWymBOCTh K C. Sativus, kak BO30YIUTEIIO
KOPHEBBIX THUJIEH, K epBoil rpymme otHocsTcs 20%, ko BTopoii — 22%, K TpeTheil —

16% u x ueTBepToit — 16% copTos.

3.4. I1oJTHOreHOMHBIN aHAJIN3 ACCOLMALMIA
[TonmyueHHple (eHO- W TEHOTHUIHWYECKUE JaHHBIC HCIOJIb30BAIHUCH IS
TIOJTHOTEHOMHOTO aHaJIM3a accolMaIuid. Pe3ynpTaThl BceX CTaTUCTUYECKUX MOJIEIIEH
npeBapUTEIILHO aHATM3UpoBaIKCH Ha Tpaduke QQ-plot, uroOsr momoOpaTe HanboIee

MMOAXOAAIIYIO MOACIIb AJIA KaXKI0I'0 Ha6opa JaHHBIX.

3.4.1. [louck JOKYCOB YCTOHYHUBOCTH STYMEHS K CeTYATOM NSATHUCTOCTH

AHanu3 ¢ UCHojib30BaHueM 0000meHHoN uHeitHoW Moaenu (GLM) Ge3 yuera
MOMYJISIIUOHHON CTPYKTYpHI MOKa3ajd OO0JbIIOe KOJIMYECTBO JIOKHOMOJIOKUTEIBHBIX
SNP Ha rpadure QQ-plot. [TpuHrMas BO BHUMaHHE aHAIU3 TJIABHBIX KOMITOHEHT JIJISt
ydera nonyssiiuoHHon ctpyktypbl GLM ananus (GLM + PCA) BbIsIBIII 2 3HAUUMBIX
SNPs na xpomocome 6H (B mokyce 55.03 cM) u 2 3naunmbix SNP Ha xpomocome 2H
(71.0-74.1 cM), acconMHpPOBaHHBIX ¢ YCTOMYMBOCTBIO K M30JaTy P.3.4.0 (puc. 10a).
Taxoke 8 SNP mpenmnonaraemoro yposas: 2 SNP na xpomocome 3H B untepsane 50.9-
54.8 cM, accormupoBaHHBIX C YCTOMUMBOCTHIO K N30Ty A 2.6.0 (puc 116), 3 SNP u
1 SNP na xpomocome 6H, 6im3ko k paiioHy, BeIABICHHOMY 11 m3ojsta P3.4.0 (B
jokyce 53.33 ¢cM) ObLTH aCCOIMMPOBAHBI C YCTOWYMBOCTHIO K M30J1sTy S10.2 (prc. 118)
u K5.1 (puc 11r). Tarxxe 1 SNP mpenmonaracMoro ypoBHs Ha Xpomocome 3H ObL1

BBISIBJICH 110 OTHOIICHUIO K n3oaty K5.1 B unrepBaiie 135.6-137.5¢M (puc. 118).
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Pucynok 11. Manhatten plot mist mogentn GLM + PCA u QQ plot (a) P 3.4.0 mpopoctkwu, (6) A 2.6.0
npopoctkH, (B) S 10.2 mpopoctkw, (1) K 5.1 npopoctku.

Ananuz GLM ¢ yuyerom nonynsanuonHoi cTpykTypbl (GML + Q) BbIsiBUI 1Ba
3HaunMbIX SNP Ha xpomocome 6H, acconMmMpoOBaHHBIX C YCTOMYMBOCTBIO K H30JATY
P3.4.0 (55.03 cM) (puc. 12a), onun 3naunmMbiii SNP Ha xpomocome 3H nnst uzonsita
A2.6.0 (50.9-54.8 cM) (puc. 126), omun SNP na xpomocome 1H mpeamnonaraemoro
ypoBHs 11 uzonsara K5.1 (57.29 cM) (puc. 12r).
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Expecied -Log 0(P-Valer) v -Log18(P-Vlue)
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Pucynok 12. Manhatten plot aius momenu GLM + Q u QQ plot (a) P 3.4.0, (6) A 2.6.0, (8) S 10.2, (1)
K 5.1,

MLM ananu3 c¢ ucnons3oBanueM wmatpuibl poactBa (MLM+K) He BbiBuI
3HaunMbix SNP (puc. 13). Ognako Obuto BbisiBiieHo 2 SNP (B sokyce 55,4 cM)
MpearoaraeMoro ypoBHsi Ha xpomocome 6H accommmpoBanHbix ¢ u3omsitom P3.4.0

(puc 14).

Expected -Log10(P-Value) vs. -Log10(P-Value) Expected -Log10(P-Value) vs. -Log10{P-Value) Expected -Log10{P-Value) vs. -Log10(P-Value)

™
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Pucynok 13. I'paduku QQ-plots monyuenusie nocne npumenennss MLM ananusa: (a) A 2.6.0, (6) S
10.2, (B) K 5.1.



Expected -Log10(P-Value) vs. -Log 10(P-Value)

-Logl10(p-valuc)

86

Bonferroni

Pucynok 14. Manhatten plot u QQ plot gias mogern MLM + K uzonsra P 3.4.0.

C momompio Mmeroma GWAS Ob1I0 BBISIBIICHO 6 TEHOMHBIX JTIOKycoB U 14 SNP,

aCCOIIMMPOBAHHBIX C YCTOMUMBOCTHIO K maroreny P. teres. Jlns uzonsta P3.4.0 — nBa

nokyca, 4 SNP; ms m3omsita A2.6.0 — oqun nokyc, 3 SNP; ans S10.2 — nBa nokyca, 5
SNP; u nns K5.1 — tpu nokyca, 3 SNP.

Tabmuna 4. SNP-mapkepsl, accouuupoBanHbie ¢ yctonumBocthio P3.4.0, S10.2, A2.6.0 u K5.1

W30JISITAMH BBISIBJICHHBIE HccneayeMbiMu Mojiensimu GLM+PCA, GLM+Q, MLM+K.

Jlokanu Jlokanu
3anus Ha 3anus Accou““pye
YacrToTa
Ha3zBanue ¢usnuec Ha mocth SNP
MMHOPHO
WM3oast | p-value | Moaeanb MapKepHOro Xp KoM reHeTH | AJlieJb c
ro
Jgokyca (SNP) KapTe yecKom ycToitunBoc
aJjieJasa
(mH) KapTte ThIO
(cM)
K5.1 5.89%10° | GLM+Q ;';&'3‘122"'2016' 1H | 441912080 | 57.3-582 | GIA A(0.21) G(0.95)
$10.2 1.82*10° | GLM+Q %'L'lb';‘,{igk'zom' 2H 31977763 | 23.2-23.8 | CIT C(0.46) T(0.68)
P340 | 144%105 | CtM*P | Bopas 12 31aa5e | 2H | 639288665 | 71741 | AJG G(0.20) A(0.5)
P40 | 742¢200 | CLM*P | JHEHVOOK-2016- oH | 630342580 | 71741 | AIG G(0.18) A(0.5)
A260 | 596%10¢ | CtM*P | SR Rs 186341%%* | 3H | 208365969 | 51.2 GIA A(0.40) A(0.92)
A260 |208*10 | CLM*P Jl'géé';‘éigﬁ'zm' 3H | 213632124 | 509526 | A/IG G(0.40) G(0.92)
A260 | 737%107 | GLM+Q ;'g;-g';;i&'f-mlﬁ- 3H | 213632124 | 50.9-52.6 | A/G G(0.40) G(0.92)
A260 | 101¥10° | GLM+Q | JHIHYI0k-2016- 3H | 490244247 | 526548 | AIT T(0.41) T(0.75)
GLM+P | JHI-HV50k-2016- 1356-
*10)5
K5.1 2.84%10 B 3H | 668951958 | 1000 | AIC c(0.11) AQL)




[Tponomkenne TaOIUIHI 4.
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Jlokanu Jlokanu
—— 3auus Accouunp
Ha3Banue X Ha Yacrora yeMoCTh
M3oast | p-value | Moaeas MAapPKEePHOro pusuuec reHeTd | AJulejb | MHHOPHOIO SNP ¢
Jokyca (SNP) KOii 4ecKoil ajens ycTOHYMB
KapTe (l]H) KaprTe OCTBIO
P (cM)

P3.4.0 324%10¢ | CWM*P | sop| R 230642+ 6H | 357492232 | 55.4 AIG A(0.22) A(0.83)
P3.4.0 8.11*10% | GLM+Q | SCRI RS 239642* 6H | 357492232 | 55,4 AIG A(0.22) A(0.83)
K5.1 3.14+105 | CEM*P 1 SeRi RS 230642%%% | 6H | 357492232 | 55.4 AIG A(0.22) A(0.55)
P3.4.0 2.97%10° | MLM+K | SCRI_RS_239642*** | 6H | 357492232 | 55.4 AlG A(0.22) A(0.55)
s102 | 272%10° | CLM*P ;';gg;gig,'f'mlﬁ' 6H | 350349968 | 54.89 TIC C(0.25) T(0.64)
P3.4.0 2.09%107 | GLM+Q | SCRI RS 224389* 6H | 360336381 | 55.4 cIT C(0.22) C(0.83)
P340 | 48ax10® | C"M*P | gcR| Rs 224380¢ | 6H | 360336381 | 55.4 cIT C(0.22) C(0.83)
P3.4.0 850%10° | MLM+K_| SCRI_RS_224389*** | 6H | 360336381 | 55.4 CIT C(0.22) C(0.83)
S102 | 495%10° | GLM+Q ;'318';‘5’3252016 6H | 142513704 | 52.6-53.8 | A/C A(0.30) c@)

s102  |23g*100 | CLM*P ‘;'318"7"5’2252016 6H | 142513704 | 52.6:53.8 | AIC A(0.30) cw

s102 | 220%10° | CLM*P ‘;';2'6"5'%22,52016 6H | 153234073 | 52.6-53.8 | CIT C(0.48) T(0.86)
S10.2 495%10% | GLM+Q | BOPA2 12 30021*** | 6H | 156957594 | 52.6-53.8 | A/G A(0.30) G(1)

s102 | 238*10° | CtM*P | Bopa2 12 30021%** | 6H | 156957504 | 52.6-53.8 | A/G A(0.30) G()

*- bortepponu, **- FDR, ***- [IpeamonaraeMsiii ypoBeHb

OOHapyXeHHbIE JTIOKYChI ObLIM HAHECEHBI HA XPOMOCOMHYIO KapTy.
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PI/IcyHOK 15. Jlokanu3anus reHOMHBIX paI>'IOHOB, BBISIBJICHHBIX B HACTOSIIEH pa60Te oo YCTOﬁQHBOCTH

K BO30YAMTENIO

ceTJyaTou IATHUCTOCTH,

Ha

KapTe

«Morex /

Barke

iSelect

map»

(http://bioinf.hutton.ac.uk/iselect/app/). L{BeT 03HaYaeT yCTOWYMBOCTH K PA3HBIM H30JISTaM: CHHHH —

A 2.6.0, xpacusiit — P 3.4.0, opamkessiii — S 10.2, 3enensiit — K 5.1, uepHsblif — yCTOWYMBOCTH cpa3y

K HCCKOJIBKHM H30JIATaM.
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3.4.2. IloncK JIOKYCOB YCTOMYMBOCTH TUMEHS K TEMHO-0ypoi

NATHUCTOCTH

AHanu3 ycTolunuBOCTH € nomoinbio GLM Mozenu ¢ yueTom riiaBHbIX KOMIIOHEHT
(GLM+PCA) mo3Bonmni BBISIBUTH T€HOMHBIA pailoH Ha xpomocome 3H, KoTopbIit
ACCOIMHUPOBAJICS C YCTOMYMBOCTHIO KO BCEM M30JsATaM. PaiioH Bkirrouan B ceos 18 SNP
Ha uatepBaiie 12.11 — 18.8 ¢M, u3 Hux Bce 18 accoruupoBanuch ¢ u3oiastoMm Ch3 (puc.
16a), 13 u3 atux 18 accormuposansl ¢ m3oisiTom O18.2 (puc. 166) u oqua SNP (JHI-
Hv50k-2016-157070) takke accoumupoBaics ¢ uzonsrom Kr2 (puc. 168). Takke,
npumensis kputepuit FDR MokHO paccmarpuBaTh Mapkepsl Ha xpomocomax 1H
(paiton 41.5 cM), 3H (paiton 105.95 cM), SH (paiion 97.3 cM) u 7TH (paiions 11.54
cM u 70.54 cM). Ognako kpurepuit FDR moxeT naBaTh JOXHO-TIOJOKUTEIBHBIC
pe3yIbTaThl, IOATOMY JIaHHBIE JIOKYCHI OyIyT B3STHI B pacyeT TOJBKO MPHU YCIOBUHU

JOITIOJIHUTCIBbHBIX HO):[TBCp)KI[CHHﬁ.

-Logl0(p-value)

6 F i / Benferrons
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-Log10(p-value)
-Log10(p-value)
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Pucynok 16. Manhatten plot s monenu GLM + PCA u QQ plot (a) Ch3, (6) 018.2, (B) Kr2.
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Mogens ¢ yderom mnomyasunoHHOH cTpykTyphl (GLM+Q) mokasana dersipe
TeHOMHBIX palloHa acCOIMUPOBAHHBIX C YCTOWYMBOCTHIO. M3 HUX ABa paiioHa (6 SNP
(puc. 17a) m 2 SNP (puc. 178) pacrosiokeHbl Ha Xxpomocome 1H B mHTEpBanax 41.5 —
42.35 cM u 57.3 cM, taxke 17 SNP BroisBiensr Ha Xxpomocome 3H B untepBaiie 12.11
— 18.83, 28 SNP, nokamm3yromuxcst Ha uHTepBasie 58.8 — 59.5 ¢cM, pacmonaraiuch Ha
xpoMocome 2H, Ho 0671aCTh, OTHOCAIIASACS K ATOMY JIOKYCY o4eHb 6oubias (181.2*10°
—582.8*10° nH) 1 MeI ipeanonaraem, uto cpeau SNP, BBIABIEHHBIX HA XPOMOCOME 2,
€CTh U JIOKHOMOJOXUTeNbHbIe (puc. 17a, 0). Taxe ObUT BBISIBIEH MapKep Ha

xpomocome 7H B paitone 13.88 cM (puc. 1706).

-Log10(p-value)

Eacnd eq s gtiF v

-Logl0(p-value)
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i
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Pucynok 17. Manhatten plots u QQ plots mist monenu GLM + Q: (a) Ch3, (6) 018.2, () Kr2.
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C nomorsto mosienu MLM + K 0bu10 naentudunmupoBano 7 SNP Ha xpomocome

3H o otHomeHwuto k uzonaty Ch3 (puc. 18a).

-Logliip-valuc)
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Pucynoxk 18. Manhatten plot u QQ plot xist mogenu MLM + K: (a) Ch3, (6) O18.2, (B) Kr2.

Metonom GWAS Ob110 BBIIBIEHO 6 TEeHOMHBIX JIoKycoB u 41 SNP,

aCCOIMUPOBAHHBIX C YCTOWMYMBOCTBIO K maTtoreHy C. sativus. Jlns wm3omsata Ch3 — 4

nokyca, 38 SNP; msa n3onara Kr2 — 2 mokyca, 3 SNP; u st O18.2 — 2 nokyca, 14

SNP.

Tabnuma 5. SNP-mapkepsbl, acconuupoBaHHbie ¢ yCTOWUMBOCTRIO K m3ossstam Ch3, Kr2 u O18.2,

BBISIBJIICHHBIE HccaeayeMbivu Mojiensimu GLM+PCA, GLM+Q, MLM+K.

Jlokanuza

Yacrora | Accoumumupye
HasBanmue Jloxkanuzanus us HA SNP ¢

N H3oasaT p-value Moaean MAapKepHOro Xp | Ha ¢pu3HUecKoli | reHerHyec |AJiejb Mm;opno MOET;:N"B
h sokyca (SNP) Kapre (H) KOii KapTe 0 yero o¢

(cM) aJutesst ThIO
1.69%10°0** GLM+PCA | JHI-Hv50k-
1 Ch3 1.05%1077* GLM+Q 2016-17526 1H | 32858572 G/A A(0.42) G(0.89)
*1 () 05%*
2 oS Stm}% SORLRSAST | 1k | 34712305 4154235 | TG | T(042) G(0.89)
Ch3 2.32%10°05%* GLM+PCA | BOPA1_5381-
3 ch3 6.63*10708* GLM+Q 1950 1H | 35128597 G/A G(0.38) A(0.89)
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Jlokanu3za; Jloxanmsa q A
Haszpaune A s Ha acTroTa ccouuupye
Ha MHHOpPHO | MocTh SNP ¢
Ne | HM3oasar p-value Moaean MAapKepHOro Xp . reHeTH4ecK |AJieb o
(bl/l3l/l'leﬂ<0n o ro ycronuuBoc
sokyca (SNP) o0ii kapTe
Kapre (1H) (cM) ajens TbIO
SCRI_RS_1408
-08: ! g
4 | ch3 674%10% | GLM+Q | o 1H | eona586 AG | A©0.46) A0.74)
o JHI-HVE0k-
5 |cn3 4214109% | GLM+Q | Hr i H | 6057740 GIC | G(0.46) G(0.74)
" JHI-HV50k-
6 |cn3 L4110% | GLM+Q | poid o H | 36010710 AG | G(0.48) A0.74)
" JHI-HV50k-
7 | ke 3194109+ | GLM+Q | JoiT o0 H | yar7e060 s AC | AQ.15) A0.5)
JHI-HV50k- :
-07.
8 | kr 8424107 | GLM+Q | JoiT o H | y1so10us GIT | G(0.15) T(0.5)
o SCRI_RS_1629
9 |cn 2404107 | GLM+Q | 3> 2H | os173630 AG | A©21) G(0.52)
;" SCRI_RS_1911
10 | ch3 132410% | GLM+Q | ¢ 2H | yora01es TIC | T0.22) C(0.53)
o BOPA2 12 11
11 | ch3 422410 | GLM+Q | oo 2H | 57080681 AG | A®.19) G(0.53)
SCRI_RS_2334
-06 ! !
12 | ch3 L1510 | GLM+Q | 5o 2H | 57083090 GIA | G(0.21) A(0.53)
58.8-59.5
13 | ch3 158*10%* | GLM+Q fCR'—RS—%’” 2H TG | T(0.21) G(0.53)
o SCRI_RS_1417
14 | ch3 4.22%10 GLM+Q | 5o 2H | sase7e18s AC | A©.19) C(0.53)
o BOPAZ2_12_30
15 | ch3 4224107 | GLM+Q | oo 2H | 50044408 AC | A®0.19) C(0.53)
JHI-HVE0K-
*10)-07*%
16 | ch3 4.22%10 GLM+Q | Joidbecs 2H | 492079773 AG | A®.19) G(0.53)
o SCRI_RS_2065
17 | ch3 4.22%10 GLM+Q | 5 [T [—— AG | A0.19) G(0.53)
ch3 7255109 | GLM+PCA 3H G(0.58)
0182 163*10%* | GLM+PCA | JHI-Hv50k- 3H A(0.53)
18 Cha 650710%% | GLM+OQ | 2016-155569 | 3H | -2322177 AG | A0.14) G(0.58)
0182 LO1*109* | GLM+Q 3A o A(0.53)
ch3 388*10%* | GLM+PCA 3H : A(0.63)
19 | 0182 6.94*107* GLM+PCA | JHI-Hv50k- 3H | 1 oean06s A/G G(0.1) A(0.59)
ch3 9.71%10%* | GLM+Q | 2016-155785 | 3H A(0.63)
0182 1.03*10% | GLM+Q 3H A(0.59)
ch3 1.56*10* | GLM+PCA 3H T(0.63)
0182 2.68"10%* | GLM+PCA | JHI-HV50k- 3H T(0.59)
20 I cha 2.78%10% | GLM+Q | 2016-155803 | 3n | +2°/89% AT | ADD T(0.63)
0132 386*10%* | GLM+Q 3A T(0.59)
ch3 388*10%* | GLM+PCA 3H A(0.63)
0132 6.94107% | GLM+PCA | JHI-HV50k- 3H A(0.59)
2L Chs 9.71710% | GLM+OQ | 2016-155805 | 3H | -2>/8789 1649 AG | GOY) A(0.63)
0182 1.03*10%* | GLM+Q 3A A(0.59)
ch3 156*10%* | GLM+PCA 3H G(0.63)
0182 2.68"10%* | GLM+PCA | JHI-Hv50k- 3H G(0.59)
22 Icha 2.78%10% | GLM+Q | 2016-155806 | 3H | -2>/8778 AG | AL G(0.63)
0182 386*10%* | GLM+Q 3H G(0.59)
23 | ch3 0.45+4109 | gLM+Q | JHI-HVE0k- 3H | 12503956 AT | A0.14) T(0.68)
: 2016-155951 : :
ch3 156*10%* | GLM+PCA 3H G(0.63)
0182 2.68%10%%* | GLM+PCA | JHI-HV50k- 3H G(0.59)
%4 Icha 278510% | GLM+Q | 2016-156062 | 3H | -2286518 AG | AL G(0.63)
0182 386*10°%* | GLM+Q 3H G(0.59)
Cch3 LOG*107* | GLM#PCA | '~ 3H 15.01-15.16 T(0.63)
25 | 0182 4.80*10%** | GLM+PCA 201'6_1’56364 3H | 13214780 TIC C(0.1) T(0.59)
Cch3 2.12°10% | GLM+Q 3A T(0.63)
ch3 505107* | GLM+PCA | JHI-HV50k- 3R
26 Chs 85610 | GLM+OQ | 2016-156310 | 3H | 0214125 S ©(063)
Cch3 1.76*10%%* | GLM+PCA | JHI-HV50k- 3A
27 Icha 3367107 | GLM+Q | 2016-156320 | 3 | 10213342 G/IA | 6(025) 6(068)
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Jloxkaauzauus Jloxanmsa Yacrota | Accouuupye
HaszBanue nus Ha
Ne | HM3oasar p-value Moaenn MAapKepHOro Xp na oo remetnuec |Antens | T OPHO | MocTh SNP ¢
nokyca (SNP) pusnyeckoii 10l KapTe ro ycToiftunBoc
Kapre (1H) (cM) ajens TbIO
Ch3 7.10%10°%8* GLM+PCA 3H T(0.63
018.2 2.40*10%** | GLM+PCA | JHI-Hv50k- 3H AT A01D) T€0-59;

28 2016-156336 13212930 T(0.63)

Ch3 1.15%1097* GLM+Q 3H
05 JHI-HV50k-

29 | ch3 3.16*10%** | GLM+PCA | )/ /oeno 3H | 13199742 AIC C(0.2) A(0.56)
Ch3 3.88*10%8* GLM+PCA 3H A(0.63)
018.2 6.94*1007* GLM+PCA | JHI-Hv50k- 3H C(0.10) A(0.59)

30 Icha 9.71710% | GLM+Q | 2016-156387 | 3H | ~o-08607 CIA A(0.63)
018.2 1.03*10°%+* GLM+Q 3H A(0.59)

31 | 0182 1.21*10%** | GLM+PCA | SCRI_RS 8644 | 3H | 13851550 AIG A(0.22) A(0.53)
Ch3 9.00%10%%* GLM+PCA 3H T(0.63)
018.2 9.90*1097* GLM+PCA | |\ \coy 3H cIT T(0.18) T(0.65)

32 | Ch3 3.24*1010* GLM+Q 2016-156820 3H T(0.63)
018.2 6.79%1098* GLM+Q 3H | 14017928 T(0.65)
Ch3 3.04*10%** | MLM+K 3H T(0.63)
Ch3 2.88*1077* GLM+PCA | JHI-Hv50k- 3H

B ha 373105 T MLMTK 2016-156833 3n | 14019492 15.16 TIA T(0.29) T(0.65)
Ch3 1.09%10%9* GLM+PCA 3H A(0.63)
018.2 3.88*1077* GLM+PCA | |\ e 3H AIG A(0.18) A(0.65)

34 | Ch3 3.36*101* GLM+Q 2016-156842 3H | 14020389 A(0.63)
0182 2.81*107%* GLM+Q 3H A(0.65)
Ch3 5.77*1077* MLM+K 3H A(0.63)
Ch3 2.67*1010* GLM+PCA 3H AIC A(0.25) A0.74)

*1 ()-10% JHI-Hv50k-
35 | Ch3 9.21*10 GLM+Q 2016.126999 3H | 14306317
ch3 1.77%10°%=* MLM+K 3H
Ch3 1.16*101* GLM+PCA 3H C(0.68)
Kr2 1.08*10%+* GLM+PCA 3H clG C(0.19) C(0.69)
36 0182 8.52%1070%* GLM+PCA | JHI-Hv50k- 8H | | 1037637 ' C(0.65)
Ch3 1.41*1010% GLM+Q 2016-157070 3H C(0.68)
018.2 4.97*1077* GLM+Q 3H 1735-18.8 C(0.65)
Ch3 1.94*10%5* MLM+K 3H ' : C(0.68)
Ch3 6.54*1099* GLM+PCA JHI-HVE0K 3H TIA T(0.25) T(0.74)
37 | Ch3 1.09%1098* GLM+Q - - 3H
on3 238°10%% | MLMK 2016-157182 o | 14349924
38 | ch3 3.92%10%+* | GLM+pCA | JHI-HV50k- 3H | 15617068 GIA | G(0.27) G(0.68)
2016-158003
. JHI-Hv50k-

39 | ch3 1.80*10 GLM+PCA | & 04423 3H | 559660284 AIC A0.1) C(0.74)
1 05 JHI-Hv50k-

40 | ch3 5.01*10 GLM+PCA | 5016 118808 TH | 4370076 11.54 cIT C(0.12) T(0.68)
. JHI-HV50k-

41 | 0182 1.67*10 GLM+PCA | 5 1e1o69 ™H | 17358749 13.88 AT T(0.12) A(0.65)

*- bouepponu, **- FDR, ***- [Ipeamnonaraemsiii ypoBeHb

OOHapy>KeHHBIC JIOKYChI ObLII HAHECEHBI HA XPOMOCOMHYIO KapTy (puc. 19). Ectb

JIOKYCBbI, aCCOIITMMPOBAHHLIC C YCTOﬁqHBOCTBm K OOJHOMY H3 TPCX HCCICAYCMBbIX

U30JISTOB (M30JsAT-cienupuyHble), HanpuMmep, Ha xpomocome 1H ycrToilumBoCTh K

Pa3HbBIM IITaMMaM IIaTOI€Ha aCCOOMHPYCTCA C pa3HbBIMU JIOKyCaMH, €CTb JIOKYCHI,




ACCONMHUPOBAHHBIC C YCTOP'IIIPIBOCTBIO K ABYM H30JIsiITaM, a4 €CTb C Oonee HIPIpOKOﬁ

YCTOMYUBOCTBIO.
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PI/ICYHOI( 19. Jlokanuzanus reHOMHBIX paﬁOHOB, BBISIBJICHHBIX B HACTOSIICH pa60Te oo YCTOﬁqHBOCTH

K BO30yOUTENI0 TEMHO-Oypoil MATHUCTOCTH,

Ha KapTe

«Morex [/ Barke

iSelect map»

(http://bioinf.hutton.ac.uk/iselect/app/). 1lBeT npsMOYTrOJLHUKOB O3HAYAET YCTOMYMBOCTH K Pa3HbIM

uzonsitam: cunuii — Ch3, kpachsiii — Kr2, 3enensiit — O18.2, yepHblil — yCTOWYMBOCTh K HECKOJIBKUM

HU30JIsATaM.

Ha XpOMOCOME.

* - SNP pa3menieHbl Ha OCHOBE COMOCTaBICHUS (PU3NIECKON U T€HETHYECKON MO3UIUI
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3.4.3. I1ouCK JIOKYCOB YCTOMUYMBOCTH K BO30yIMTE0 KOPHEBBIX
THIWIEH M aHAJIHU3 KOppeasiiui (PEHOTUNHYECKUX JAHHBIX 110
ycroiitunBocTH K C. sativus, kak Bo30yauTesi 1 KOPHEBBIX THUJIEH U

TEMHO-0YpPOH NATHUCTOCTH

Ha 0a3e BU3P 6buto mpoBeneno 3apaxkenue usonssrom 018.2 C. sativus, kak
BO3OY/AHMTENSI KOPHEBBIX THWIEH C IENbI0 BBIABICHUS ycToWumBocTH. COTJIAcHO
ucnoinszyemoir metoauke (Adanacenko O.C., 1987) 20% reHOTHITOB OBUIM BBICOKO
yctoiuuBbl U 11% renotunos Obutn cpenneyctoitunbl. GWAS He BBISIBUIT 3HAUUMBIX
SNP.

B nanHOM uccienoBaHuu MpoBENU KOppEIsIMoHHbIN aHanu3 (1o [lupcony) mis
CpaBHEHUSI OLICHOK 3apa)K€HUsI BO30YIUTETIEM TEMHO-0YpOil MATHUCTOCTH U KOPHEBBIX

rHUIeH. Pe3ynpTaThl mpuBeeHbI B Ta0HIIE 6.

Tabnuna 6. KoppenaunoHHbI aHAIW3 U YPOBEHb 3HAYMMOCTH Koppensuuu no [lupcony mexmay

IIoKa3aTciIsiMu YCTOﬁHHBOCTH K pa3HbIM U30JIITaM TeMHO-6yp0171 MATHUCTOCTH U KOPHEBBIX THUJIEH.

p-value TemHo-Oypast TemHo-Oypast TemHo-0ypast KopHeBbie raum1

ISATHUCTOCTD [SATHUCTOCTD ISITHUCTOCTh (018.2)

Koppensius (Kr2) (Ch3) (018.2) )

Temuo0-0ypast _

msitHucTOCTh (KIr2)

TemuO0-0ypast

mwitHrcTOCTh (Ch3) 0.61 j

Temuo0-0ypast

mrtHrcToCcTh (018.2) 0.69 0.73 i

KopHeBble THUIHI

(018.2) 0.23 0.25 0.22 -

YpoBeHb 3HAUNMOCTH 3HAYCHUI KOPPEIALUi BO Bcex ciaydasx cocrasmsut P < 0.001.

Kak MoxHO 3aMeTuTh M3 TaOnuubl 6, KOppensduus MeXIy YCTOMYUBOCTHIO
pacTeHUM SIUMEHSI K pa3IMYHbIM U30JIATaM OJIy4YHIIach 10BOILHO Bbicokoii (0T 0.61 1o
0.73). Koppensust Mexay yCTOHYHMBOCTBIO K KOPHEBBIM THHJISIM M TEMHO-Oypoi
MATHUCTOCTH BapbupoBaiack oT 0.22 1o 0.25. 310 cuiibHO MeHbIlEe U 00BsicHsET 6%

U3MeHUYMBOCTU. M3MeHunBOCTh, win paszmep dddexra, ompenensercs Kak KBajapaT
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ko> uumenta koppensuun, ((0,25)% = 0,06). CoorBercTBeHHO 3a 94% OTBEYAIOT

HEU3BECTHBIC (DAKTOPBI.

3.5. PLS ananu3. BeisiBjienue paconecnenupuuHoii ycToiauBoCcTH
AHanu3 acconuanuii Tak e ObLI MPOBEJEH C Ucodb30BaHueM 2B-PLS ananuza.
K coBOKYyNMHOCTH ()EHOTUIIMYECKUX NMPU3HAKOB — OLIEHKH YCTOMYMBOCTH CHUMIITOMOB
Ka)XI0M OO0JI€3HM M I€HOTUIIMYECKUX HaHHbIX Obul mpuMeHeH PLS ananmus u Obuam

IMOJIYYCHBI OMKOMITIOHCHTEI.

3.5.1. TemHO-0Oypasi IATHUCTOCTD

KoBapuanusa «(peHOTUN-TeHOTUI» OblUIa paccuuTaHa Kak HaOOp JIMHEHHBIX
oukomnoHeHT (Tabma. 7). [lepBbie Tpy OMKOMIIOHEHTHI cOCTABISAIOT 94,9% oT ol0miei

KOBapHaluu.

Tabmuua 7. Kopapuanus “@eHOTUII-TEHOTUIT IBYX OJIOKOB TJIaBHBIX KOMITOHEHT.

Ocn KoBapuarnust mapsi IporeHt ot obmIeit
OMKOMITOHEHT KOBapUaluu
1 18.9 68.0
2 8.9 14.9
3 7.9 11.9
4 4.0 3.1
5 3.3 21

B nanpHeiimem anaiuse Obula MCClIEOBaHA KOPPEIALIUS MEXAY MOITYyYeHHBIMU

3HAYCHUSMHU (PUTOTIATOJIOTUIECKHUX OICHOK U TpeMsl OMKOMITOHEHTaMu (Talur. 8.)
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Tabmumna 8. KoaphuiueHTsl KOppensiiiui HUCCISIyeMbIX MPU3HAKOB C TPEeMsi OMKOMIIOHEHTaMH

(ycroituuBocth k C. sativus).

[pu3Hak [epBas 6bukoMmoHEeHTa Bropas 6ukommoHeHTa Tpersst OUKOMITOHEHTA
®enotumu | 'enotunndye | @enorun | reHorunuue | Oenotunumuec | ['eHoTHmMue
Yeckast cKas nyeckas | ckas Kast cKas
Wzomst Kh2 0.81* 0.55* -0.16 -0.15 0.24* 0.25*
Uzomst Ch3 0.90* 0.58* 0.22* 0.08 -0.10 -0.11
W3zomar O 18.2 0.90* 0.64* -0.10 -0.12 -0.03 0.03

* xoppesius 3HaunmMas (p-value < 0.05)

B tabnume 8 mpexactaBieHsl  KOIDPUIMEHTH  KOPPEISLUH — MEXKIY
OMKOMIIOHEHTOH U YCTONYMBOCTBIO PACTEHHI sTAMEHS K 30JsTaM maroreHa C. sativus.
BunHo, 4T0 yCTOWYMBOCTH KO BCEM U30JISITAM KOPPETUPYET C MEPBOI OMKOMIIOHEHTOM
(tabm. 8). [ToaToMy OHa OTpaXkaeT OOIIYI0 YCTOWYUBOCTH K BO30YIUTEITIO TEMHO-0YpOi
MSATHUCTOCTH.

Koppensiust Mexay BeKTOpaMu IMEpPBOM (PEHOTUNMYECKOW OWKOMIIOHEHTHI U
NepBOM reHOTUITHYECKOM Toka3zaHna Ha pucyHke 20. [Ipu paccMoTpeHnn ycTOMUnBOCTH
COPTOB K pPa3JIMYHBIM M30JIATAM MAaTOr€Ha OKa3aJloCh, YTO COPTA, NPOSBHUBLIME B
OCHOBHOM YCTOMUYMBOCTb, COOMPAIOTCS HA OJTHOM KOHLIE KOPPEIALMOHHOTO obJaka (8
COpPTOB). A cOpTa, BOCHPUUMYHBBIE K MATOreHY BO Bcex HcnblTaHusAX (30 copToB) — Ha

JPYroM KOHIIE KOppensaiuoHHoro odmaka (puc. 20, Tadi. 9).
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[MepBas eHOTHITHYECKAsA OH-KOMIIOHEHTA

HepBaﬂ TCHOTHITHYECKAs OH-KOMITOHEHTa

Pucynok 20. I'padux nepBbIX OMKOMIIOHEHT, MOJy4YeHHbIX ¢ nomouibio PLS ananuza no reno- u
(deHoTUnMYEeCKMM JaHHBIM. ToukaMu 0003HaueHbl copTa. KpacHbIM LIBETOM IIOKa3aHbl COpPTa,
IPOSIBUBILKE BOCIPUUMYHUBOCTb KO BCEM HCCIIEIyEeMbIM H30isTaM (S), cuHUM — ycroituusble (R),
3€JIEHbIM — COpTa, IPOSBUBILKE Pa3HbI TUI BOCHPUMMYUBOCTH K M30JsTaM. ByKBbI B CKOOKax
0003HAYAIOT THIl YCTOHYMBOCTH K OXHOMY M3 H30J4TOB. (S) — BocmpummuuBblii copt, (MS) —

cpenneBocpurMYKBbIiA copt, (MR) — cpenneycToiunBslii copt, (R) — ycTOWYMBBIIA COPT.

Kaxk pe3ynbTaT, ObUIH BBISBJICHBI ABE TPYNIbI: YCTOMYUBBIX U BOCIPUUMYUBBIX
COPTOB K BO30YIUTENI0 TEMHO-Oypoil msaTHUCTOCTH. COOTBETCTBEHHO, MOKHO
MPEANOJIOKUTh, YTO BBIICIUBIINECS TPYIIMbl YCTOMYMBBIX COPTOB O0JIAIAIOT TOMU
FEHETUYECKON KOMITOHEHTOM, KOTOPAsi OMPEEIIAET PEAKIIUIO HAa 3apaKEHUE U30JISITAMA

NaTOTr'€Ha, BBI3BIBAIOIIETO TEMHO-0YPYIO MATHUCTOCTD (Ta0II. 9).
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Tabmuua 9. Copra, muddepeHIpoBaHHbIe ¢ TOMOIIBIO Tpaduka OMKOMIIOHEHT Ha YCTOWYMBBIC H

BOCIIPHMUMMYHUBELIC 110 OTHOIICHHIO K 0oe3Hu TeMHo-6ypa${ IIATHHUCTOCTBD.

Bocnpurmuusele copra: YcTonuuBbIe cOpTa:
Abyssinia brom
Anar-Opa-Oune '-21219

ApHa OMCKuid ro03EpHBIN 2
ABaJoH Ceruk
["omozepHsiii 1 CeBepHblit

Ilmen bapxarHblii

Jngve Komuan
Kpacnosipckuii 1 B-1

Kypsep

J-1

Mennyc

Mepur 57

Mecthabiit JlarecTaHCKUH
MecTHbIil Dduonckuii
MockoBcknii 121
MyTtaHT 68

Hopn 112412
Hocosckuii 11

Hytanc 970

OMckuii royio3epHsin 1
OpenOyprckuit KOpMOBOM
[Ipuekynbckuii 14

Peiin

Camra

Cumbat

Taranaii

Tarym

Temn

Bukont

Myrant Bunepa
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3.5.2. CeTuaras nATHUCTOCTDH

PaccunutbiBass KoBapuanuio «(EHOTHUII-TEHOTUID» s OOJIE3HM ceTdyaTas
NSTHUCTOCTH MOJTYYHIIM, YTO HA MEPBYIO OMKOMIOHEHTY npuxoautcs 61,0% ot oOrieit
KOBAapUallMWd, a Ha TPU IMEepBble OMKOMIIOHEHTHI npuxoautrcsa 93,5% ot obmiei

KoBapuaThl (Tabi. 10).

Ta6muua 10. KoBapuanus “@eHOTHII-TeHOTHIT” IBYX OJIOKOB TJIaBHBIX KOMIIOHEHT.

Ocn KoBapuanus napsi [IponenT oT OOMICH
OMKOMIIOHEHT KOBapualuu
1 2.4 61.0
2 0.8 204
3 0.5 12.0
4 0.3 6.6

,Z[anee pacCUuTaIn KOPPCIIALINUIO MCKIY YCTOﬁqHBOCTblO K U30JITaM IIaTOIrCcHa

U TpeMs OMkoMmoHeHTam#u (Tadi. 11).

Tabmuua 11. KoadduuueHTsl Koppeasiiuuyn UcciaelyeMbIX MPU3HAKOB (YCTONYMBOCTh K H30JSTaM

P. teres) c mepBbIMU TpeMsi OUKOMITOHEHTAMHU.

IIpusHak [lepBasg GUKOMIIOHEHTA Bropas 6ukommnoHeHTa TpeTsst OUKOMITOHEHTa
®enorunu | I'enorunuue | peHoTumuue | reHorunuue | OEHOTHNUYE | TEHOTHITNYE
yeckas cKast cKast cKast cKast cKast

Wzomsar A2.6.0 0.87* 0.53* -0.08 -0.05* -0.51* 0.16

Wzomsr P 3.4.0 0.84* 0.42* 0.01 -0.002* -0.68* 0.36*
W3zomsar S 10.2 0.61* 0.43* -0.74* -0.49* 0.20 0.23*
Hzomar K 5.1 0.77* 0.57* 0.51* 0.42* 0.038 0.25*

* koppensiuus 3Haunmast (p-value < 0.05)

B tabmune 11 mpeacraBieHsl KOIPPUIUEHTH KOPPEISIUN I UCCIETYyEMbBIX
U30JISITOB TartoreHa P. teres Ha cramguu mpopocTkoB. BumHo, 4TO mpopocTkoBas

YCTOMYMBOCTh KO BCEM H30JIITaM KOPPEIUPYET C MEepBOMl OMKOMIOHEHTOU. Tak xe,
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ycToiunBocTh K m3oyaTam S 10.2 m K 5.1 3Haunmmo KoppenupyeT cOo BTOpOH
(GeHOTUNMYECKOM ¥ TEHOTHUIHYECKOW OMKOMIIOHEHTOM C pa3HbIMU 3HAKaMHU.
[Tomyyaercsi, YTOo TONBKO TepBas (PeHOTHUNHUECKass KOMIIOHEHTa OTpakaeT
COBOKYIIHYIO YCTOMUYMBOCTb KO BCEM B3ATHIM B aHAJIU3 (DEHOTUIIUYECKUM MPU3HAKAM
(rabu. 11).

B pesynbrate PLS aHanu3a Ha ocHOBE TeHO- U (DEHOTHUIUYECKUX JAHHBIX MO
NepBOl OMKOMITIOHEHTE B JIKCIIEPMMEHTax M0 aHalu3y YCTOMYMBOCTH K P. teres
chOpMHPOBATUCH JBE TPYIIHI COPTOB: YCTOHYMBHIX (11 COpPTOB) M BOCIIPUMMYHMBBIX

(31 copT) k ceTuaToit mATHUCTOCTH (pHc. 21, Tadi. 12).

TTTERY(RY(R) (R)
®: (R) (R) (R) (MR)
....% (MR) (MR) (MR) (MR)
& (R)(R) (5)(8)
# (S) (S) (MR) (MR)
T $) (MS) (MR) (R)
i t : i : : : * (8) (S) (MR) (S)
. : " S y — - - ey S (MS)-MS) (MS) (MS)
’ ! ‘ #°5) (5) (5) (MS)
(S S) S

[lepBas enorunmyeckas OU-KOMIIOHEHTA
2 ,l_, "

IlepBas reHOTHNIHYCCKas ON-KOMIIOHEHTA

Pucynok 21. I'paduk pacmnpenencHusi coptroB MeTogoM PLS aHaim3a MO TeHOTHIWYECKUM H
(eHOTHITHUECKUM TaHHBIM (ycTOHUMBOCTH K P. teres). Toukamu SBISIOTCS HCCICIOBAaHHBIC COPTa,
OyKkBbI B CKOOKax 0003HAYalOT THIl YCTOMUMBOCTU K OJHOMY M3 H30JATOB. KpacHbIM ILBEeTOM
NOKa3aHbl COpPTA, TMPOSBUBIINE BOCIPHUMYHUBOCTH KO BCEM HCCIEAyeMbIM wu3oisTaM. (S) —
BOCTIPUUMYKBEIA copT, (MS) — cpenneBocnpuumuuBbiii copt, (MR) — cpenneycroituuBblii copt, ®

— YCTOMYUBBIN COPT.
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Tabmuua 12. Copra, quddepeHIpoBaHHBIE ¢ TTOMOMIBIO TpaduKa OMKOMIIOHEHT Ha YCTOMUYMBBIEC U

BOCIIPHMUMMYHUBEIC 110 OTHOIICHHIO K 0ose3HH ceTyaTas NATHUCTOCTD.

Bocnpunmuuselie copra:

YcTonuuBbIE COpTA!

[-19951

ABaiioH

Hopn 112412
Tarym

[-21038

[-21671

buom

Tanan

Tanan

[-21219

Jugve
Bopcunckuii 2
Omckuii rosozepHsiil 1
Ockap

Apuekac

Ada

Taranaii

Curnan
3epHorpajackuii 86
Hukura

Masik

Kypbep
OpenOyprckuit KOpMOBOH
Hocosckmnii 11
Nmmnynbee

Manbru

Temn

JoOpwirii

AHHa
HoBocubupckwuii 80
Hytanc 970

OMCKuid rONI03EpHBIN 2
Aunar-Opa-OuHe
CeBepHblit

Ne599/528

[MTaumaym 394
benoropckun
Mecthsiit (IIpumopcknii)
Anran-bynar

Owmckuit 13709

Kenp

HapeiMuannn
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3.5.3. KopHeBble rHWJIN.

HccnenoBanue 00Jie3HW KOPHEBBIE THUJIM MPOBOJWIOCH C MOMOULIBIO OJIHOTO
uzosita (O18.2). bouta paccuntana koBapuaius «peHOTUI-TEHOTHID U rpoBeeH PLS
aHaJIU3 OLIEHKN YCTOMYMBOCTH K KOPHEBOW THWIIN. [10CKOJIBKY MPHU3HAK UCCIEN0BAICS
OJIMH, TO, €CTECTBEHHO, 4TO BKJaJ NpHU3HAKa B NEPBYIO (HEHOTHIIMUYECKYIO
OukomnoHeHTy coctasiser 1. Koppensaius ¢puTonaToaoruyeckoi oueHK: 00JIe3HH ¢

IeHOTHUIIMYECKON OMKoMIoHeHTOl coctaBisieT 0,54 (tab:a. 13)

Tabmuna 13. Koaddunrentsl Koppensiuu Npu3Haka YCTOMYMBOCTH K BO30YAUTENIO0 KOPHEBBIX

THUJIEH.
IIpusHak IlepBas 6GuxoMIOHEHTa
(eHoTHIIMYECKAS I'eHoTunnueckas
Wzonsr 018.2 1* 0.5*

*koppensius 3HaunMas (p-value < 0.05)

AHanm3 ycTOHYMBOCTH KOpPHEBOH cucteMbl Kk C. SativuS BBISBWII JIBE TPYIIIbI

COPTOB: YCTOWYMBBIX (13 COPTOB) M BOCIIPUUMYHBBIX (45 copToB) (puc. 22, Tadi. 14).

°
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E ° RTINS ]{
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E ° . o. .9 !
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= [ ]
3 e ©® o
QL L
)
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HepBaﬂ TCHOTHITNYECKast OH-KOMIIOHCHTA

Pucynok 22. I'paduk mepBbIX OMKOMITOHEHT, MOJIYYCHHBIX ¢ momoIibio PLS ananmsza mo reHo- u
(eHOTUIIIYECKUM JTaHHBIM. KpacHBIM IIBETOM MMOKa3aHbI COPTa, TPOSBUBIINE BOCIIPUUMYHBOCTS (S),
CHHMM — IPOSIBUBIIME YCTOHYMBOCTH (R), 3e1eHBIM — cOpTa, MPOSBUBIINE MPOMEXKYTOUHBIM THI

BOCITPUUMYUBOCTH.
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Ta6mmumma 14. Copra, auddepeHmpoBaHHbIe ¢ TOMOIIBIO Tpaduka OUKOMIIOHEHT Ha YCTOMYHMBBIC U

BOCIIPUUMYHUBLIC 110 OTHOIICHHIO K 0oe3Hn KOPHCBBIC THUJIN.

BocnpurmuuBele copra: YcTonuuBbIe copTa!
Tatym Hopn 112412
Tanan BukonT
Jngve Carmra
Omckuii ronoszep. 1 Bopcunckuii 2
Abyssinia Adeit
MecrHsiii ([larectan) Jluman 111
Mectabiit (Dduomnms) Brodyole
Aunar-Opa-OHe CuMBoOI
Apuekac CrnaBsiHCKUI
Mytant Bunep(a) Yensabunck. 70
Jluana 1285 Menukym
JInnus 1 Komuan
Ot60p Tyal Honenkuit 8
O6ckon
Hukuta
I'panan
KpsimMuak 55
Bri6op
Bunep
Mask
[Tamumaym 394
benoropckui
Mectnbiit (SxyTus)
3anapunery
Mectnsiii (IIlpumopckuii kpaid)
Tapckuit 1
Antan-bynar
MockoBckuit 121
Owmckuit 13709
Kypsep
Openbyprckuit KOPMOBOH
Hocosckunii 11
beseHuykckmii 2
JoOpwiii
IIpuexkynsckuii 14
HapeiMuanun
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[Tponomkenne Tadauier 14.

Bocnpunmuussie copra: YcroiunBbIe copTa:
bapxartnbiii

Wial

baran

AnpiH-bys

B-1

Cobosex

Emens
KpacHospckuii 91
Hyranc 970

3.5.4. PacyeT MOJHOI€HOMHOI'0 AHAJINU3A ACCOLUALHIN C

HCI0JIb30BaHUEM (PeHOTUNHYECKOM OMKOMIIOHEHThI

C mnomompro PLS aHamu3a BO3MOXKHO IIONYYUTHh BEKTOP 3HAYCHHMU
(OMKOMIIOHEHTa), YTOOBI WCIOJIB30BAaTh €ro B JalbHEWIIEM, KaK (PEHOTUIHYCCKHIMA
npu3Hak (peHoTunuveckas OMKOMIIOHEHTAa) B TOJJHOT€HOMHOM aHAJIM3€ acCOIMallii
Y BBISBIIEHHBIE acCOLMalUU OyAyT OTpa)kaTh yCTOMUYHUBOCTH KO BCEM B3SITHIM B aHAJIN3
U30JIATaM.

[Tpu ucnosnb3oBaHuM NMepBoM (PEHOTUNUYECKONW OUMKOMIIOHEHTHI YCTOMYMBOCTH K
BO30YIUTENIO TEMHO-OypOl MATHUCTOCTH B aCCOLUMATHUBHOM aHAIM3€ MPU MOMOUIH
monen GLM + PCA Gb110 BBISIBICHO J1Ba JIOKYCa Ha TPETHEH U CEABMON XPOMOCOMAX,
Bcero 18 3Haunmbix SNP (15 SNP Ha xpomocome 3H B untepBaie 15.2-18.8 cM u 3
Ha xpomocome 7H B mHTepBane 7.52-15.44 ¢cM) (puc. 23a), a npu MOMOIIU MOJEIH
GLM + Q — nBa j0Kyca: Ha BTOpO# M Ha TpeTbel xpomocome, Bcero 35 SNP (18 SNP
Ha xpomocome 2H B unTepBane 58.64 — 59.42 c¢cM, u 17 SNP na xpomocome 3H B
untepBaie 15.2-18.8 ¢cM) (puc. 236). MLM aHanu3 3HaYMMBIX MapKEPOB HE BBIABUII

(puc. 23B).
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Pucynok 23. GWAS niepBoii GeHOTUITNYECKOM KOMIIOHEHTHI JJAHHBIX [0 TEMHO-0YpOii MATHUCTOCTH.

Manhatten plot u QQ plot s moaeneii: (a) GLM + PCA, (6) GLM + Q, (8) MLM + K.

Bcero mnpu wucnonb3oBaHuM — (PEHOTUIMYECKONM  OMKOMIIOHEHTHI — OBLIO
oOHapy>keHO 3 JIOKyca KOTOpbIE COBMAJald C BBISBICHHBIMU JIOKYCaMH TIPU
aCCOIIMATHBHOM aHaJn3€e OT/eIbHO o pu3Hakam. 13 35 BesiBnenHbix SNP (Tabi. 15)
27 coBmajiy ¢ BBIABICHHBIMU TPU aCCOIMATHBHOM aHAJIM3€ OTICNIBHO IO MPU3HAKAM.
HononuutenbHo Obut0 BbIsBICHO 8 SNP u3 kotopsix 7 SNP nmokxamuzoBanmuck Ha
xpomocome 2H nHa unHTepBanie (58.36-59.49 cM) u onua SNP Ha xpomocome 7H Ha
untepBaie 7.32 cM. OGuapyskennbie SNP accoruupyroTcs ¢ yCTOMYUBOCTHIO KO BCEM
UCCIIEyEMbIM H30JSTaM. Y4YacTOK IeHoMa Ha xpomocoMe 1H He mposBuiics, 4Tto
MO3BOJIICT TPEANOJIOKNATh, YTO OH SIBISETCS pacocHelu(PUUHBIM B OTJIIMYUU OT

OCTaJIbHBIX 0OHAPYKEHHBIX JIOKYCOB.



Tabmuua 15. Mapkepsbl, BBISIBICHHBIE ITPH UCIIOIB30BaHUN (DEHOTUITMUECKOM KOMIIOHEHTHI B KAUeCTBE
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(beHOTI/IHI/I‘leCKI/IX JaHHBIX I 0oJ1e3HU TCMHO'6ypaH IIATHHUCTOCTB.

Jlokaau3amus Jlokajau3anus
Ne Ha3BaHne MapKkepHOro JioKyca HA Ha
(SNP) PREP ' Xp (puzuyeckoii p-value Monea reHeTH4ecKoi
Kapre (1H) kapre (cM)
1 BOPA2_12 10035 408286040 1.75*10%6* GLM+Q
2 SCRI_RS 161169 425598637 1.75*10%6* GLM+Q
3 SCRI_RS 162917 455173630 5.35*10-08* GLM+Q
4 BOPA1_2634-2228 NA 6.23*10°07* GLM+Q
5 SCRI_RS 191136 457742165 1.01*10-%6* GLM+Q
6 BOPA2 12 11504 457989681 2.28*10°07* GLM+Q
7 BOPA1_5160-268 NA 6.23*10°07* GLM+Q
8 SCRI_RS 233449 oH 457983490 1.36*10°97* GLM+Q 58.36-50 5
9 SCRI_RS 83731 NA 4,09*10°07* GLM+Q ' '
10 SCRI_RS 132839 461440050 2.59*10°07* GLM+Q
11 SCRI_RS 136740 NA 2.59*10°07* GLM+Q
12 BOPA1_4280-295 NA 8.96*10°07* GLM+Q
13 SCRI_RS 141789 484678185 2.28*10°07* GLM+Q
14 BOPA2 12 30108 489044408 2.28*10°07* GLM+Q
15 JHI-Hv50k-2016-98667 492079773 2.28*10°07* GLM+Q
16 SCRI_RS 206529 503351577 2.28*10°07* GLM+Q
17 9.30*10-%8* GLM+PCA
JHI-Hv50k-2016-155569 12322177 9.10*10%8* GLM+Q
18 JHI-Hv50k-2016-155785 12580968 1.82*1098* GLM+PCA
4.87*10°08* GLM+Q
19 JHI-Hv50k-2016-155803 12578996 1.26*10-98* GLM+PCA
3.67*10°%8* GLM+Q
20 JHI-Hv50k-2016-155805 12578789 1.82*10-98* GLM+PCA
4.87*10°08* GLM+Q
21 JHI-Hv50k-2016-155806 12578778 1.26*10°98* GLM+PCA
3.67*10°%8* GLM+Q
22 JHI-Hv50k-2016-156062 12986518 1.26*10°98* GLM+PCA
3.67*10°%8* GLM+Q
23 JHI-Hv50k-2016-156304 13214780 7.04*1008* GLM+PCA
2.10*10%8* GLM+Q
24 JHI-Hv50k-2016-156310 3H 13214125 8.74*10°08* GLM+PCA 15.9-18.8
25 JHI-Hv50k-2016-156329 13213342 1.78*10%6* GLM+Q ' '
26 JHI-Hv50k-2016-156336 13212930 1.41*10°97* GLM+PCA
3.27*10°07* GLM+Q
27 JHI-Hv50k-2016-156387 13168607 1.82*10°98* GLM+PCA
4.87*10°08* GLM+Q
28 JHI-Hv50k-2016-156820 14017928 9.20*10°9%* GLM+PCA
7.02*10-10% GLM+Q
29 JHI-Hv50k-2016-156842 14020389 1.28*1009* GLM+PCA
9.11*10"11* GLM+Q
3.24*1006%* MLM+K
30 JHI-Hv50k-2016-156999 14306317 3.49*1008* GLM+PCA
1.54*10°97* GLM+Q
31 JHI-Hv50k-2016-157070 14237637 5.27*1012* GLM+PCA
4.46*10710% GLM+Q
4,80%1006%= MLM+K
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Joxkanuzanus
Jlokam3aums Ha
Ha3BaHue MapKepHOro Ha .
Ne Xp . p-value Monaedb reHeTHYeCKOi
Jaokyca (SNP) (pusHYecKoii
kapre (cM)
Kapre (1H)
32 | JHI-Hv50k-2016-157182 | 3H 14349924 4.51*1007* GLM+PCA 15.2-18.8
8.00*10°07* GLM+Q ' '
33 | JHI-Hv50k-2016-448898 | 7H 14372276 5.21*1007* GLM+PCA 11.54
34 | JHI-Hv50k-2016-449158 14445553 1.22*10706* GLM+PCA 7.32
35 | JHI-Hv50k-2016-451269 17358749 3.50*10°07* GLM+PCA 13.88

*- boudepponu, **- [Ipennonaraemplii ypoBeHs. JKUPHBIM BbIJIENIEHBI MAPKEPBI, KOTOPBIE ObLIIH OOHAPYKEHBI IPH

GWAS nHa npusHakax.

AccomMaTUBHBIN aHAJIN3

P MCHOJIb30BAaHUU TEPBOM  (HEHOTUITUYECKOMN

OMKOMIIOHEHTHI OLCHKH YCTOﬁqHBOCTH CETYATOM MNIATHUCTOCTU HE BBISBUJ 3HAYHMMBIX

MapkepoB (puc. 24).

-Log10(p-value)
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Expoctzd -Log 10(P-Value) vs. -Log1(P-Valee)
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5H 61 7H

1 2H

OH B

¥
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Pucynox 24. GWAS ananu3 nepBoil (peHOTUITNYECKO KOMIOHEHTHI IaHHBIX 110 OLIEHKE CeTYaTOu

nstarcroctd. Manhatten plot u QQ plot st mogeneii: (a) GLM + PCA, (6) GLM + Q, (8) MLM + K.
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B ciydae ¢ KOpHEBBIMU FHUWISIMU IIPU3HAK MCCIIEYETCS OJIUH, ET0 KOPPEIISALHMS C
(deHoTUNMYEeCKOl OMKOMIIOHEHTON paBHa 1. [loaTomy 11 acCOUMAaTUBHOIO aHAM3a

HE UMEEeT 3HaYeHHUe, OepeM JIM MPU3HAK UIIH €T0 (PEHOTUMHUECKYI0 OMKOMIIOHEHTY.

3.6. Pazpat6oTka n Baauaauusi imarnocruueckux INIP-mapkepos

[To pe3ynbraraM MOJTHOTEHOMHOTO aHajIM3a acCOIMAlMi Ha YCTOMYHMBOCTH K
00J1e3HU TeMHO-0ypasi MATHUCTOCTh ObLIO BbIsiBIIEHO 49 SNP, u3 kotopsix 41 SNP —
no pesynbrataMm GWAS nis kaxngoro otaensHoro uzoisita u 8 SNP — mpm
UCITIOJIb30BAaHUU NEPBON (PEHOTUITUYECKON OMKOMITOHEHTHI, TTOJIYYEHHONU C MOMOIIBIO
PLS-anaym3a (cm. mimaBy 3.6.1.). Ha ycTOWYMBOCTh K CETYATON MATHUCTOCTH OBLIO
BbISIBIICHO 14 SNP Tonbko mo pesynbratam GWAS 1151 KaXq0T0 OTIEIBHOTO U30JI5Ta
(cMm. tmaBy 3.6.3.). B coBokymHocTH 63 SNP ObUIO BBISABICHO IJis JadbHEHUIIIETO

HCCIIEIOBAHHUSL.

3.6.1. KASP-mapkepb! ycTOHYMBOCTH K BO30YIMTE/10 TEMHO-0ypOi

NATHUCTOCTH

ITo pesynpratam GWAS (Bykova et al., 2017) 65110 BeiOpano 10 SNP-mapkepoB
JUIsl pa3paboTKU Ha UX OcHOBe nuarHoctuueckux JIHK-mapkepoB, ¢ nampHeHIIMM
MPUMEHEHUEM B CEJIEKIIMOHHBIX Mporpammax. Beibpanusie SNP nokanu3oBamucs Ha
ISITY TEHOMHBIX paiioHax. [lepBslii paiton Ha xpomocome 1 H (rmo3unus 57.29 ¢cM) Ob1n
BBISIBJICH TOJIBKO 10 OTHOIICHHIO K OHOMY H30JsTy Kr2 1 ObIJI0 pelieHo nIpoBepHTh,
KaK OTPa3uTCs BIUSHUE pacocnenqupuIHOro Mapkepa Ha He3aBUCUMYIO BBIOOPKY, XOTS
NPEANOJIOKUTEIbHO JaHHBIA Mapkep JOJDKEH 00yaaTh HEBBICOKMM YpPOBHEM
KOJINYECTBEHHON YCTOHYMBOCTH K m30jstaM maroreHa C. sativus. Tpu reHOMHBIX
paiiona Ha xpomocoMe 3H, nokamuzoBanHbeie B mo3umusax 2.11 cM, 15.16 cM u
uHTepBaie 17.35-18.8 cM, Bkirovyaiu B ceOsi MapKepbl, BBISIBICHHbIE KaK METOIOM
GWAS 1o oTHOIIIEHHIO KO BCEM M3y4aeMbIM n3ojisitaM, Tak 1 ipu GWAS o ganHbIM

PLS anammu3a (puc. 16, puc. 22). OguH reHoMHbIH paiioH Ha xpomocome 7H B



untepBasie 11.54-13.88 cM. JIBa mapkepa ¢ JaHHOTO T€HOMHOTO paiioHa ObLIH
BBISIBIICHBI TIO OTHOIIEHHWIO K pa3HeiM u3ossatamM Ch3 m O18.2 (puc 16 a,0) u mpwu
pacuete GWAS nannbix PLS ananusa (tadi. 14, puc 23 a). [To manaev Steffenson na

xpoMocome 7H mpucyTCTBYET TOKYC YCTOMYMBOCTH K TEMHO-0YpOii IATHUCTOCTH RCS5

109

(Steffenson et al., 1996), ¢ npumepHoii nokamu3zanueii 26-27*10° mu. IMpeamnonoxus,

YTO BO3MOKHO, TCHOMHBIN pailoH Ha Xxpomocome 7H, oOHapyXKeHHBIN B TaHHOW paboTe

¥ JIOKaIu3yloluiics B paiione 14*108 — 17*10° nn, cuennen ¢ RCS5, XOTs BHISBIEHHbIE

3Ha4YeHUs1 P-value He SBIAIOTCS CaMBIMHM 3HAYMMBIMHU CPEIU TOTYYHUBIIUXCS, OBLIO
IIPUHATO PELICHHUE aHAJIU3UPOBATh MApKEpPbl C JAHHOTO JIOKyCa Ha HE3aBUCUMOM
BbIOOpKE. HecMoTpst Ha BBISIBICHHBIE JIOKYChl Ha XpomMocoMe 2H, Mapkepsl Ha 3TOU

XpoMOCOM€ He ObulM OTOOpaHbl, Tak Kak He aud@epeHIupoBaIuCh Ha JBE,

BBIACJICHHBIC ITPH UCITIOJIb30BAHUN PLS aHalin3a, I'PpYyIIIIbL.

Tabmuna 16. KASP mapkeps! 1151 TeMHO-O0ypoii ATHUCTOCTH.

2016-157070

HasBanmue Jloxamu3anua | Jlokaau3zanusa Ha
MapKepHOT0 Xp | Ha ¢pu3HUecKoOi reHeTHYeCKoM I[ocaenoBaTeabHOCTD, cogepxkamas SNP
Jokyca (SNP) kapre (IH) Kapre (CM)
ATTACATTGGATTACTAATTCAGGCCT
JHI-Hv50k- CGTTCGTTCGACAGGGATTTAGAJA/C]G
2016-33568 1H | 418919445 57.29 GGGTTTGGCAGGGATTGAGGTGGATAT
AATTCCCTACAAGTCATATTCC
TCTTCCTGTGTTTACGATCACTGTCGCT
JHI-Hv50k- CTCTGATTCACTATCAGATTCC[A/G]AG
2016-155569 3H 12322177 1211 GAAGAATAGCTTCGCCTCCTGTGCTTT
CTTGACTTGAGCTTCTTCTCC
TCCACTGTCATCTTTGACAATGCCAGC
JHI-Hv50k- CTCTCGAGTACCACCTGTAAACC[C/T]IC
2016-156820 3H 14017928 15.16 ATTCAACGGAATACATGTCAAATGAAT
GGTCGTCTGGACGGAGAGGATT
TTGCTCTTGCAATGGAGGCCATCACTC
JHI-Hv50k- ACCAACAACCTTGACACAAACAAIAIT]
2016-156833 SH 14019492 15.16 AGCAGCCCGGTGCATTTCACCGCATCC
GACGGCGACTGCTCGATCATCGA
CGTGGTTGCAACAATACTGCTTATCTA
JHI-Hv50k- CGGGAGAGCTTCACGGACAAATCIA/G]
2016-156842 | M 14020389 15.16 CTCCTGGATAGGCTTCATTGTTTCAATG
CATTTCCTTTGGGTGGCACTGA
GTTCGATTTGATTCTTTGGGTCGGGTTA
JHI-Hv50k- 30 14237637 17,35 ATACATATGATTGAAATGTGTT[C/G]GT

GCTGACGCTTGTCCTGATCATGTCCAT
GCAGGTTCATCAACCTGCGGC




[Tponomxenue Tadbmuis 16.
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2016-451269

Ha3zpanue Jokanuzaumsa | Jlokanuzanus HA
MapKepHOTo Xp | Ha pu3HUecKoit reHeTuyeckoid | IlocienoBaresibHOCTD, coaepaxamas SNP
Jaokyca (SNP) Kkapre (I1H) Kkapre (CM)
AACAAAATATTCAGCAAAAGCAATCCA
JHI-Hv50k- GCTTCTTGAGTACTCCCTCCGTT[A/C]C
2016-156999 3H 14306317 18.83 TAAATATAAGTCTTTTTACAGGTTTTCA
TAGGGGACTACATATGGATGT
TGGACTTTTTTTTGCTTGTGGTTTGGGT
JHI-Hv50k- GGACAGAATCTGCACAAACAAAIAITIG
2016-157182 3H 14349924 18.83 TTTTGTCATTTATCATGTATAAAATTTT
GTGAGTGTTCTGGTCAACGGG
AAGAACCAGTTCACTGCCGAGTAAGTT
JHI-Hv50k- CCCAATACCCCGAATATTCTGCGIT/C]G
2016-448898 H 14372276 11.54 GGCCAATAAGTCCCCATATGACGGACG
CATCGTAGAACACATGATCAGT
GAAAAAAAGTTCATTGCATGATAAAGA
JHI-Hv50k- 7H 17358749 13.88 ACGGCCAGGAACCAGTAATTAGGIA/T]

CTCCTTGGTCAAGAATTATCATACCTTG
GCGCCCTCACCTCCTATGAAGA

KASP-ananu3 mpoBoauics Ha HE3aBHCHMOW BBIOOpKE W3 22 COPTOOOPA3IOB

(Tabmn 17).

st Toro, 4TOOBI OMpeNeanTh, KakoW Mapkep OylIeT ONTUMAJIbHBIM JJIs

I[&HBHGIZHIHX CCIICKIMOHHLBIX IIPOTpaMM, pPacCMATPUBAIIMCh TAKUC CTATUCTHYCCKHX

3HaueHus, Kak kodhdumnueHT koppenmsiuun CrimpmeHa, yactota BcrpedaemMoct (B %)

aCCOLMMPOBAHHOTO C YCTOMYHNBOCTBIO AJIJIENIE MAPKEPHOTO JIOKYCA CPEIU YCTOMUUBBIX

00pa31ioB HE3aBUCUMOM BBIOOPKH, YACTOTa BCTPEUAEMOCTH AJIbTEPHATUBHOIO aJlIETIs

B BOCIIPHUUMYHNBLIX COPTaxX U AMArHOCTHYICCKAsA 3(1)(1)6KTI/IBHOCTB.
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Tabmuua 17. Pezynbratel KASP-reHoTunmpoBanus 22 o6pas3ioB SSUMEHsI HE3aBUCUMOW BBIOOPKH C

MOMOIIBIO pa3zpaboTaHHbIX SNP-MapkepoB, acCOIMUPOBAHHBIX ¢ YCTOMYMBOCTHIO K 30Ty Ch3 C.

sativus.

Ha3sBanue MapKkepHOro
sokyca (SNP)

Xpo
Moco
Ma

Jlokanu3
auus
(cM)

An-
JleJibHOe
cocTosi-
HHE Map-
KEpPHOro
JIOKyca

Ycroiiuns
ble
TeHOTHIIbI
(mt.)

Bcerpeuaemoc
Th aJL1e]s,
acco-
LUHPOBAHHO
ro ¢
yCTOHYNBOCT
bI0 Cpean
ycToiyu-
BBIX
00pa3uoB
He3aBHCHMO
il BBIOOPKH

Bocnpunmun
BbIE
TeHOTHIIBI
(mT.)

Berpeuaemo
CTh
aJbTepPHATH
BHOTO
ajieas
cpean
BOCIIPHUMYH
BbIX
o0pa3unoB
He3aBH-
CUMOii
BbIOOPKH

Juarnoc
THYECKA
A

3 dexTn

BHOCTH

JHI-Hv50k-2016-33568

1H

57.20

CcC

CA

55%

55 %

55%

JHI-Hv50k-2016-155569

3H

12.11

GG

GA

45%

91%

64%

JHI-HV50k-2016-156842*

3H

15.16

GG

GA

73%

100%

86%

JHI-Hv50k-2016-156820*

3H

15.16

T

TA

67%

2%

71%

JHI-Hv50k-2016-156833

3H

15.16

TT

TA

87%

55%

71%

JHI-Hv50k-2016-157070

3H

17.35

GG

GC

45%

100%

68%

JHI-Hv50k-2016-157182*

3H

18.83

TT

TA

67%

2%

68%

JHI-HV50k-2016-156999*

3H

18.83

CcC

AC

64%

100%

82%

JHI-Hv50k-2016-448898

7H

11.54

TT

TC

27%

100%

63%

JHI-HV50k-2016-451269

7H

13.88

1T
TA

P RO WO N[ WA O NO|T WN| 0O WIN O 01O

36%

F wolr ol oRlrod|r ol oklroNn oRlroB[r ow

73%

54%

N3 10 wmapkepoB, acCOLMHPOBAHHBIX C TEMHO-OypOoill MATHUCTOCTHIO, 7
JoKalu30Baguch Ha Xpomocome 3H. Bce OHM TO3BOMSUIM  OTIMYATH  AJUIEIH
YCTOWYHMBBIX U BOCIPUUMYHUBBIX COPTOB. Y YETHIPEX MapKepoB (TPH — HA XPOMOCOME
3H u omun — nHa xpomocome 7H) wnabmomanoce 100% Hamuume asmens,
aCCOLMMPOBAHHOTO C BOCHPUUMYMBOCTBIO. V3 OTOOpaHHBIX UYETHIpEX MAapKEpOB C

100% Hanmuuyuem Takux ajuiesied HauOOJNBIIYI0 CTAaTUCTUYECKYIO 3HAYUMOCTH (1O

CnupmeHny) Mo HAIMYUIO aJbTEPHATUBHOIO aJUIesl Y YCTOMYUBBIX COPTOB MOKa3aIH

nsa mapkepa JHI-Hv50k-2016-156999 (R = -0.59, p <0.05) u JHI-Hv50k-2016-
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156842 (R = -0.72, p < 0.05). JlononuuTebHO ObLIM BbIOpaHbl aBa Mapkepa (JHI-
Hv50k-2016-156820 wu  JHI-Hv50k-2016-157182) ¢  BBICOKOM  YacTOTOM
BCTPEUAEMOCTHU YCTOWYMBOTO/BOCIIPUUMYKBOTO aesns cpenu
YCTOMYMBBIX/BOCIPUUMYMBBIX ~ TEHOTUIIOB M BBICOKOW  JUArHOCTUYECKOMN
s dextuBHOCTRIO. Koaddunment koppemsmun CrimpMeHa 11 HUX COCTaBWI: R = -
0.73,p<0.05u R =043, p<0.05 9T0 CBUACTEIHCTBYET O HATUYUU KOPPEISALIUH
MEXIy MapKepaMu U yCTOMYUBOCTBIO.

Cpenu npyrux MapKepoB, aCCOIMHUPOBAHHBIX C YCTOWYMBOCTBIO K BO30YIUTEIIO
TeMHO-0ypoit nsaTauctoct, KASP-mapkep Ha ocHoBe stokyca JHI-Hv50k-2016-33568
(1H, mo3unus 57.2 ¢M) nokazan HebobiyIo (55%) 4acToTy BCTpEYaeMOCTH aJljes,
aCCOLIMUPOBAHHOTO C YCTOMYMBOCTBIO CPEAHM YCTOMYMBBIX OOpa3IlOB HE3aBHCHUMOMN
BoIOOpKU. Koaddumment koppensaiun Crniupmena (R =-0.17, p > 0.05) yka3piBaeT Ha
OTCYTCTBHE 3HAUYMMOW Koppensuuu Mexnay ycronuuBoctbio u JJHK-mapkepom. Ho,
BO3MOXKHO, JAHHBIM Mapkep MOXeT ObiTh JS()QPEKTUBHO UCHOJIB30BAH Kak
pacocnenuuIHbIN IpU OIIEHKE YCTOWYUBOCTH K ONPEICTICHHBIM H30JIATaM NaTOTeHa.
Ha xpomocome 7H o006a mapkepa moOKa3aJli HHU3KYK0 YacTOTy BCTPEYAEMOCTH
aCCOIIMMPOBAHHOTO C yCTOWYMBOCTHIO amens (27 u 36%) u, ciemoBaTeiabHO, HE
MPOIIN BATMAAINIO, XOTS Kod(hduiimeHT koppemsiauu CiupMeHa mokasaji OTCYyTCTBHE
3HAUYMMOM KOPPEJSALUU TOIbKO A ogHoro mapkepa (R =-0.48, p < 0.05 u R =-0.22,

p > 0.05).

HaubGonee mnepcnextuBHbie (OTAETbHBIE) MapKephl ObUIM BBISBICHBI Ha
xpomocome 3H, oiHaKo OBLIO MPOBEPEHO, MOMKHO JIM YCTAHOBUTH 10 3HAUMMBbIM SNP
U3 HECKOJBKHUX XPOMOCOM TaKHE TaIlJIOTHITBI, ¢ TIOMOIILI0 KOTOPBIX MOKHO OBLIO ObI
BBISIBIIATH  O0Opa3Ibl C KyMYJSTUBHBIM dS(PPEKTOM OT HECKOJIBKUX JIOKYCOB
YCTOWYMBOCTH, OJHAKO IPOBEACHHOE TECTHUPOBAHHME IOKa3asio, 4To d(PdeKkTuBHEES

Bcero Bectu otoop mo SNP-mapkepam xpomocombl 3H (Tabdi. 18).
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Tabmuna 18. IIponeHT ycTONYUBBIX/BOCTIPUUMYHBBIX T€HOTUIIOB HE3aBUCUMOM BBIOOPKH, B KOTOPBIX
OJIHOBPEMEHHO  IPHUCYTCTBYIOT  aJUICJIbHBIE COCTOSIHMSI MapKEepOB, AaCCOLIMMPOBAHHBIE C

YCTOMYUBOCTHIO/BOCTIPHMMUYUBOCTBIO. KileTku ceporo msera 0003HA4aoT, YTO JaHHBIA MapKep He

YUYUTBIBAJICH.
AULTEIBHOE COCTOSIHEE IIpoueHT ycToiiunBBIX 00pa3noB IIpoueHT BOCIPHHMYHBLIX 06Pa310B
Ha3zBanue MADKEDHOI0 T0KYCa He3aBHCHUMOH BHIOOPKH B KOTOPLIX HEe3aBUCHMOI BLIOOPKH B KOTOPBIX
Xp MapKepHOro JIOKyca prep yea, NPHCYTCTBYIOT COBOKYIIHOE NPHCYTCTBYIOT COBOKYIHOE aJliIeJIbHOe
(SNP) ACCOMIMIPYIOTIHHUCS ¢ aJieJIbHOE COCTOSIHUE, COCTOSIHUE, ACCOLUUPOBAHHOE C
YCTOHHMBOCTLIO ACCOLMUPOBAHHOE € YCTOIHYHBOCTBIO BOCIIPHHMYHUBOCTBIO
H 1H_JHI-HV50k- AA
2016-33568
3H_JHI-Hv50k- TT
2016-156820
3H_JHI-Hv50k- AA 18% 36%
3H 2016-156842 5506 73%
3H_JHI-Hv50k- AA
0% 10%
2016-156999 27% 73%
3H_JHI-Hv50k- TT
2016-157182
7H_JHI-Hv50k- C.C
TH 2016-448898
7H_JHI-Hv50k- TT
2016-451269

Mpl mpoaHanM3UpOBaIM B KaKMX T€HAX JOKAIU3YIOTCS BalUJAMPOBAHHBIC
Mapkepsl. bbuto oOHapykeno, uto wmapkep JHI-Hv50k-2016-156820 naxomutcs
Mexay nocnenoBarenbHocTssMu  reHoB  HORVU.MOREX.r3.3HG0225900 w
HORVU.MOREX.r3.3HG0225910, xomupyromux Oenku cemeiictBa F-box wu
CeMelCTBa aHKUPHHOBBIX MOBTOPOB. benku F-DOX SBASIOTCS OMHUM M3 KPYITHEHIITUX
cyrmepceMeiicTB OekoB, oOHapykeHHbIX B pacrenusx (Abd-Hamid et al., 2020).
AHKUPHHBI — 3TO BHYTPUKJIETOYHBIE OCJIKH, YYAaCTBYIOIIME B Pa3HOOOpa3HBIX
kinerounbix ¢yakmusx (Blanvillain et al., 2011). SNP JHI-Hv50k-2016-156842
Haxoautcs B reie HORVU.MOREX.r3.3HG0225910, xoaupytoiieM aHKHHPHHOBBIE
noBtopel. Mapkep JHI-Hv50k-2016-156999 — 8 HORVU.MOREX.r3.3HG0226080,
xkoaupyromumii pepment Aldose reductase, koropsrit siBisiercs nuto3oiasHo HA JIOH-
3aBUCUMOM  OKCHJIOPEIYKTa30M, KaTaJu3upyeled BOCCTAHOBJICHHUE Pa3JIMYHBIX
aJIbJICTHIOB M KapOOHMIIOB, BKIIIOYAasi MOHOCAXapHabl. ITOT (pepMEHT M3BECTEH TEM,
YTO KaTaIM3UpyeT BOCCTAHOBIEHWE TJIOKO3bl JO copOWTa, TIEpBOrO JTama

MOJMOJBHOTO MyTH MeTabonm3Ma rmoko3sl. Mapkep JHI-Hv50k-2016-157182
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OKa3ajcsi B MEKXTEHHOM IIPOCTPAHCTBE, Ha paccTossHUU 707 TTH OT MOCIeI0BATEILHOCTH
rena HORVU.MOREX.r3.3HG0226140, npeanooKuTeIbHO KOAUPYIOIIETO OeNoK
TEIUIOBOTO IIOKA.

BrIsiBNIeHHBIE accolManiyd MOTYT 3aJeHCTBOBATh NajbHEUIINE WUIACHTU(DHUKAIIH

I'CHOB KaHAUAAaTOB, CBA3aHHBIX C yCTOfI‘IHBOBCTBIO K TGMHO-6ypOI>i IIITHUCTOCTH.

3.6.2. Annenb-cnenuuaHbiii Mapkep k Jokycy JHI-Hv50k-2016-
156999

Jlmst geteipex SNP, BBIOpaHHBIX MJI1 WCTOJB30BAaHHWS B JAJIBHEHIINX
CEJICKIIMOHHBIX TporpamMmax, ObUTH pa3paboTaHbl aljieNib-CeU(PUIHBIE MapKEpHI.
Mapkepsr 3H_JHI-HV50k-2016-156820 (T/C), 3H_JHI-Hv50k-2016-156842 (A/G),
3H_JHI-HVv50k-2016-156999 (AJC), 3H_JHI-Hv50k-2016-157182 (A/T)
Jokanu3ytorcs B untepBaie 15.1 — 18.8 ¢cM na xpomocome 3H. J[anHbIi JOKYC OBLIT
BBISIBJICH 110 OTHOIIICHHUIO KO BCEM HCCIICAYEMbIM H30JiATaM (prc. 25) U He 3aBHCEN OT

cratuctuueckoil monenu. Kak Hanexsbslii quarHoctuyeckuil 11LP-mapkep mposiBun

ce6st JHI-Hv50k-2016-156999.

Kr2 .

Ch3

0182 .-

PI/ICYHOK 25. .HOKyC yCTOﬁ‘-IHBOCTH Ha TpeTBefI XpOMOCOME IO OTHOIICHHUIO KO BCEM HUCCICAYCMbIM

u3onsatam. Pucynok npusenen st monenu GLM + PCA.
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HNanee renomuas JIHK Bcex 94 coproB Oblna mpoBepeHa C MOMOUIBIO
npemiaraemoro JIHK-mapkepa JHI-Hv50k-2016-156999. Ha pucynke 26 BHIHBI
pasnuyus Mo HAIMYUIO/OTCYTCTBUIO aMIuiikoHa. Hanuune dparmenta JJHK, anunoi
~200 mH yka3bIBaeT HAa MPUCYTCTBUE ajuielii A B T€HOME COpTa SUMEHS, TOT/a Kak
orcyrctBue (¢parmenta JIHK nHa asnektpodopese ykaspiBaeT Ha NPUCYTCTBUE
anprepHaruBHoro amwienss C (puc. 27). Jaumsie I[P coBmagaioT ¢ AaHHBIMHU
MOJIy4EHHBIMH 110 TeHoTunupoBanuio Ha yune Barley 50 K Illumina Infinium
ISELECT (cwm. Horm. Taba. 6).

c a ¢ ¢c ¢ a c¢c c €C Ca aaaaacadcaac¢c accc cccococ

--— el -ul »

L S Sy e SR - - - -

1 2 3 4 5 6 7 8 9 10 1112 13 14 15 1617 18 19 20 21 22 23 24 2526 27 28 29 30 3132

Cc ¢ ¢ C C C Ca aaacccaco<cc¢cccoccocec

33 34 35 36 37 38 39 40 41 42 43 44 45 46 47 48 49 50 51 52 52 53 54 55

ccc ccaaac¢ccccccecoccoc

LRI Ll
- _..

56 57 58 59 60 61 62 63 64 65 66 67 68 69 70 71 72 73 74

caccccccccccaaawacc c c

EUN N ey R e a®

75 76 77 78 79 80 81 82 83 84 85 86 87 88 89 90 91 92 93 94

Pucynok 26. Pesynbratel s [11[P-anamusa mapkepa JHI-HV50k-2016-156999 ¢ renomuoit JTHK
HCCIIEyEMOM KOJUIEKLIUH.

[Mpumeuanue: 1. I'-19951, 2. I'-19980, 3. ABanon, 4. Hopx 112412, 5. Memuyc, 6. Mepur 57, 7. AC
0760258, 8. Tatym, 9.1'-21038, 10.I'-21671, 11. buowm, 12. Tanaii, 13. Tanan, 14.-21219, 15. Jngve,
16. Bukont, 17. Cama, 18. Bopcunckuii 2, 19. 3onotnuk, 20. Aneii, 21. Apna, 22. Ceimbar, 23.
Tomozep. 1, 24. Omckuii Tomosepubiit 2, 25. OMmckuii romosepubiit 1, 26. Abyssinia, 27. MecTHbIi

(Harecran), 28. Mectusiii (Ddpuonus), 29. Anar-Opa-One, 30. Ockap, 31. Apuekac, 32. MyTaHT
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Bunep(a), 33. Jluaus 1285, 34. Jlunus 1, 35. Ot6op Tyal, 36. Peiin, 37. Jluman III, 38. Aua, 39.
Taranaii, 40. O6ckoii, 41. Curnan, 42. Cetuk, 43. Omckuii 85, 44. MytanT 68, 45. 3epHOrpaackuit
86, 46. CesepHnbiii, 47. Ne 259/528, 48. Hukura, 49. Brodyole, 50. CumBoi, 51. I'panai, 52. Kpeimuak
55, 53. Beibop, 54. Bunep, 55. CnaBsiuckuii, 56. Uensounck. 70, 57. Mask, 58. Aryn, 59. [Tammaym
394, 60. benoropckuii, 61. Mectabrit (Skyrtus), 62. 3anapuner, 63. Mectusiii (ITpumopckuit kpait),
64. Tapckwuii 1, 65. Anran-bynar, 66. MockoBckumii 121, 67. Omckuii 13709, 68. JI-421, 69. Kypsep,
70. OpenOyprckuit kopmoBoi, 71. Hocockuit 11, 72. Kpacnospckuii 1, 73. Ummynsc, 74. Manbra
459, 75. bezenuykckuii 2, 76. Kenp, 77. Temn, 78. J1o6psiii, 79. [TIpuexynsckuii 14, 80. HapsimuanuH,
81. bapxarubiii, 82. Meaukym, 83. Wial, 84. Auna, 85. baran, 86. AnbiH-Bys, 87. Komuan, 88.
HoBocubupckuii 80, 89. B-1, 90. Cobounek, 91. Emens, 92. Kpacnosapckuii 91, 93. Hyranc 970, 94.

Jonenkuii 8.

[Ipu cpaBHEHHMH C BBIIECTICHHBIMU TPYINAMU YCTOWYUBBIX M BOCHPUUMYHBBIX
COPTOB, MOJY4YeHHbIMH B pe3yibrate PLS anammza, JIHK-mapkep JHI-Hv50k-2016-
156999 nokaszan, yto B / copTax U3 8 yCTOMYMBBIX ObUIO OOHAPYKEHO MPHUCYTCTBHE
aienst A, uto cootBerctByeT 87,5% BcTpedwaemoctu amiens U B 26 coprax uz 30
BOCHPUUMYMBBIX ObLIO 0OHApYKEHO NnpucyTcTBue amiens C, 4To cooTBeTcTBYET 87%
BCTPEYAEMOCTH  aJIbTepHATUBHOrO ayens. JluarHoctudeckas 3(PQGEKTUBHOCTD
Mapkepa coctaBuia 86%. Pacuer koaddurmenta koppensuun Crimpmena (R = -0.66,
p <0.05) mogTBEpAMI, YTO JAHHBII MapKep 3HAYMMO KOPPEIUPYET C YCTOMUUBOCTHIO
K TEMHO-OYpO MATHUCTOCTH.

Banunauus mapkepa Obuta mpoBeieHa Ha HE3aBUCUMOM BBIOOPKE, COCTOSIBIIEH U3
21 copra, onucaHus KOTOPBIX MpeAcTaBieHbl B Tadnwuie 2. Pezynprate! [P mokazamm
(puc. 27), uto Bo Bcex 10 BOCIPUMMYHUBBIX copTax MpUCYTCTBYeT amienb CuB 7 u3 11

(64%) ycTOWYHMBBIX COPTOB MPUCYTCTBYET aJlIeib A.
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Bocnpuumumsble copTa YcTonumsble copTa

I I
[ \f |

m1 2 34 5 6 7 8 9 10111213 141516 17 18 19 20 21 m n.H.

-200
-50

Pucynok 27. Pesynbrarel I11IP-ananmu3za mapkepa JHI-Hv50k-2016-156999. Ilpumeuanne: 1. K-
15431, 2. K-18506, 3. K-18614, 4. K-18973, 5. K-21799, 6. K-27346, 7. K-27650, 8. K-28674, 9. K-
30292, 10. K-30311, 11. K-11025, 12. K-17262, 13. K-18523, 14. K-29192, 15. K-30029, 16. K-
30035, 17. K-30408, 18. K-30741, 19. ClI 11531, 20. K-29576, 21. K-26959.

[TomydyeHHbIE JaHHBIE JOKAa3bIBAIOT, 4yTO 3asBiieMbld JJHK-mapkep no3Bosnser ¢
BECTU OTOOp, MCKIIOYash pacTeHus, O0JIaJlalolie MEHBbIIEH YCTOMYUBOCTBIO K
BO3OY/AMTENI0 TEMHO-Oypoll NSATHUCTOCTH, W C OTHOCHUTEIBHO BBICOKOM (IIs
KOJIMYECTBEHHOTO MPU3HAKA) TOUHOCTHIO OTOMpast yCTONYUBHIE.

Jliis npuMeHenus auardoctrndeckoro Mmapkepa JHI-Hv50k-2016-156999 ¢ nensio
BbIOOpAa TONB30BATEIEM TOTO WM HMHOTO CHOCco0a YCTAHOBJICHHS aJJICIBHOTO
coctosiHusi cooTBeTcTByOIero SNP-nmokyca Obul mpoTecTHpoBaH ambTEPHATHBHBIM
noaxoa, ocHoBaHHBIM Ha KASP-anammse. Bece copTooOpasiiel, cpaBHEHHBIE APYT C
apyrom 1o Jiokycy mapkepa JHI-Hv50k-2016-156999 cooTBETCTBYIOT APYT APYTY MPH
IMIP u KASP-anamuse (tabms. 19). Takum o0Opa3oM, Ha BBIOOp NPEATIONKEHBI H

BaJIUJIUPOBAHBI 2 AJIbTEPHATUBHBIX CIIOCO0A JIETEKITUU.
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Ta6muma 19. Jlannbie no amnensHOMY coctossHuto Mapkepa JHI-Hv50k-2016-156999, nonydeHnsle ¢

nomoinbio KASP-renotunuposanus u [11[P.

AJlleJIbHOE COCTOsSIHUE,
NOJIyYEeHHOe: Tun
Ne copra Kat nopmep BUP npu BOCIIPUMMYHBOCTH
' e mpu KASP- OgquHOM feHOTHHa
anajuse
TP

1 K-15431 C:.C C:C Bocnpuumuussie
2 K-18506 C:.C C:C Bocnpuumuussie
3 K-18614 C:.C C:.C BocnpunmunBele
4 K-18973 C:C C:C Bocnpunmuussie
5 K-21799 C:C C:C Bocnpunmuussie
6 K-27346 C:C C:C Bocnpunmuussie
7 K-27650 C:C C:C Bocnpunmuussie
8 K-28674 C:C C:C Bocnpunmuussie
9 K-30292 C:C C:C Bocnpunmunssie
10 K-30311 C:C C:C Bocnpunmuussie
10-a K-30491 A:A - Bocnpunmuussie
11 K-11025 C:.C C:.C YcroiiunBeie
12 K-17262 C:.C C:.C YcroiiunBeie
13 K-18523 A:A A:A YcroitunBeie
14 K-29192 A:A A:A YcroitunBeie
15 K-30029 C.C C.C YcroituuBble
16 K-30035 A:A A:A YcroiiunBbie
17 K-30408 A:A A:A YcroitunBele
18 K-30741 C.C C.C VYcroituuBble
19 Cl 11531 A:A A:A YcroitunBeie
20 K-29576 A:A A:A YcroitunBeie
21 K-26959 A:A A:A YcroitunBeie
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3.6.3. KASP-mapkepb! ycTOHYMBOCTH K BO30YAMTEJII0 CeTYATOM

NATHUCTOCTH

Ha ocHOBe maHHBIX MOJHOTEHOMHOTO aHanm3a accouumanuii (Rozanova et al.,
2019) 6pum BeIOpanbl 4 SNP, acconmmupoBaHHBIX ¢ yCTOWMYMBOCTHIO K P. teres na
xpomocomax 2H (uaTepBan 71.0 — 74.1 cM), 3H (50.9 — 54.8 cM) u 6H (52.6 — 55.4
cM) (taba. 20).

Ta6muna 20. KASP mapkeps! 1u1st ceT4aToi IATHUCTOCTH.

HasBanue Jlokaiu3anus Jlokam3zanus Ha
MapKepHOro Xp | Ha pusuyeckoi reHeTHYeCKoil IMocsienoBaTenbHOCTH, conep:kamass SNP.
sokyca (SNP) Kapre (ITH) kapre (CM)
CTAAAATATTTCAAATTTGCAACGTTGCAA
JHI-Hv50k- ATACAATACATGAAAGATAC[G/A]ICATACG
2016-104859 2H 560662266 71.0-74.1 TAGACATGTAGAAACTACAACAGTAAGTAA
CTCTACGACGTCCC
ATGGGAGTTGAAGGAGAGTATGAACCACTC
JHI-Hv50k- 30 189518077 AGCAAATGCACTGCATAAAA[G/A]JCGCATG
2016-169338 TGTGCATGCATGTAACCAATAGAGAAAATA
51.0-52.2 AGTAGTATAAATTA
' ' TTGCCACCAAAAGTGCTCTTGAGTTGACAT
JHI-Hv50k- 3H 442203921 GTTTATATATTGTTCTCGCC[A/T]ACTTGCTC
2016-183207 CAGCATTTGCATAATAATCTGTAAACAGCT
CGGACACTTCTT
TCGTATTACAGTCTTAGCTAGGCTTACGGTT
JHI-Hv50k- ACAGGGGAAAAGCACACATICITIGTGTGGC
2016-308663 | o1 | 39211357 58.91 TCTTTAAAACAAAAAAGGAAGTTGTCTAAC
ACTAGTTTATCCT

KASP-renotunupoBanue ObUIO TIPOBEIEHO HAa HE3aBHCHUMOW  BBIOODKE,
coctosiBiei u3 102 copros (cMm. Jlom. Tadm. 2). bonbacTBo (49) yCTOHUNBBIX COPTOB
U3 HCCIIEyeMO HE3aBUCHUMOW BBIOOPKM HECIM B ce0€ JIOKYChbl YCTOWYMBOCTH B
xpomocome 3H. JlokycamMu yCTOMYMBOCTH, PacCIOJOKEHHBIMU Ha Xpomocome O6OH,
obnananu 46 U3 52 NnpeacTaBICHHBIX YCTOMUYUBBIX COPTOB.

Bce geThipe mapkepa ObUTH TakKe MCCIIeIOBaHbI HAa 11 AWTanjouIHbIX JTUHUSX,
MOJIYYEHHBIX OT cKpemuBanus copta CI1 5791, Hecyiero ycToiunBOCTb IO XPOMOCOME

6H u BocnpunmunBoro copra Harrington: Cl 5791x Harrington (ta6um. 21).
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Tabmuna 21. Pesynsratel KASP-reHOTHIIMpOBaHUS 00pa3IOB SYMEHS ¢ TIOMOIIBIO pa3paboTaHHBIX

SNP-MapkepoB, acCOIMUPOBAHHBIX C YCTOMYMBOCTHIO K P. teres.

Berpeuyaemocth
BceTrpeuyaemocTh aju1elis,
AJL1eJIbH
.| amnens, Bocnp | accoumupoBaHH
oe Yeroid Jluarnoc
aCcCOMHPOBAHHOIO | HMMYH | 0Oro c
Jlokan | cocTosiH YHBBIE o THYECKA
Ha3Banue MapkepHOro Xpomo ¢ YCTOHYHBOCTBIO | BbIe BOCIIPUHMYHBOC
uzanus | ue TeHOTH N b
sokyca (SNP) coma cpead YCTOWYHMBBIX | TeHOTH | ThIO cpean
(cM) MapKepH | mbl ¢dexr
00pa3uoB bl BOCIIPHUMYHBBI
oro (mr.) . HMBHOCThH
He3aBHCHUMOI () X o0pa3uos
JIOKyca o
BBIOOPKH He3aBHCHMOM
BbIOOPKH

Ha Hne3aBucumoii BbIOOpKe, coctosimeid u3 102 oOpas3noB sUMeHS, KOHTPACTHBIX IO
YCTOWYHUBOCTH

TT 32 40

JHI-HV50k-2016-398663 6H 54.89 cc 15 36% 11 79% 43%
cT - -
TT 44 10

JHI-HV50k-2016-183207 3H 52.6 AA 5 84% 38 73% 82%
TA 1 1
AA ] 11

JHI-HV50k-2016-169338 3H 51.20 GG 16 8% 19 36% 27%
GA 31 19
AA 30 43

JHI-Hv50k-2016-104859 2H 72.59 GG 21 40% 8 85% 63%
AG - -

Ha ne3aBucumoii BeIOOpKe, cocTosmel u3 11 qurarmionaHbX peKOMOMHAHTHBIX TUHUNA OT
ckpemuBanus copra Cl 5791, Hecymero jokyc ycTOMYHMBOCTH B xpomocoMe 6H u
BocpuMMUKBOro copra Harrington

TT
JHI-Hv50k-2016-398663 6H 54.89 CcC
CT
T
JHI-Hv50k-2016-183207 3H 52.6 AA
TA
AA
JHI-Hv50k-2016-169338 3H 51.20 GG
GA
AA
JHI-Hv50k-2016-104859 2H 72.59 GG
AG

100% 100% 100%

100% 50% 2%

0% 50% 27%

0% 100% 54%

T OOOWO W WWw|r oo

PO JIWON|T OO 1O

Mapkep JHI-HVv50k-2016-398663 (xpomocoma 6H, mosummst 54.89 cM) He
nmokaszaj ce0s Kak JUarHOCTHYECKWM Ha HE3aBHCHUMOM BBIOOpKe, cocrosiei u3 102
KOHTPACTHBIX MO0 YCTOMYUBOCTH copTooOpa3ioB ssumens (R = -0.12, p > 0). Oxnaxo B
notoMmctBe OT ckpemuBanuss CI 5791/ Harrington, 100% ycTOWYMBBIX T'€HOTHUIIOB
Hecnu amenb Jokyca JHI-Hv50k-2016-398663, acconunpoBaHHbIii C yCTOHYHUBOCTBIO,
u 100% BoOCHpUMMYUBBIX — albTepHATUBHBIA amienb. Pacder koadduimenta
koppensiniuu Criupmena (R = -0.87, p < 0.05) mokazain, yTo HaOIIOAaETCS 3HAUUMAS

KOPPEJSAIUS MKy MapKkepoM u ycroiuuBocthio. Mapkep JHI-Hv50k-2016-398663
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MOXET OBbITh PEKOMEHJIOBaH HJisi OTOOpa HOCUTENeH JOoKyca YCTOMYMBOCTH B
xpomocome 6H.

Mapkep JHI-HV50k-2016-183207 (xpomocoma 3H, no3unus 52.6 cM) mokasain
mubdepeHnpanmio  auiened Ha  YCTOWYMBBIX W BOCIPUUMYHMBBIX — COpTax,
cTaTUCTHUYeCcKue 3HadeHus Obutkm BbicokuMHu (R = -0.5, p < 0.05). Ognako Ha
JTUTATUIOUAHBIX JIMHUSAX TMPOIEHT MpeACKa3aHusl HYKJICOTH/Ia B BOCIPUUMUYMBBIX
oOpasuax coctaBuil 50%. IT0 0OBICHAIOCH TEM, YTO U3MEHYMBOCTh JTUTATLIOMTHBIX
JUHUN 10 YCTOMYMBOCTH OOYCIIOBJIEHA TOJBKO JIOKYyCOM B Xpomocome 6H.
Koadbdumment koppensuun CrnupmeHa Mokazajl HaJW4YUe 3HAYMMOW KOPPEIsuu
mexay JJHK-mapkepom u ycrortunBocthio (R =-0.72, p < 0.05). DTOT Mapkep MOXKeT
OBITh PEKOMEHIOBAH JJIsl 0TOOpa HOCUTENEH JIOKyca YCTOMUUBOCTH B XpoMocoMme 3H.

3HAYMMOM KOppEesiUA MEXIy BTOPHIM MapkepoMm Ha xpomocome 3H, JHI-
Hv50k-2016-169338 (51.20 ¢cM) u yCcTOHMYMBOCTH OOHApY)KEHO He OBUIO HU Ha
He3zaBucuMoit Beioopke (R = -0.14, p > 0.05), vu Ha quramiouasix auHUsSX (R = 0.12,
p > 0.05). Wcnonb30oBaHue MaHHOTO Mapkepa sl MOUCKa YCTOMYMBBIX OOpa3LoB
HelleJIeco00pas3Ho.

Mapxkep JHI-Hv50k-2016-104859 (xpomocoma 2H, no3uius 72.59 ¢cM) nokazain
MPAKTUYECKA OJWHAKOBYIO YacTOTy aJulelie B TpyINIax YCTOMYMBBIX W
BocripuuMIHBBIX cOpToB (R =-0.2, p <0.05), u cienoBaTenbHO, KaK TUArHOCTUYECKUMA
MapKkep MCIOJIb30BaThCsl HE MOKeT. [Ipu ucciieoBaHuy AUTAITONIHBIX JIMHUN Y BCEX
JMHWEA HaOromacs Tonbko oaue reHorun (R =-0.22, p < 0.05).

[Ipu paccMOTpeHHM CBSI3M BaJWIUPOBAHHBIX MApPKEPOB C TEHaMH OBLIO
obHapysxeno, uro mapkep JHI-Hv50k-2016-398663 (xpomocoma 6H) jokanusyeTcs B
nocienoBarenbHocTd TeHa BARTI 0-u45275. JlanHblii TeH ObLT  BBISBICH
OononHpoOpMaTHYECKUM TyTeM, OJHAKO HE ObUI TOATBEPXKIAEH C TOMOIIBIO
IKCIICPUMEHTAIBHBIX METOJI0B, (yHKIUs Hew3BecTHa. Mapkep JHI-Hv50k-2016-

183207 (xpomocoma 3H) naxomutcs B rene HORVU.MOREX.r3.3HG0281340,
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KOJMPYIOLIEeM IPOTEeUHKHUHA3Y, 00J1a1al0IIyI0 pelenTOpHbIMU cBoicTBamMu (Receptor-
like protein kinase). DTu Oenku ydacTBYIOT B PEryJSIIUU TMPOIECCOB Pa3BUTHUS
pacTeHull U B 0TBeTe Ha abnoTnaeckuii ctpecce (Ye et al., 2017).

BbIsiBIIEHHBIE acCOIMALIMU MOTYT 3a/IeHiCTBOBATh NalbHEUIIINE UACHTHU(PHKAIIMYA T€HOB

KaHAuAaToOB, CBA3aHHBIX C YCTOﬁqHBOBCTBm K CETUYQTOM MATHUCTOCTH.



123

I'masa 4. OBCY/KJIEHUE

4.1 YcToilunBOCTH CHOMPCKHUX COPTOB SIPOBOT0 TUMEHSI K 00J1€3HAM,

BbI3bIBA€MbIM reMHUOHOTPOPHBIMU rpHOAMHU

Cochliobolus sativus (Bbi3biBaromuii y SYMEHST TEMHO-OYPYIO TSITHUCTOCTh U
KOpHEBbIe THHJIM) W Pyrenophora teres (BBI3BIBAIONIUN CETYATYIO IISITHHCTOCTD)
OTHOCSITCSI K TEeMUOHOTPOPHBIM TpubaM — BO30OYAUTEIIM OCHOBHBIX TpeX OOJIe3HEH,
MOpaXXarolKX SYMEHb B Pa3JIMUHBIX pernoHax Poccuiickoit denepanuu, B TOM YUCIe
B ycioBusax Cubupu. B paboTtax, 0XBaTbIBaIOIIUX MUPOBOE U JOKAJIbHOE T€HETUYECKOE
pa3zHoOpa3ue s;[UMEHs, U HallpaBJICHHbBIX Ha BBISIBJICHUE COPTOB, YCTONUMBBIX K IAHHBIM
3a00JIeBaHUsIM, HE OBLIM paHee MpeICTaBICHBl COPTa IPOBOTO SUYMEHsI, CO37aBacMbIe
WIM UCHOJb3yEMbIE B CEJIEKIMOHBIX IporpaMmax B CHOUPCKUX CEJIEKIIMOHHBIX
1eHTpax (cM. riuaBy 1.5).

B Hameil pabotre, HalleJICHHOM Ha BBISBICEHHE JIOKYCOB, aCCOLMHUPOBAHHBIX C
YCTOMYMBOCTBIO K MEpPEUYUCICHHBIM OOJIe3HSM, BIEpBble Oblla MpOBEJCHA
¢duTomaTonornyeckass OleHKa CHOMPCKUX COPTOB SIIMEHS M BIIEPBBIC YCTAaHOBJICHA
IPEJICTaBICHHOCTh B CHOMPCKOM COPTHUMEHTE YCTOMUMBBIX (OpPM, B TOM YHUCIE U K

HCCKOJIbBKHUM ITaTOI'CHAaM.

Cpenu Bcex uccielyeMblx 00pa3lioB YEThIpe OKa3aduch YCTOMYMBBIMU KO BCEM
yeTkIpeM uzoiisitam P. teres (Anar-Opna-One, Jlunus 259/528, Omckuit 13709, Omckuit
rojio3epHbIii 2) u yethipe (Anei, Anran-bymnar, Mectuasiii (ITpumopckwii kpait), Keap)
— K TpeM U3 YeThipex u3oyaToB P. teres. YcroiunBocTs kK0 BceM m3oisitam C. sativus
Oblma BbIsIBIEHA Uid JABYX copToB (Azneil m Komyan), mpuyem ycTOWYUBOCTh
MPOSIBIISUIACH KaK B OTHOIIIEHUU TEMHO-OYpOii MATHUCTOCTH, TaK K KOPHEBBIM THHJISIM.
Cemb renotunoB (B-1, I'-21219, Myrtant 68, Owmckuii ronozepHsiii 2, CBETHK,

Cesepublii, CUrHai) okazajluch yCTOMUYHUBBIMU KO BCEM TPEM M30JIATAM MPU 3aPAKEHUU
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BO30yAMTENIEM TEMHO-Oypod MSATHUCTOCTH, OJAHAKO HE MPOSIBUIM YCTOMYHUBOCTH K
KOPHEBBIM THUJISIM.

BoisiBIeHHAas W3MEHYMBOCTh [0 YCTOWYMBOCTH IMO3BOJIMJIA B JajbHEHIIEM
MPOBECTH TIEHETUYECKUW aHajdu3 C HUCIOJIb30BaHMEM JaHHBIX (EHO- W

TCHOTHUIIMPOBAHUA C LICJIBIO BBIABUTH 1 MAPKUPOBATH JIOKYChI yCTOfI‘-IHBOCTH.

4.2. Accounanmsi <MapKep-pu3HaK» B COBPeMEHHbIX UCCJIeJ0BAHUAX
10 KOJIMYeCTBEHHOM reHeTHUKe YCTONYUBOCTH SYMEHS K TPUOHBIM

00J1Ie3HAM

bonesnn  pacteHuit  ABASAIOTCS  OJHUM U3 BaXKHEWIIUX  (aKTOPOB,
OTPAaHUYMBAIOIIUX  TOJy4YCHUE KaueCTBEHHOI'O U BBICOKOTO  ypoxas
CEJIbCKOXO3SICTBEHHBIX pacTeHuil. HecmoTpss Ha mnpumeHeHue (QYHTUIUIOB, IS
MHOTHX OOJIE3HEH, B YHCIIO KOTOPBIX BXOJAT TEMHO-Oypasi U ceTyaTtas MsATHUCTOCTH,
CYILIECTBYET BEPOSITHOCTh BO3HUKHOBEHHUS SNMUGUTOTUI. B HacTos1ee BpeMs B MUpE U
B Poccum mporpamMmbl CeIbCKOTO XO3SMCTBA HAIPaBJICHBI HA Pa3BUTHE OE30MACHBIX
HKOJIOTUYHBIX TEXHOJIOTMH, KOTOPhI€ OCHOBBIBAIOTCSI HA BBIBEJICHUU COPTOB
YCTOMYUBBIX K O0J€3HAM, 4TO ABIsIeTCS 3(PGEKTUBHBIM CPEACTBOM KOHTPOJIS
3a00JIeBaHUS.

PazpabaTeiBaeMble B BEIYIIMX CEJICKIMOHHBIX YUPEKACHUSAX TEXHOJOTHUH
BO3JIETIBIBAHUSI COPTOB 0a3UPYIOTCS HA MOIX0/1aX, OCHOBaHHbIX Ha mpuMmeHeHuu JJHK-
MapkepoB. I[lpomecc mnonapasymeBaer mnouck jokyca (/IHK-mapkepa) B reHome
KYJbTYpbl, U3MEHEHHUSI B KOTOPOM BIIMAIOT Ha YCTOWYMBOCTH/BOCHPUMMYHUBOCTH K
MaTOreHy y pacTEHUs.

[Tonck U BBISIBJICHUE T€HOB M JIOKYCOB, aCCOIMUPOBAHHBIX C YCTOMYMBOCTBHIO K
Oomne3HsaM, Hadaloch ¢ KaptupoBanus mnomyisiuid (QTL-ananmza) — moaxona,
OCHOBAHHOI'O HA CKPEIIMBAHUHU KOHTPACTHBIX MO MPU3HAKY POAUTEIEH U U3YUECHHIO X

notomMcTBa. Pa3paboTka MapkepoB B MPOIUIOM 3aHMMaja MHOTO BpemeHu. B
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mocjeaHee BpeMs IIMPOKYI0 MomyJspHOcTh mpuodpen meron GWAS, koTtopbrit
MO3BOJISIET BMECTO CO3aBAEMBIX JABYPOJAUTEILCKUX MOMYJISIIANA TPUMEHITH BHIOOPKH
00pa3IoB KOJIICKIUI, OXBaThIBast OOJIbIIee TeHETHYEeCKoe pazHooOpasue. PazpaboTke
MapKepoB C TOCJCAYIONIMM TPUMEHEHHEM WX B CEJEKIMOHHBIX IpOrpamMmax
CIIOCOOCTBYET Ppa3BUTHE B HACTOAIIEE BpPEMs IOCTYIHBIX 3(PGEKTHBHBIX CHCTEM
BBICOKOITPOM3BOUTEIILHOTO TCHOTUITUPOBAHUS, U HaIM4Yue pedepeHCHOro reHoma

sumens (Mascher et al., 2017).

4.2.1. YcroituuBocthb k C. sativus
BrlsiBiieHHE JIOKYCOB YCTOMYMBOCTH K BO3OYAUTEINIO TEMHO-OYPOii A THUCTOCTH
BaKHO JIJTSI CO3/JTaHUS HOBBIX COPTOB STYMEHS. DTO OCOOEHHO aKTyaJIbHO B CBSI3U C TEM,
YTO TOSBWIUChL HOBbie mnaTotumbel C. sativus, koTopele 00JaJalOT BBICOKOM
BUPYJICHTHOCTHIO TI0O OTHOIIEHUIO K JOCTYIHBIM B HACTOSIIEE BpeMs HCTOYHUKAM
ycrorunBoctu (Ghazvini, Tekauz, 2007; Gyawali, 2010). K HacTosmemMy MOMEHTY Ha
KapTy HaHECEHbl TPU OCHOBHBIX JIOKYCa, ACCOIMUPOBAHHBIX C YCTOMYHMBOCTHIO K
BO3JICHCTBHIO JAHHOTO MaTOreHa, a MMeHHO RCS6/Scs6, Rbs7 u RCs5, pacnososkeHHbIe
Ha xpomocomax 1H, 6H u 7H, cootBercTBenno (Steffenson et al., 1996; Drader et al.,
2009; Leng et al., 2018; Wang et al., 2019). Kpome Toro, Heckobk0 MUHOpHBIX QTL
ObUM NACHTU(UIIMPOBAHBI HA BCEX ceMu xpomocomax stamens (Steffenson et al., 1996;
Bilgic et al., 2005, 2006; Roy et al., 2010; Bovill et al., 2010; Grewal, Rossnagel and
Scoles, 2012; Berger et al., 2013; Zhou and Steffenson, 2013; Gutiérrez et al., 2015;
Haas et al., 2016; Wang et al., 2017; Bykova et al., 2017; Gyawali et al., 2018;
Novakazi et al., 2019a). B Hacrosiiiee Bpemsi BEayThCsi pabOTHI 1O pa3padaThIBAHHIO
SNP-mapkepoB Ha ocHoBe BoisiBIieHHBIX QTL (Afanasenko et al., 2022).
B nannom uccnegoBanuu ooHapykeHo 49 SNP B msitu reHOMHBIX pailoHax Ha
xpomocomax 1H, 2H, 3H, u 7H.
JlaHHbIC, TTOTYYCHHBIC HAMH, OBLJIA COTIOCTABIICHBI C JTUTEPATYPHBIMH JTAHHBIMHU

(Tabm. 22) u 6BUTO BBHISBIEHO, YTO JIOKYCHI, OOHapy>KeHHbIe Ha xpoMmocomax 1H, 2H u
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3H, coBmagarT ¢ paHee OINUCAHHBIMU JIOKyCAMHU YCTOWYMBOCTH K BO30YAMTEIIO
TEMHO-0ypoil MATHUCTOCTH. JIOKyChl, 0OHapy>keHHble HaMH Ha Xpomocome 7H He
COBMNAQJAIOT C WM3BECTHBIMHU JIOKYCaMH YyCTOWYMBOCTH. B Tabmuiie ykazanpl SNP,
HaubOosee 3HAUMMO aCCOLIMUPYEMBIE C BBISBICHHBIMU pallOHaMU yCTOMYMBOCTH U3
OOHapy>XCHHBIX B JaHHOW pabote. Bce nmurepaTypHble JaHHBIE OBLITM COOTHECEHBI C

UCIOJB3yEeMBIMHA B Hallleii pabore renermueckumu kapramu (Mascher et al., 2013,

Mascher et al., 2017)

Tabmuna 22. CpaBHEHHE BBISBICHHBIX TEHOMHBIX PailOHOB, aCCOLMUPOBAHHBIX C YCTOWYUBOCTHIO K

TCMHO-6ypOI71 MATHUCTOCTH, C JIMTCPATYPHBIMU JaHHBIMH.

Xpo
P Ha3panue mapkepHoro Panee unenTuuumpoBanubie
moco | M3zoast p-value cM
Jokyca (SNP) Jokycbl QTL (¢cM)
Ma
JHI-HV50k-2016-17526 | 1.05*10°™* (41.5 cM) (Afanasenko et al.,
SCRI_RS_153785 8.64*108* 2015);
BOPA2 5381-1950 6.63*108* s (45.5-50.0 cM) (Gutiérrez et al.,
ch3 SCRI_RS_140837 6.74%10°%* 42'35 2013);
1H JHI-HV50k-2016-17967 | 4.21*107* ' 40.08-43.06 (Zhou  and
Steffenson, 2013))
JHI-Hv50k-2016-18133 1.41*10°6*
57 20 (65.8 cM) (Bilgic et al., 2005);
Kr2 JHI-HV50k-2016-33568 | 1.29*10°%* ' (59.7 ¢cM) (Roy et al., 2010);
BOPA1_3355-605 1.19%10°™*
SCRI_RS_153880 1.19*107*
SCRI_RS_206529 1.19*107*
BOPA2_12 11504 1.19%107™*
BOPA2_12 30108 1.19*107* (54.2 cM) (Afanasenko et al.,
JHI-HV50k-2016-98667 | 1.19*107* 2015)
SCRI_RS_141789 1.19*107* (21.2 u 71.7 cM) (Bilgic et al.,
SCRI_RS_83731 1.84*107* 2005)
58.78-
2H SCRI_RS 162917 1.84*107*
Ch3 - - 59.46
SCRI_RS_233449 1.84*107*
SCRI_RS_186769 1.35*10°5*
BOPA1_2634-2228 1.35*10°5*
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[Tponomxenue TadbIUIBI 22.

Xpomo | HUzoasaT | HazBanue mapkepnoro | p-value cM Panee nupenrudguuupoBaHHbie
coma Jokyca (SNP) Jaokycsl QTL (cM)
BOPA1_5160-268 1.35%10°%*
ol cha SCRI_RS_132839 1.35%10%* 58.78-
SCRI_RS_136740 1.35%10°%* 59.46
SCRI_RS_191136 1.35%10°%*
JHI-Hv50k-2016-157070 | 1.16*10°11* (536 - 612 cM - m;okyc
JHI-HV50k-2016-156842 | 3.3*10°1* YCTONIUBOCTH B3POCIIBIX
JHI-Hv50k-2016-156999 | 2.67*10°10* pactenuii) (Bovill et al., 2010);
JHI-HV50k-2016-156329 | 3.36*10°%* (9.6 cM - n0KyC yCTOHYMBOCTH

JHI-HV50K-2016-157182 | 6.54*10%% | 12.11, | AUiA IpopocTkos); (14.87 —15.30

chs JHI-HV50k-2016-156387 | 3.88*10°8* 15.16, | €M — JOKyC yCTOHYMBOCTH I
3 JHI-HV50K-2016-156336 | 7.10*10°* | 17.35- | B3pocmeix pactewmii) (Zhou and
JHI-HV50k-2016-156833 | 2.88*107* 18.8 | Steffenson, 2013);
JHI-HV50k-2016-155569 | 7.25%107* (28.7 — 42.4 cM) (Bilgic et al.
JHI-HV50k-2016-158003 | 1.56*10°* 2005);
JHI-HV50Kk-2016-157070 | 6.04*10° (25.3 M n 66.2 cM) (Wang et
K IR FiveOk2016-156842 | 1.20°10°F al., 2017);
Ch3 | JHI-Hv50k-2016-448898 | 5.01*105** (23.73 — 2415 ¢cM — nokyc
YCTOWYUBOCTH MIPOPOCTKOB);
11.54- | (27.62 cM - JIOKYC
H 018.2 JHI-HV50k-2016-451269 | 1.67*107°** 13.88 YCTOIUMBOCTH ISl B3POCIBIX

pacrenuii) (Gyawali et al., 2018)
29.75 (Bilgic et al., 2005)

*3naunmbie SNP cooTBercTByIOIME onpaske bondepponu, ** - SNP npesmonaraeMoro ypoBHsl.

Ha xpomocome 1H Hamu OBLIO BBISIBIEHO BOCEMb MapKEpOB, KOTOPbIE
JIOKaNU3yloTcs B IBYyX oOmactsax: 32,1*10°-36,9*10° nm u 446,8*10° mm, uro
cooTBeTcTBYET pailonam 41.5-42.35 cM u 57.29 cM Ha MOJeKyISIpPHO-T€HETHYECKOM
kapte (Mascher et al., 2017) cooTBeTcTBeHHO (TabII. 5).

[Ipu cpaBHeHMM C JIUTEpPATypPHBIMH J@aHHBIMHU JIOKYC, BBISBJICHHBI HaMu B
untepBasie 41.5-42.35 cM, coBnagaer ¢ oOHApPYKEHHBIMU B paboTax AdaHaCEHKO C

coaBtopamu B 2015 (41.5 cM) u pacmonaraercst psjgaoM ¢ oOHapykeHHbIMU Gutierrez ¢
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komuteramu B 2013 (45.5-50.0 cM) (tabn. 22). Ko BropoMy JOKYCY,
WICHTUPUIIMPOBAaHHOMY B wWHTepBasie 57.3 cM (tabn. 5), Hambomee Oxm3KO
pacmojoXKeHbl JIOKYChl, OOHapy)XeHHble B cienyiommx wucciaemoBanusix: QTL,
OTBETCTBCHHBIH 332 YCTOHYMBOCTH B3POCIIBIX pacTeHu B mo3uiuu 65.8 cM (Steffenson
et al., 1996), u moxyc, OTBETCTBEHHBIH 32 YCTOHYUBOCTH MTPOPOCTKOB, OOHAPYKEHHBIN
Roy ¢ coaBropamu B 2010 B mo3unuu 59.7 ¢cM (Roy et al., 2010). ITo cpaBHeHHIO C
NpeIpIIyIIUMA  paboTaMu, MBI BBIABWIN OOJiee TOYHOE TMOJIOKECHHE JIOKyca
YCTOMYHMBOCTH, UTO OYyJIET COJCHCTBOBATh YCKOPEHUIO MOMCKA T'eHa-KaHAWJaTa IS
HEro.

Biglic ¢ xomneramu (Bilgic et al., 2006) wmenTuduIMpoBaIM 00JacCTh Ha
KOPOTKOM ITJIede XpOMOCOMEI 1 H, acconmupoBaHHyIO ¢ yCTONYMBOCTHIO IPOPOCTKOB U
B3pPOCJIBIX PAaCTEHUH K IMATOTHITYy 2 TEMHO-OYpoWl MSATHUCTOCTH B momyisaiuun DH
Calicuchima-sib x Bowman-BC(C/B). ABTopamu ObLIO TIOKa3aHO, YTO YCTOMYUBOCTH
pacTeHui crocoOCTBOBaN pe3ucTeHTHRIN poautens Calicuchima-sib, koTopelit HeC B
ceOe reH, Ha3BaHHBIH RCS 6. B Oonee HemaBHem uccinenoBanuu (Leng et al., 2018),
UCNoJIb3ysl Ty ke mnonymsauuto DH, yaanocs mnoka3arh, 4TO BOCHPHUAMYHUBBIN
poIUTENLCKH copT BOwman comepxan reH TOMUHAHTHOW BOCTIPUUMYMBOCTH, SCS 6,
KOTOPBI HAXOAWJICS B TOM JK€ JIOKYCe, YTO M TeH ycToiunBocTH RCS 6. [lanbHelimee
Oomnee TouHoe kapTupoBanue B nomyssanuu F2 Bowman x ND 5883 u Bowman x ND
B112 cy3unu uarepsan 10 obnactu B 128*10° nH, Gpusuuecku pacnonoxeHHol MExX Ly
64*10° u 192*10° nu (Leng et al., 2018). Jlokychl, 0OHapyKeHHBIE B JAHHOM padoTe,
MMEIOT JIOKaIM3auuio Ha (usndeckoit kapre 32 — 38*10° mu u 418*10° nn. Takum
00pa3oM, TIOKYChl, 00HAPYKEHHBIC B HAIIIEM UCCIIEIOBAHUH, HE COOTBETCTBYIOT JIOKYCY
ycToiunBocTH / BoctpuuMinBocT RCS 6 / Scs 6.

Mapkep JHI-Hv50k-2016-33568 (57.29 ¢cM, xpomocoma 1H) ObL1 BbIOpaH H
NPOBEPEH Jaliee Kak AuarHocThudeckuit mpu nocneayromnieM KASP renotunupoBanim

Ha He3aBucuMoi BeiOOpke. Koaddernment koppensinn CimpMeHa 1mokasan OTCYTCBHE
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3HAYUMOW KOPPENALUNA MEXAYy ycTonunBocThio U Mapkepom (R = -0.17, p > 0.05).
Hcmonp3oBanne JaHHOTO  MapKepa JUisi IOWCKAa  YCTOMYMBBIX  0OpasIoB
HEIEJIECO00Pa3HO.

Paiton 58.78-59.46 cM xpomocomsl 2H, BBISIBIICHHBIN B JaHHOM HCCJICIOBAaHUH,
noKa3bIBal ycToHumBocTh K u3oysaraM Ch3 m O18.2 (tabdn. 5, puc. 17a,6). JleBsaTh
MapKepOB aCCOIMMPOBAIIUCH C YCTOMUMBOCTBIO K M30JTy Ch3. JIokyc, BBISABICHHBIN
no otHomeHuto kK uzonATy O18.2, cogepxkan 52 mapkepa (puc. 170), BKiItouas u Te
JICBATH, aCCOIIMUPOBAHHBIX ¢ ycTOWUUBOCThIO K Ch3. Jlayiee ucmonp30BaIMCh TOIBKO
te SNP, KOTOpBIe OBUIH BBISBICHBI OJTHOBPEMEHHO JijIsl 000X u30sToB. Biglic B 2005
roay (Bilgic et al., 2005) BersaBra ToKyc Ha Xpomocome 2H B uaTepBane 27.1-46.9 cM
(mapkepol: Rbecs—ABG459), ncnonib3ys kKapTupylolyto nomnyisinuio Steptoe / Morex
(R). To3auee Adanacenko ¢ coaBropamu B 2015 (Afanasenko et al., 2015) Obut
BeisiBiIcH QTL B mosummu 54.2 ¢cM 1o moJiokeHHIo Ha kapte iSelect myrem aHanmza
KapT JBYPOJIUTEIHCKUX MOMYJISIIHUM, MOTYUYSHHBIX CKPEIIMBAHUEM 3epHOTPaJACKui 85
(R)/Pannmii 1. Taxum oOpa3om, BbisBiAcHHBIe Hamu SNP coBmaganm ¢ panee
OoOHapyXeHHBIM JIOKycoM. OiHaKo ISl TajdbHEUIIeH BaluIaliii OTOOpaHbl HE ObLIH,
Tak kak PLS ananm3 mo3BoJIui BBIIETUTH B U3Yy4aeMOil BRIOOPKE TPYMIIbI YCTOMUUBBIX
¥ BOCITPUUMYHBBIX cOpTOB (puc. 21, Tabiu. 9), u Mapkepsl K JOKyCy Ha xpomocome 2H
He auddepeHIMPOBAIMCh 110 JaHHBIM TpynmaM. Takke accoluaius ¢ MapKepom
SCRI_RS 152664, xotopsiit HaxoauTcs B no3unuu 164.4 cM, Beisinennas Wang ¢
coaBropamu (Wang et al., 2017), He noaTBepanIach HU B Halei padoTe, HU B paboTax

OCTaJIbHBIX HCCHeHOBaTeHeﬁ.

B Texyiem uccienoBaHuU reHOMHBbIE ydacTKu Ha xpomocome 3H ¢ nHambonee
3HaunMbIMU SNP Ob111 0OHapysxensI B mozunusx: 12.11, 15.01, 16.5, 17.35 u 18.8 cM.
Mg mpenmosiaraeM, 4TO 3TO OJIMH TEHOMHBIM JIOKyc. Bcero Oblio BBISIBICHO 22

Mapkepa B uHTepBajie oT 12 322 177 nix g0 15 617 068 mu. Mapkep JHI-Hv50k-2016-
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157070, naxonsmumiics Ha nmo3uiuu 14 237 637 1H, aCCOLMUPYETCS C YCTOMUUBOCTHIO
KO BCEM TPEM HCCIICyeMbIM H30jsaTaM (Ta0i. 5) U OH eAMHCTBEHHBIN, KOTOPBIA OBLT
ACCOIIMHUPOBAH C YCTOWYHBOCTHIO K M30JTy Kr2. [To otHOmEHMIO K m30msaTy Ch3 Ob1I
BbIsIBJIEH 21 mapkep u mo otHomeHuro K uzonsary O18.2 — 12 mapkepos. Panee
HECKOJIbKUMH HCCJIEIOBATEISIMH COOOIIAIOCh O JIOKYCE YCTOMYMBOCTH, KOTOPBIM
o0BsicHAET (eHoTUNMYecKue paznuuus Mexay 1% u 60%, BBISIBICHHOM pSAIOM C
JaHHBIM paiioHoM: Zhou c¢ coaBtopamu B 2013 rogy B monoxkenun 9.6 cM
(Bopa 12 30818) BBIIBWII JOKYC YCTOMYHMBOCTH JJIsi IMPOPOCTKOB M B HMHTEpBAJIE
14.87-15.30 ¢cM — 5oKyc yCTOMYMBOCTH I B3pocibix pacteHuit (Zhou, Steffenson,
2013); Taxke JIOKYC YCTOWYHUBOCTH I IIPOPOCTKOB OBLT OOHApY)KEH B MHTEPBAJIC
24.9-31.1 cM (Grewal et al., 2012); Wang ¢ coaBTopamMu BBISIBHJI JBE 00JIACTH HA
xpomocome 3H, accouuupoBaHHbIE C pPa3HBIMH M30JIATAMH, OJHA M3 KOTOPBIX
HaxoAuTCs B moJjioxkeHuu 25.3 ¢cM. JlanHbie pa®OThl ObUIM MPOAHATU3UPOBAHBI IS
redotunioB u3 CHIA u Kananel. B HactosieM wucclieqoBaHUM OCHOBY BBIOOPKHU
COCTAaBWJIM COpPTa, CO3JaHHbIE B CEIEKUMOHHBIX IeHTpax Cubupckoro (deaepaibHOro
okpyra. Bropoii nokyc, BbisBiaeHHbIH Wang k JpyroMy H30JISTY, HAXOIUTCS B
nojoxennn 66.2 ¢ctM (Wang et al., 2017). Bovill BeissBun QTL ycroiuuBocTd st
B3pOCJIBIX pacTeHuid B HMHTepBane 53.6-61.2 cM (Bovill et al., 2010). B namem
uccienoBanun 3HauMMbIX SNP B 3THUX JIOKycax He oOHapyxeHo. B Hamieit pabote
JIOKYC, BBISIBIIGHHBIN Ha XpoMocome 3H, sSiBisieTCs caMbIM 3HAYUMBIM U OBLJT CIICTJICH C
YCTOMYMBOCTBIO 10 OTHOIIIEHUIO KO BCEM M30JIsiITaM BHE 3aBUCUMOCTU OT BHIOpaHHOM
cTaTucTH4ecko wmojmenu. M3 BeisiBieHHbIX ¢ momoimibio GWAS mapkepoB Ha
xpomocome 3H (Bykova et al., 2017) Obuio BwIOpano cemb is KASP-
TCHOTUIIMPOBAHUSI, W BaJuJallds Ha HE3aBUCHUMOM BBIOOpKE IMOKa3aja, YTO 4YeThIpe
(JHI-Hv50k-2016-157182, JHI-Hv50k-2016-156820, JHI-Hv50k-2016-156842, JHI-
Hv50k-2016-156999) M0XKHO HCIOJB30BaTh JJIsl MPOBEACHUSA CEIICKIIMOHHBIX padoT

(Rozanova et al., 2020). Mapxkep JHI-Hv50k-2016-156999 xoporro moka3an cebst Kak
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nuarnoctuyeckuit [TLP-mapkep (puc. 26, 27, tabn. 19) u O6p11 3anaTeHTOBaH (MATEHT

Ne2740404 ot 14.01.2021, 3asBka Ne2020120776 ot 16.06.2020).

Mpb1 00HapyXWJIM T€HOMHBIN paiiloH, UACHTU(UITUPOBAaHHBIN B XpoMocome 7H B
obmactu 11.54 — 13.88 cM. DtoT paiion Bkiovaer B cedst 1Ba mapkepa: JHI-Hv50k-
2016-448898 — 14 372 276 1 (11,54 ¢cM) n JHI-HV50K-2016-451269 — 17 358 749 nu
(13.88 cM) (tabxa. 5, 15). Steffenson ¢ coaBropamMu HACHTHGHUIUPOBAIH JOKYC
YCTOHYMBOCTH MTPOpocTKOB Ha xpomocome 7H (Steffenson et al., 1996), xoTopsie oHu
ob6o3Haumn kak Rcs 5. B mocnenyromux paborax Bilgic et al., (2005), Yun et al.,
(2006) u Bovill et al. (2010) mpoAEeMOHCTPUPOBAIIA CTATUCTHUSCKYIO 3HAYUMOCTD
JIOKYCOB yCTOMUYMBOCTH, coBMelieHHbIXx ¢ RCs5. Drader ¢ komneramu B 2009 romy
KapTHUPOBAIH IPUOIH3UTENbHOE TToJIokeHrne RCSS Ha 1,5 ¢cM npokcuManbHee Mapkepa
BF263248 (27.8*10° nn) u Ha 1.3 ¢cM aucransaee BG414713 (31.3*10° nH) (Drader et
al., 2009).

Roy ¢ coaBropamu BeissBriin QTL (Rcs-qtl-7H-bPb-4584) B no3unmm 28.3 cM,
KOTOPBIN COBNAZAET C OCHOBHBIM 3((PEKTOM JIOKyca yCTOMUMBOCTH RSCS 1 HaxoauTCs
mexay 20*10° nu m 22.8*%10° mu (Roy et al., 2010). Drader ¢ coasropamu (2009)
BBIJIBUHYJIA THIIOTE3Y, YTO I'€H, HECYIITNI YCTOMYMBOCTH K BO3OYIUTEIIO TEMHO-0YpOii
IIATHUCTOCTU HAa XpoMocome 7H y sUMEHs CXO0X WM aXXe TOT K€ CaMblil, YTO U Y
HIIeHUIBl. DTa TunoTe3a Oblia moarsepkacHa Ayana (Ayana et al., 2018), koTopsrit
npoBen GWAS ¢ 294 obpa3uamu 03UMOM TBEPAOW MIIEHUIBI U UACHTUPUIIUPOBAT
sHaunMblii QTL (QSb.sdsu-7B.1) Ha xpomocome 7B mIeHHUIbI, COOTBETCTBYIONIHIA
ycroitunBocT QTL RCSS y stumenst. B pabote Berger et al. (2013) ObU1 BBISIBIICH JIOKYC,
pacrosioxkeHHblil Ha xpomocome 7H B puanaszone ot 22*108 1o 31*10° nn, 3Haunmo
aCCOIMMPOBAHHBIN C YCTOWYMBOCTHIO TpopocTkoB. Zhou wu Steffenson (2013)
IPOJIEMOHCTPUPOBAIH ¢ TIoMoIbio GWAS, 4To paiioH, pacnonoxeHHbIi Ha 26-32*10°

ITH, aCCOIMUPOBAH KaK ¢ MPOPOCTKOBOM, TaK M B3POCION ycTonunBOCThI0. Gyawali C
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coaBropamu (2018) ompenenuan 007acTh, aCCOIMMPOBAHHYIO C YCTOMYHMBOCTHIO
IIPOPOCTKOB U B3POCIBIX PACTEHUH, PACIIONIOKEHHYIO Ha XpoMocome 7H B nHTEpBane
26-27*10° ma (Gyawali et al., 2018). Jlokyc, pacmonoxeHHbI Ha Xpomocome 7H,
BBISABJICHHBII B Hamieil paboTe, Haxoautcs Mexay 14.3*10% u 17.4*10° nn,
BrisiBnennsie Ha xpoMocoMe 7H mapkepsl ObLIM BBIOpAaHBI ISl MPOBEACHUS
KASP-ananu3a, X0Tsl 10 ypOBHIO 3HAYUMOCTH OHU OTHOCATCS K «IIPEIO0JIAracMOMY».
MBI IpeAnoN0oKUIN, 4YTO OOHAPYKEHHBIE HAMH MapKePhl MOTYT OBITh CLIETIIIEHHBIMU C
Te€HOM YCTOMUMBOCTH RCS5, 0 KOTOpOM roBOpHIIOCH BhIlIe. OIHAKO, 00a UCCIeTyeMBbIX
mapkepa (JHI-Hv50k-2016-448898 u JHI-Hv50k-2016-451269) mnoka3zanu HHU3KYIO
CTaTUCTHUYECKYI0 3HauMMOCTh 110 Crimpmeny (R =-0.48, p > 0.05 u R =-0.22, p > 0.05)
U HHU3KYI0 TIpEICKa3aTelbHYyI0 IIEHHOCTh M, COOTBETCTBEHHO, HE MOTYT

PCKOMCHAOBATHCA B KAYCCTBC THAIHOCTUYCCKHUX.

C nomompto metoga GWAS mb1 06Hapy WM JTOKyChl ycTrouuBocTy Ha 1H, 2H,
3H, u 7H xpomocomax, a mpu ucnoias3oBannu PLS amanm3a — na 2H, 3H u 7H. B
L[€JIOM, €CJIM MbI OLICHBAEM pe3yJibTaThl accoraTuBHOro ananuza (GWAS u PLS), To
BUJTHO, YTO HAMOOJIbIIIAsl 3HAUUMOCTh aCCOIMUpOoBaHa ¢ xpomocoMoi 3H HezaBucumo
ot usouara (puc. 23).

Tpu crarucTrueckue MojeNu ObUTM MPUMEHEHBI B OTHOIICHUM IMOKa3aTelei
YCTOMYMBOCTHU K TEMHO-OYpOIi IATHUCTOCTH JJ1s BhIsiBJICHUS 3HAaUNMbIX SNP, BKiTIO9as
noaxoael kak GLM (o6oOmienHast auHelHas mofenb), Tak 1 MLM (cmemanHas
auHelHas Monens). MLM siBnsiercs 6omiee cTporoit Mmojiensio o cpaBHeHuto ¢ GLM u
MO3BOJISICT YYUTHIBATh B aHAJIN3€E KaK PUKCUPOBAHHBIE, TaK U cirydaiHbie 2P deKThl. To
€CTh B HalleMm ciydae, ecinu monaenb GLM paccmarpuBaer accoulMaii TeHOTHI-
dbeHoTun, ymyckasi BIUSHUE OKPYXKAIOIIEH cpeibl, TO MoAeab MLM yduThiBaeT 3Ty
MOCJIETHIOI0 KOMITIOHEHTY. Bo Bcex ciiydasix, €ciu OmMparbcs TOJBKO HA CaMYIO

ctporyto Moaens (MLM), To BbIsSIBAsieTCS JMIIb OAWH JIOKYC Ha Xpomocome 3H.
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Hecmotpss Ha TO, uro Mbl BbiOpanin 10 moTeHIManbHBIX MapkepoB st KASP-
TEHOTHUIUPOBAHMS, Haxoadmmxcss Ha xpomocomax 1H, 3H, u 7H, cBoro 3HaUunmMoOCTh
KaK TEPCIEKTHBHBIC OJIHO3HAYHO MOKAa3adu TOJBKO Mapkepbl Ha xpomocome 3H,
KOTOpbIE U OBUIM HM3HAYAJIBLHO OOHAPY)KEHBI C HCIOJb30BAaHUEM HambOoOJiee KECTKOU
CTaTUCTUYECKOU MoJieu. Bo3MOXkHO Apyrue MapKepbl MOTYT OBITh UCIIOIb30BaHbI JJIsI
OOHapyXEHUsSI MUHOPHBIX JIOKYCOB, aCCOIIMMPOBAHHBIX C YCTOWYHMBOCTBHIO K TEMHO-

Oypoii MATHUCTOCTH.

[ToMuMo Oone3Hn TeMHO-Oypast NATHHCTOCTH maroreH C. Sativus BhI3bIBAcT
3a0oyieBaHnEe KOpHEBas THWIb. [IOMCK JOKYCOB yCTOMYMBOCTH TaKKe MPOBOAMICS C
nomoipio Merona GWAS, ognako 3HaunMbix SNP oOHapyxeHo He Obu1o. B nanHoi
paboTe ObLT IPOBEJICH KOPPEISIIMOHHBIN aHanu3 (1o [Tupcony) s cpaBHEHUS OIEHOK
YCTOMYMBOCTA K OOJIE3HSM TEMHO-Oypas TSTHHUCTOCTh W KOPHEBBIC THHJIM.
Koppensius BappupoBaiack ot 0,22 1o 0,25, yto 00BscHAET 6% H3MEHYUBOCTH.
CootBeTcTBEHHO 32 94% oTBevaroT Hen3BecTHbIE (pakTophl. B padotax (Kutcher et al.,
1994; Almgren et al., 1999) He ObUIO BBISIBJICHO 3HAYMMOW KOPPEISAIUH MEXKITY
OLICHKOM TEMHO-0ypOii MATHUCTOCTH JINCTHEB U KOpHEBBIMU THIWIIIMU. B padote Clark
(1966) ObuTO TMOKAa3aHO, YTO BCE MOTOMKH HCCICAYEMBIX JIMHUH OT MEXBHIOBOIO
CKpEIIMBaHUS SIMEHs ObLIM BocTipuMMuuBEI K C. sativus, kak K BO30YAMTEII0 TEMHO-
Oypoil TSATHUCTOCTH, HO WUMEJIM HIUPOKHM CIEKTp peakiuii Ha ATOT TpuO, KaKk Ha
BO30yAHUTENIb OOBIYHOW KOPHEBOW THUIIH.

Kutcher (1994) npenanosaraer, 4to oTO0Op Ha 00IIyI0 ycToWurBOCTh K C. sativus,
KaK K BO30YIUTEII0 KOPHEBOW THUJIM U TEMHO-0YpOH MATHUCTOCTH y SSTYMEHS JOJDKCH
OBITh YCHEIIHBIM, HO 3TOT OTOOp W OLIGHKY CIIEyeT OTJOXKHUThH 10 OoJyiee TO3THUX
MOKOJICHUM, €CIIM HE WCIOJb3YIOTCS YABOCHHBIC TaIlJIOWJbl. XOTS B HaIlIeM
UCCJICIOBAaHUHM HE YJAIOCh TOJYYUTh 3HAYUMBIX MapKEPOB, aCCOLUUUPYIOUIUXCS C

BO3I[CI‘/JICTBI/ICM IIaTorcHa Ha KOpHCBYO CUCTCMY, KOppGJ’IHI.[HOHHBIfI aHaJIM3 I1O3BOJIIACT
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NpCAIoOJ0XUTb, YTO YCTOﬁqHBOCTB K TCMHO-6ypOﬁ IIATHUCTOCTH W K KOPHCBBIM

THHJIAM HaXOJUTCA 110 KOHTPOJICM PAa3HbIX JIOKYCOB.

4.1.2. YcroituuBocTsb Kk P. teres

CeruaTas MATHUCTOCTD, BhI3bIBacMas maroreHoM Pyrenophora teres f. teres, ogna
13 BAXXHBIX U 3HAYMMBIX O0JI€3HEH, KaK MPEACTABIISIIONIAs yrpo3y IJIs BCeX 00JIacTel,
IJi¢ BhIpAIlMBAcTCs SIUMEHb. BrIcokas m3aMeHunBOCTh 3TOr0 maroreHa (Tekauz, 1990;
Steffenson, Webster, 1992; Serenius, 2006; Liu et al., 2011) s3arpyanser
CCJICKITMOHEpAM  HWACHTH(PUKAIMIO W  YCIENTHOE BHEAPEHWE HOBBIX TI'€HOB
YCTOHYMBOCTH B COBPEMEHHBIM CEJCKIIMOHHBIN Matepuan. [lpw momomu aHanmza
JIBYPOJUTEIBCKUX  KapTHPYIOIIMX  MOMYJISIIUA  OBUIM  BBISBJICHBI  JIOKYCBI,
aCCOIIMMPOBAHHBIE C YCTOMYUBOCTBIO K BO3OYAUTEINIO CETYATON MATHUCTOCTH Ha BCEX
xpomocomax stumens (Liu et al., 2011; Konig et al., 2014; Vatter et al., 2017; Martin et
al., 2018). Ha HacTosmmii MOMEHT BCE OOJBINYIO MOMYJISIPHOCTh MPUOOPETAIOT
WCCJICIOBAHUS TI0 BBISBJIICHUIO JIOKYCOB, aCCOIMUPOBAHHBIX C YCTOMYMBOCTBIO K
ceTyaTol MATHUCTOCTH, BhiMoHeHHbIe ¢ momorbio GWAS (Afanasenko et al., 2022).
[TepBonauanbHo ucnoiab3oBayics unn iSelect SNP Huskoii mnotHocTn 9K B kauecTBe
1aTOpMBI TSI TCHOTHITUPOBAHMS | IPUMEHSIITUCH KapThl TCHETHUSCKUX CBS3CH JIJIst
anmpokcumaruun nonoskennid QTL (Richards et al., 2017; Wonneberger et al., 2017b;
Amezrou et al., 2018). C 2019 roaa padots! BeimosHsiroTcst Ha unrie SOK (Novakazi et
al., 2019b; Rozanova et al., 2019, Skiba et al., 2022) B coueranuu ¢ HU3HUCCKUMU
MO3UIIMSIMH MapKepOB Ha OCHOBE COOpPKH IICEBIOMOJICKYJIBI TeHoMa OT Mascher
(Mascher et al., 2017). Ogna u3 paboT omyOJIMKOBaHAa IO pe3yjbTaTaM JIaHHOTO
uccienoanus (Rozanova et al., 2019).

Bcero meromom GWAS namu Obuto oOHapyxeHo 14 3naummbix  SNP,
aCCOIIMMPOBAHHBIX C MPOPOCTKOBON YCTOMYMBOCTHIO K YETHIPEM M30JIsiTaM MaTOTCHA
P. teres (A2.6.0, S10.2, P3.4.0 u K5.1), BbI3bIBaIONIEro y ssaMeHsi 00JI€3Hb ceTyaTast

IS THUCTOCTh, KOTOPBIE COOTHOCHIIKMCH C IIIECTHIO TEHOMHBIMHM parioHamu (Tabi1. 4). Bee
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Tr€HOMHBIE pailoHbl ObLIM BhIABICHBI Ha XpoMocomax 1H, 2H, 3H u 6H. CpaBHenue

JAHHBIX JIOKYCOB C JIMTEPaTypHbIMU JIaHHBIMH IPEJCTAaBICHO B Tabmuue 23.

Banumanus MmapkepoB, aCCOLMUPOBAHHBIX C YCTOMUYMBOCTHIO K BO30YIUTEIIO CETUYATON

IITHUCTOCTH,

ObLIa

IMpOBCIACHA C

nomotipto  KASP-reHoTMNIMpOBaHUS Ha

HE3aBHCHUMOI1 BBIOOpKE, cocTosieit u3 102 copToB, KOHTPACTHBIX 10 YCTONYUBOCTH K

P. teres (cm. Jom. ta6m. 2) u Ha 11 OUramiougHbIX PEeKOMOHMHAHTHBIX JHHHSIX OT

ckpemuBanusa copta CI 5791, Hecymiero JoKyc ycToWuuBOCTH B Xpomocome 6H u

BOCIIpuUMYHBOTrO copta Harrington.

Tabmuna 23. CpaBHEHHE BBIABICHHBIX T'€HOMHBIX PAallOHOB, aCCOIMHUPOBAHHBIX C IPOPOCTKOBOM

YCTOI‘/’ILII/IBOCTBIO K B036yI[I/IT€J'IIO ceT4yaTou IIAATHUCTOCTH, C JIMTCPATYPHBIMU JaHHBIMH.

- Jlokanuzanus
a3BaHHue
<o | 7 o-value Ha Panee naeHTH(PHUIMPOBAHHBIE JIOKYCHI
30JI4T MapKEepPHOTro -valu
P P p(SNP) reHeTHYeCKOM QTL (cM)
JIOKYyCa
Y kapre (¢cM)
(52.4-56.8 cM) (Grewal et al., 2012);
JHI-HV50K-2016 (50-86 cM) (Afanasenko et al., 2015);
- V - -
1H | K5.1 33160 1.45*104*** | 57.3-62.8 (52.55 cM) (Wonneberger et al., 2017b);
(92.2 cM) (Amezrou et al., 2018);
(95.9 cM) (Vatter et al., 2017);
JHI-Hv50k-2016- (7.44 cM) (Wonneberger et al., 2017b);
S10.2 1.82%10°*** | 245
c atter et al., ;
74407 (23 cM) (Vatter et al., 2017)
£3.4.0 BOPA2 12 31445 (50-51 cM) (Grewal et al., 2008);
o - 1.44*10°5 (54.2-55.4 cM) (Steffenson et al., 1996);
2H (55.5 cM) (Vatter et al., 2017);
JHIHVE0K.2016 72.59 (51-75 cM) (Afanasenko et al., 2015);
- V - -
P3.4.0 104859 7.42*10 (57.15, 59.35 cM u 92.22 ¢cM) (Amezrou et
al., 2018);
(120.04-125.35 cM) (Richards et al., 2017);
JHI-HV50k-2016- (47.61 cM) (Richards et al., 2017);
A2.6.0 | 169338 7.37%107*** (52.6-54.8 cM) (Koladia et al.,2017);
A2.6.0 | SCRI_RS 186341 5.96*106*** (51.6 cM) (Vatter et al., 2017);
3H 51.0-52.2
(50.99-53.26 cM) (Wonneberger et al.,
JHI-Hv50k-2016- 2017b);
A2.6.0 | 183207 1.01*10°5* (48.44-48.63 cM) (Novakazi et al., 2019b)
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Jloxkamu3anust
Ha3zBanmne
HA Panee naeHTH(PHUIMPOBAHHBIE JIOKYCHI
Xp | A3oasT MapKepHOTo p-value
reHeTH4ecKoi QTL (cM)
Jokyca (SNP)
kapre (cM)
(115-119 cM) (Grewal et al., 2008);
(112-150 cM) (Afanasenko et al., 2015);
JHI-Hv50k-2016-
K5.1 2.84*105*** 135.6-137.5 (115.74, 122.59, 154.89 cM) (Amezrou et al.,
215624
2018);
(132.93 ¢M) (Wonneberger et al., 2017Db)
JHI-Hv50k-2016-
S10.2 391875 2.38*100***
JHI-HV50k-2016-
(53.33 — 55.67 cM) (Wonneberger et al.,
S10.2 392656 2.20%108***
2017b);
S10.2 BOPA2_12 30021 | 2.38*10°6***
6H 53.33-55.03 (50.2 - 58.4 cM) (Koladia et al., 2017);
P3.4.0 SCRI_RS 239642 | 3.24*10%* )
(53.6 —55.52 cM) (Richards et al., 2017)
K5.1 SCRI_RS_239642 | 3.14*10°5*** .
(53.52 cM) (Novakazi et al., 2019b)
JHI-HV50k-2016-
S10.2 3.76*10°%**
398663
P3.4.0 SCRI_RS 224389 | 4.84*10%*

nonpaeke FDR, *** - SNP npexamnonaraemoro ypoBHsi.

*

- sHauumbie SNP, cooTBercTByromue mnomnpaBke bondepponu, **-3maummbie SNP cooTBeTCTBYIOIINE

Mapkep, KOTOphIif ObLIT BBISBJIEH Ha XpoMocoMe 1 H B HacTosiieM uccieoBanmy,

aCCOLMUPOBAH C YCTOMYMBOCTHIO K n30iATy KS5.1. OH nokanuzoBan B mo3unuu 57.3

cM, uto cootBeTcTBYyeT 415 449 531 nH. JlaHHBIH JIOKYC CXOXK C BhIsIBJICHHBIM Grewal

et al. (2012) B untepsaie 52.4-56.8 cM. B pabote Afanasenko et al. 2015 coobmanocs

o QTL wmexny 50 m 86 cM Ha mepBoil xpomocoMe. Mbl mpeamnonaraeM, 4To

POPOCTKOBAsE YCTOMUMBOCTH K M30JsTY K5.1 cornmacyercs ¢ npexae oOHapyKEHHbIMU

nokycamu Grewal et al. 2012 u Afanasenko et al. 2015. JIpyrue aBTOpBI HaAXOIUIH

Jokychl B paiione 40 cM (Amezrou et al., 2018 u Vatter et al., 2017) (tabu. 23).

Jlokychl yCTOWYMBOCTH Ha XxpoMocome 2H ObLiIM BBISIBJICHBI B OTHOIICHUH JIBYX

uzonsatoB: P3.4.0 u S10.2, u accomuupoBanach ¢ JIByMs pa3iu4yHbIMU pardiOHAMHU.
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Jlokyc, accCOUMUPOBAHHBIN C YCTOMYMBOCTBIO K 30Ty S10.2, BKITtouan B ce0st oauH
SNP npemnonaraemoro ypoBus (JHI-Hv50k-2016-74407), xapTupoBaHHBIA B
uaTepBaie 23.3-23.8 cM, uto coorBercTBOBaIO o3umnwu 28 202 988 mH (Tabi. 4). Msr
1oJIaraeM, 4YTo MPOPOCTKOBAsI YCTOMYMBOCTH K M30JsaTy S10.2 cornacyercs ¢ npexe
M3BECTHBIMU JIOKyCaMH, KapTupoBaHHBIMU paHee Vatter et al., 2017 u Wonneberger et
al., 2017 B paiione 23 cM u 10-28 cM (tabn. 23). Jlokyc Ha Xpomocome 2H,
BBIABJICHHBIN 1 n3ossita P3.4.0, Bkatouaer B ceds1 2 SNP, BOPA2 12 31445 u JHI-
Hv50k-2016-104859, u nmokanu3oBan B uHTepBaje 560 662 266 — 560 717 186 nH, yto
COOTBETCTBYeT mno3ummu 72.59 cM. OTOT pailoH coBHagaeT C palioHOM,
KapTupoBaHHBIM Mexay 51 u 75 cM (Afanasenko et al., 2015). BepostHo, 3TOT %€
Jokyc oLt merektupoBan Konig B 2014 mexay 75 u 80 cM (Konig et al., 2014). Taxxke
€CTh CBeJIeHHsI 00 00macTsax Ha XxpomocoMme 2H, koTopsie He ObLTH BBISIBIICHBI B JAHHOU
pabote. B Hee BKIIOUYCHBI JIOKYCHl Ha mo3unusax 48 cM (Arru et al., 2003), 50-51 cM
(Grewal et al., 2008); 54.2-55.4 cM (Steffenson et al., 1996), 55.5 cM (Vatter et al.,
2017), 57.15, 59.35 (Amezrou et al., 2018), 62.7 cM (Cakir et al., 2011). K tomy xe
oOHapyKeHbI JOKychl Ha XpoMocome 2H B mosuiuu 92.22 ¢cM (Amezrou et al., 2018)
u B uaTepBaie 120,04-125,35 ¢cM (Richards et al., 2017) (ta6a. 23).

Janasie mo  KASP-reHoTMmupoBaHuWio, TOMy4YeHHBIE JJIT  Mapkepa,
JIOKaIM30BaHOTO Ha xpomocome 2H (Tabim. 21) mokas3pIBalOT, YTO OH HE MOXKET OBITh
MCIIOJIB30BAaH KakK JuarHoctuyeckuii. OqHako, O0NbIIMHCTBO (49) yCTOWUYMBBIX COPTOB
HE3aBUCUMOU BBIOOPKM HECIM B cede JIOKYChl YCTOWUYMBOCTH B Xxpomocome 3H.
Jlokycamu yCTOMYMBOCTHU, PACIIONIOKEHHBIMU Ha XpoMocome 6H, obmananu 46 u3 52
MPEACTABICHHBIX YCTOWYMBBIX COpTOB. llockonbKy, B [JaHHOW BBIOOpPKE HE
COJIEPKaTIOCh COPTOB, HECYIIMX B ce0€ YCTOMYMBOCTH MO BTOPOH XPOMOCOME, MBI
MIPEIIOJIaraemM, 4To JaHHbIM MAPKEP HYKIAACTCS B TAIBHEUIIIEH TIPOBEPKE.

Ha xpomocome 3H ObulOo BBISIBICHO [Ba pailoHa, acCOIMHPOBAHHBIX C

YCTOMYHMBOCTBIO K BO3OYIUTENIO CETYATOM MATHUCTOCTH.
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Onun paiion Ha Xxpomocome 3H, BbisiBIeHHBIM 1 wu3onara A2.6.0,
cooTBeTcTBYeT MHTEepBaTY 51.0-52.2 ¢cM 1o reneTudeckoit kapre. Panee 3ToT paiios,
aCcCOIIMUPOBAHHBIN C yCTOMYUBOCTHIO K P. teres, 6pu1 ooHapyxen Koladia et al., 2017
(52.6-54.8 cM), Vatter et al., 2017 (51.6 cM), u Wonneberger et al., 2017b (46.2-54.5
cM). Mapkep JHI-Hv50k-2016-183207 n3 naHHOTO HWCCIICIOBAHMS pacrojaraercs
MeHee, yeM B 18 TeIc map HykieotuaoB oT wmapkepa SCRI_RS 221644,
obHapyxennoro Koladia etal., 2017, B mo3unuu 442203921 mH. OiHaKO, HECMOTPS Ha
TO, YTO TI0O TEHETHYECKOW KapTe TPH BBISBICHHBIX MapKepa OTHOCATCA K OHOMY
Jokycy, mo ¢usmuueckoit kapre mapkepsl SCRI RS 186341 u JHI-Hv50k-2016-
169338 pacnonararoTcst OTAENBHO, B paiione 184*10°%-189*10° nn.

BTtopoii paiton Ha xpomocome 3H ObL BeIsiBIIeH i1 u3osisita K5.1 u BkiItoyaer B
cebs omur SNP  (JHI-Hv50k-2016-215624) mnpeamonaraeMoro  ypoBHS,
pacnonoxeHHbld B mo3unmn 593 898 394 nH u kapTUpoBaHHBIM Ha UHTEpBajue 135.6-
137.5 cM. Hamu npenmnonaraercs, 4To MpOpPOCTKOBasi yCTOMYUBOCTH K M30isTy KS5.1
coryacyercsi ¢ oOHapyKeHHBIM MPEXK/Ie JOKycoM, KapTupoBaHHbM Afanasenko et al.,
2015 (112-150 cM) u Amezrou et al., 2018 (136.6 cM) (tada. 23). Panee Martin u
coaBTophl (2018) Taxke oboHapy)uinu QTL ycTOHYMBOCTH K CETYATOM MSTHUCTOCTH,
pactonoxeHHelii B mosumuu 622*10° mm, myrem kaptupoBanus DH-nomymsumm
(UVC8 x SABBI Erica) u paspadoramu KASP-mapkep (USQ3 1329) mns
UCTIOIb30BaHUsA B CeJCKIMOHHBIX mporpammax. Koladia et al. (2017) uccnenopanu
neBsATh n30JTOB P. teres u oonapy»xumu QTL, KoTopblil OB 3HAYMMBIM TSI BCEX ITUX
M30IITOB, pacnonoxeHHbli Ha 490*10° nu ¢ nukoseiM Mapkepom SCRI_RS 221644
(52.01 cM). Burlakoti et al., 2017 raxke wHamum QTL (58.4 cM), xoTopbii
COOTBETCTBYET palioHy, OOHapy>KCHHOMY B JaHHOW pabote. MHTEepecHO, 4TO OHU
nposesit GWAS 1o yctoitunBocTy 1i1st ipyroit popmel P. teres — nmarauctoit popmsr
ceruatoi atauctoctu (P. teres f. maculata) — yto yka3piBaeT Ha TO, 4TO, XOTs 00€

(GbOpMBI TEHETHYECKH Pa3JIMYHBI, 3TOT palilOH HECET YCTOMYMBOCTh K OOCHM.
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JIBa mapkepa Ha xpomocome 3H, BbIsiBieHHbIE HA OCHOBaHMM meTojga GWAS,
Obl KoHBepTHpOBaHHBI B KASP-mapkepsl. [1o reHeTnyeckoi KapTe OHU HaxXOIATCA
B uHTepBaie 51.0-52.2 ¢cM, omHako, pacmoyiOKeHBI APYT OT Apyra Ha PacCTOSHHUH
253*10° mn. Mapkep JHI-Hv50k-2016-183207 mokasan 4eTKoe paclpeieleHHe II0
KJIacCaM YCTOWYMBBIX/BOCIIPUUMYUBBIX COPTOB, CTATUCTUYECKHE 3HAYCHUS OBLIH
BBICOKMMU. DTOT MapKep MOXKET ObITh PEKOMEHJIOBaH JIJIsi 0TOOpa HOCUTENEH JoKyca
ycroiunBoctd B XxpomocoMe 3H. Cratrctuueckue 3HaA4€HHS ISl IPYroro Mapkepa
JHI-HV50k-2016-169338 moka3amn, 4TO OH HE MOJKET OBITH HCIOIB30BAaH KakK
JMarHocTHueckui (tadm. 21).

Ha xpomocome 6H Obuta maeHtuduirpoBana 00J1acTh, aCCOUUMPOBAHHAS C
YCTOMYMBOCTBIO K ceT4aTor (hopme ceTdyaroit naTHuctoctr. OHa nmpeacTaBisieT coOon
nBa uHTepBana: Ha nosuimu 139*10°-153*10° mu no ¢u3uueckoil kapre, 4TO
COOTBETCTBYET 52.6-53.8 ¢cM 1 Ha nosuumu 350%10°%-352*10° i, uro cooTBETCTBYET
55.4 cM. ®@akTrueckH CyIecTByeT paccTosiHue Mmexay Mapkepamu BOPA2_12 30021
(153078 392 ) m SCRI_RS 239642 (350 331 000 mH), oqHaKo HA MeHETHUYECKOMH
kapte nomyysnuu RIL Bayer et al. (2017), Bce 3Ti MapKephI JIOKaIU30BaHbI B OJTHOM
uHTepBaie 52.6-55.4 cM. O6nacTs pacnosiokeHa B MPUIIEHTPOMEPHOM paiione. B aTtom
pPEruoHe 4acToTa PeKOMOMHAIIMOHHBIX COOBITUN HEBEIMKA, YTO OOBIACHSIET OOJIBIION
busnueckuit uaTepBasl. O6MacTh ObUTa OOHAPYKEHA B UCIIBITAHUAX TPEMS U3 YETHIPEX
uccienyeMbix u3onaroB (P3.4.0, K5.1 u S10.2). B nanaoMm paitone 0co60 BbIAEISIETCS
mapkep SCRI_RS 239642, mnoka3zaBmmii HamOONBIIYI0 3HAYMMOCTh, paHEE OH
yrnomuHancs B pabore Vatter et al., 2017. B HemocpeacTBeHHO# ONMM30CTH OT
OOHapy>KEHHOTO paiioHa B paboTax JPYTruX aBTOPOB OBLIN TaK K€ BBISBIICHBI JIOKYCHI
ycroitunBocty. B pabore Novakazi et al. 2019 6su1 nunenTHGUIMPOBaH paiion 352%10°
nH. Taxke QTL ma nosumum 350%10° mH, acCOUMMPOBAHHBIM C YCTOMYMBOCTHIO

npopocTkoB ObLT 00HapykeH Steffenson et al. (1996) u Wonneberger et al. (2017a).
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Mapkep (JHI-HV50k-2016-398663), BbIOpaHHBIN IS BaJIHJAIMH C MTOMOIIBIO
KASP-reHotunupoBanus, He MoKa3an ceOs Kak JUarHOCTUYECKUN Ha HE3aBUCHUMOM
BBIOOpKE, cocTosiied n3 102 KOHTPACTHBIX MO YCTOMYMBOCTUA COPTOOOPA3IOB SUMEHS
(tabn. 21). OnHako He3aBUCHMAasi BBIOOpKA CoJiep)Kayia MPEUMYILECTBEHHO COpTa,
KOTOpBIE HECIM JIOKYC YCTOMYMBOCTU B Xpomocome 3H (mepcoHaibHOE cOOOIIEeHHE
Adanacenko O.C.). Ha 11 pekoOMOMHAHTHBIX JUTAMIOUAHBIX TUHUSAX OT CKPEIIMBAHUS
coprta CI 5791, Hecymiero 10Kyc yCTOWUHMBOCTH B XpoMocoMme 6H 1 BoCIpHUUMYUBOTO
copra Harrington (tabn. 21) mnposiBHiIach 4dYeTKas KOPPENSAIMs Mapkepa ¢
ycroiunBocThio: 100% yCTOHYMBBIX T€HOTHIIOB Hecau auieib Jokyca JHI-Hv50k-
2016-398663, accormuupoBaHHBIA C yCTOWYMBOCTHIO, U 100% BOCIPUUMYHUBBIX —
anbTEpHATUBHBIA ajuieb. COOTBETCTBEHHO, 3TOT MapKep MOXKET ObITh PEKOMEHI0BaH
JUTs1 0TOOpa HOCUTEJIEH JIOKyca YCTOMYMBOCTH B XpoMmocome 3H.

Hecmotps Ha TO, 4TO JIOKYChl YCTOMYUBOCTU K 00JI€3HSIM OBLITU BBHISIBIICHBI paHEE
B MPEABIIYIIUX UCCIeN0BaHUIX, MapkepHblie SNP, naeHTuduurpoBaHHbie B JaHHOU
pabore, mpeacTaBieHbl BriepBbie (kpome ogHoro — SCRI_RS 239642). B nacrosmieit
paboTe 0OHapyKEHHbIE palloHbI cojiepkanu B cebe HoBbie SNP 3a cuet ucnonb30BaHus
yuna 00Jiee BHICOKOU MIOTHOCTH, YTO MO3BOJUIIO 33/IeHCTBOBATH OOJIBIIIE BAPUAHTOB
pH pa3pabOTKe AUATHOCTUYECKUX MapKEPOB.

[Ipy >TOM HENB3d MOJHOCTHIO MCKIOYUTh M3 MAJIBHEHIINX WCCICIOBAHUN
MapKkephl, HE TMpOIIeAIINe B Hamield padoTe BalWJAMI0 HA MPUMEHSEMBIX
HE3aBUCHMBIX BBIOOpKAX, TaK KaK HCMOJb30BAaHUE HUX Ha Oosiee crnerudUUHbIX
BBIOOpKAxX MOATBEPAKIAET BBICOKYIO CTEIEHb mudepeHnranu
YCTOMYMBBIX/BOCTIPUUMUYUBBIX T€HOTUIIOB. MapKephl, MPOIIeAIIe BaTUAAINI0, KaK 110
OTIEJIBHOCTH, TaK MU B KOMOWHAIMU JPYr C JIPYroM, MOKHO HCIOJb30BaTh MJIs
CKPUHHMHTA KOJUICKIIUA TeHETUYECKUX PECYPCOB SUMEHS U JIJIs aHAJIN3a IOTOMCTBA OT
CKpCIIIMBAaHUN DJIUTHBIX COPTOB C JIOHOpaMU YCTOWUYMBOCTH. Kak MmokazaHoO BEHIIIIE,

OBUIO BBISIBJICHO B ciy4dac I[BypOI[I/ITeJ'IBCKOf/JI MOITYJIIIUN AUTAIINIONAHBIX HHHHﬁ,
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OTJIMYABILINXCS TOJBKO I10 JOKYCYy B XpoMocoMme 6H, mapkep ueTko audpepeHunpoBain
MEXIy CO0O0M YCTOWYMBOTO M BOCIPHUMMYHUBOTO poauTens. Takue mMapKepbl MOTYT
OBITh MPUTOAHBI 1711 0TOOPA HY>KHBIX TEHOTHUIIOB B ABYPOAUTEIBCKUX MOMYJISIIUIX, TO

CCTb B IIOTOMCTBC OT CKPCHIMBAHUA].
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SAKIIOYEHUE

BriepBbie mpoBeieHa OLIEHKa yCTOMYMBOCTH CHOMPCKOTO TeHO(POHIA SUYMEHS K
remuoTpodHbIM matoreHam Pyrenofora teres f. teres (Bo3OyauTenb ceTYaTOM
nstarcrocti) U Cochliobolus sativus (Bo3Oymutens TeMHO-Oypol MATHHUCTOCTH |
KOpHEeBOW THWIM). MccrienoBanue mMpoBOAMIOCH C HMCIOJIb30BAaHUEM COBPEMEHHBIX
METO/IOB  KOJMYECTBEHHOW TreHeTuku (TeHotunupoBaHue Ha yune SO0K,
MOJTHOTEHOMHBIN aHallu3 accolMaluii, mpeodpa3oBaHre (EHOTUIIUYECKUX JTAHHBIX
METOJIOM YAaCTUYHBIX HAMMEHBIIMX KBAJPaTOB) C II€JIbIO BBISBICHUS TE€HOMHBIX
JIOKYCOB, CCOLIMMPOBAHHBIX C YCTOMUYNBOCTHIO K TPHOHBIM 00J1e3HsIM. BBII0 BBISIBIIEHO
ITh TCHOMHBIX PAalOHOB, 3HAYMMO ACCOIIMMPOBAHHBIX C YCTOWYMBOCTHIO K TEMHO-
Oypoil MSATHUCTOCTH, U IIECTh — K CETYATOW MSATHUCTOCTH. BBHISBIICHHBIE T€HOMHBIC
pailoHbl COOTBETCTBOBAJIM TOJOKEHUIO paHee OMHCAHHBIX JIOKYCOB B JIMTEpaType.
Opnako  TpUMEHEHHWE  4YWIa  BBICOKOW  IJIOTHOCTH  TMO3BOJWIO  CY3UTh
BHYTPUXPOMOCOMHBIN palioH UX JOKaJIU3allMU, YTO B JaJbHEHIIIEM MOXET OBITh
MOJIE3HO [UUIsI TOMCKAa TEHOB-KAaHAMJIATOB, KOHTPOJHMPYIOMIHMX YCTOWYUBOCTH K
UCCIenyeMbIM 3a00JieBaHMsIM. BhIsiBICHHBIE JTOKYCHI cojiepkaiid B cebe HoBbie SNP,
YTO CJejajio BO3MOXHBIM pa3paboTky auarHoctudeckux III[P-mapkepoB. Hx
UCTIOJIb30BAaHUE TTO3BOJISIET BBHISBISATH YCTOWYMBBIC TEHOTHIBI CPEAM CEIEKIIMOHHBIX
ruOpUIOB, YTO CYIIECTBEHHO COKpAIaeT OO0BEM aHAIM3UPYEMbIX CEJEKIIMOHHBIX
JVUHUA 3a CYEeT HCKIIOYEHHUS OOJBIIeH YacTh BOCIPUUMYMBBIX TEHOTHUIIOB 0€3
BBITIOJIHEHUS UX (DEHOTUITUYECKOMN OIEHKH.

Taxkum 00pa3oM, Ha OCHOBE MOJYYEHHBIX PE3yJbTATOB BO3MOXKHO JajbHEHIIIee
pa3BuTHE, KaKk paboT B 00JIACTH MPAKTUUECKON CENeKINH, Tak U (PyHIaMEHTATbHBIX
UCCJIEIOBAaHUN MOJIEKYJISIPHO-T€HETUYECKUX MEXaHU3MOB dbopmupoBaHUS

YCTOMYMBOCTHU STYMEHS K TeMUOTPO(HBIM ATOTEHAM.
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BbIBO/1bI

1. Ilpun momouw (PUTONMATONOTHYECKONH OIEHKH YCTOMYMBOCTH K UETHIpEM
U30JI5iTaM BO3OYAUTENIe CeTyaToi, K TpEM TEMHO-Oypoil MATHUCTOCTEH U OJJHOTO K
KOpPHEBOM THWIM ObUIM BBIIEIEHBI copTa suMeHsa Auseid u KomuaH ¢ rpynmnoBoi
ycTOMUnMBOCTEIO (Aseii ko Bcem Tpem Ooine3nsMm, Komuan — k TemMHO-Oypoit
NATHUCTOCTH W KOPHEBOM THWJIM), a TakXkKe & COpPTOB YCTOMYMBBIX KO BCEM
UCITIOJIb3YEMbIM H30J5iTaM BO30YAMTEN CETYATOW U 7 COPTOB — KO BCEM HM30JIITAM
TEMHO-0YPOM MSITHUCTOCTEH.

2. AHanmu3 TeHETHYECKOH CTPYKTYPhI MOMYJISIIIUA CHOUPCKOTO TeHO(OH/1a STAMEHS
MOKa3aJl, YTO U3YUCHHbIE TEHOTHUIIBI Pa3/IeIIAIOTCS Ha YEThIpe KiacTepa. Y CTaHOBJIEHO,
YTO YCTOMYMBOCTh COPTOB K (PUTOMATOr€HAM HE CBsI3aHA C MX MPUHAIJIC)KHOCTBIO K
ONPENEIICHHOMY KJIACTEDY.

3. [Ipu momomu GWAS u PLS-ananu3za ycTaHOBIIEHO, YTO IIECTh T€HOMHBIX
paiioHoB (Ha xpomocomax 1H, 2H, 3H u 6H) accouuupoBaHbl C FOBEHUJIHHOM
YCTOMYMBOCTBIO K CETYATON MATHUCTOCTH (K WHAMBUAYAJIbHBIM H30J5TaM) U ISTh
reHOMHBIX paiioHoB (Ha xpomocomax 1H, 2H, 3H u 7H) — c roBeHUIbHOM
YCTOMYMBOCTBIO K TEMHO-OypOoH MATHUCTOCTU (K MHAMBUAYAJIbHBIM H30JITaM), U3
KOTOPBIX TPU T€HOMHBIX paiioHa (Ha xpomocomax 2H, 3H u 7H) accouumpoBansl,
BO3MOJKHO, C pacOHECTICIU(DUIESCKON YCTOMUYHNBOCTHIO K TPEM MCCIICAYEMbIM U30JIITaM
C. sativus.

4. Ha ocHoOBe aHaiM3a HE3aBUCUMBIX BEIOOPOK 00pa3IloB SUMEHS MOATBEPKIICHO,
uro Mapkepsl JHI-HV50k-2016-156842, -156820, -157182, -156999 accouunpoBaHbl ¢
JIOKYCOM YCTOWYMBOCTH K TE€MHO-Oypoil MATHUCTOCTH B paifone 15.16 — 18.83 cM
xpomocombl 3H, a mapkepsr JHI-Hv50K-2016-183207 u -398663 — ¢ mokycamwu
YCTOMYMBOCTH K CETYATOM IS THUCTOCTH B paiioHe 52.6 cM xpomocomsl 3H u B palioHe

54.89 cM xpomocombl 6H. Jlanasie SNP Mapkepbl MOTYT OBITh PEKOMEHIOBAHBI JIJIS
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MapKCp-OpHCHTHpOBaHHOﬁ CCICKIUU AYMCHA Ha YCTOI>’I‘II/IBOCTI> K COOTBETCTBYIOIIUM

3a00JI€BaHUAM.
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HPUJIOXEHUSA

IToneson

HOMEpP Nekatanmora BUP | PasHoBHAHOCTH Crpana Tun ycroiyuBocTu

copTta
152 K-11025 Coeleste SInonust YcroiiunBeiii
215 K-17262 Breve BenukoOpuranus YcToiunBeIi
228 K-18523 Pallidum Kuraii YcroiiunBetii
344 K-29192 Rikotense Kanana YcroiuuBslii
382 K-30029 Rikotense Kanana VYceroitunBbiit
385 K-30035 Rikotense CIIA YcroiiunBhiii
424 K-30408 Rikotense Kanana VcToiuuBbIi
442 K-30741 Nutans Opannus YcToitauBeiit
448 C.I. 11531* Rikotense CIIA YcToitunBslii
449 K-29576 Medicum CIIA YcroiiunBbiii
450 K-26959 Rikotense CIIA YcroiiunBhiii
194 K-15431 Pallidum ABcTpanus BocnpunmuuBblii
227 K-18506 Rikotense Kanana BocnpunmuuBbIii
231 K-18614 Nutans Opannyst BocnpunmuuBblii
240 K-18973 Coeleste Kurait BocnpuumuuBsIi
292 K-21799 Erectum ABcTpanus BocnpunmuuBsii
323 K-27346 Nutans I'peuns BocnpunmuuBblii
325 K-27650 Nutans Poccus BocnpuumuuBsIi
338 K-28674 Nudum, Neogenes Mekcuka BocnpunmuuBbIii
398 K-30292 Medicum Ascrpanust BocnpunmuuBbIii
399 K-30311 Medicum Poccus BocnpunmunBsIit
430 K-30491 Nutans Janus BocnpuumuuBsIi

* C.I. — amepuKaHcKul KaTtanor. TmbpuaHas (cenekumoHHan) imHma NDB 112. B kaTanore BUP Ha caitTe ee

HOMep He HanaeH.
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Jon tadauna 2. HezaBucumasi BHIOOpKa SIPOBBIX COPTOB STUMEHS, MCIIOIb3YEMbIX Ui BaJHJIAIMH

MapKEpPOB, aCCONUHUPOBAHHBIX C YCTOﬁqHBOCTBIO K CeTYaTOM IISITHUCTOCTH

Hopsnkoseri Ne karazora Pa3HoBUIHOCTH IIpoucxoxaenue Tun ycToM4uBOCTH
Ne copra BUP A p A Y
1 K-2893 Nigripallidum TypKMeHHUCTaH YcroitunBslii
2 K-2959 Nigrum Mouronus Y crolunBbIi
3 K-3108 Nigripallidum TypKMeHHUCTaH YcroitunBslii
4 K-3132 Pallidum TamKUKUCTaH YcToituuBblii
5 K-3175 Pallidum TaKUKUCTaH VeroiuuBbIi
6 K-4355 Pallidum CIIA VeroiuuBbIi
7 K-4719 Pallidum V306ekucran VeroiuuBelit
8 K-5909 Rikotense TypKkMeHHCTaH YcroiiunBerii
Nutans, Medicum,

9 K-6827 Persicum, Typuus YceToiuuBbIn

Nigricans
10 K-7747 Medicum Typuus YcroituuBelii

Medicum, . .
11 K-7765 Nigricans, Pallidum Typuus YcToiunBeIi
12 K-8332 Pallidum MoHronus YcToituuBbIi
13 K-8780 Pallidum, Recens Uranus YcToiuuBbIi
14 K-9308 Pallidum TypkmeHucTan YcroituuBelii
15 K-11987 Pallidum Keipreizcran YcroiiunBbrii
16 K-11996 Nutans Keipreizcran YcroituuBslii
17 K-12023 Pallidum Keipreizcran YcroituuBelii
18 K-14249 Pa“'.dum’ Nutans, TamKkukucTan VY cTOMUUBBIN

Himalayense
19 K-14679 Pallidum Poccus VeToiuuBbIi
20 K-14900 Pallidum TamKUKUCTaH YcToituuBblii
21 K-15811 Pallidum Kuraji- crpana nonop; CLIA- YcToituuBblii
CTpaHa MPOUCXOKICHUS
22 K-15823 Pallidum Kuraii- crpana noxop; CIIA- YcToitunBbIit
CTpaHa MPOUCXOKIEHUS

23 K-15872 Pallidum CIIA VYceroiuuBbIil
24 K-15912 Pallidum CIIIA YcToituuBbi
25 K-17820 Pallidum Kurai VYceroiuuBbIil
26 K-18268 Pallidum Kurait YcToituuBbi
27 K-18269 Pallidum Kurai VYceroiuuBbIil
28 K-18505 Rikotense Kanana VeToiuuBelii
29 K-18523 Pallidum Kurait YcToiuuBbIi
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30 K-18552 Pallidum Mapokko YcroitumBhiii
31 K-18728 Pallidum Kanana Y crolunBbIi
32 K-18760 a Pallidum Kanana VeroitunBblit
33 K-19182 Rikotense CIIA Y cTolunBbIi
34 K-19643 Pallidum Wunus VYeroiumBbIit
35 K-19646 Pallidum CIIA Y cTolunBbIi
36 K-21112 Nigrum, Pallidum Ddwuomnust YV cTOWYUBBIT
37 K-21115 Nigricans, Nutans Dduonus Y cTolunBbIi
38 K-21538 Pallidum BonuBus Y cTolunBbIi
39 K-21578 Pallidum DKBagop YV cTOWYUBBIT
40 K-22022 Medicum, Nutans Kazaxcran Y crolunBbIi
41 K-24723 Nutans Kazaxcran YcroiunBeIii
42 K-25283 Pallidum CIIA YcToitunBeIii
43 K-26664 Pallidum Pakistan YcroiiunBerii
44 K-29040 Nutans Poccus YcToiunBeIit
45 K-29192 Rikotense Kanana YcroitunBerii
46 K-29416 Medicum Poccust YcroitunBbrii
47 K-29709 Nutans Mekxkcuka YcToiunBeIi
48 K-30029 Rikotense Kanana YceToiuuBbIn
49 K-30351 Nigripallidum Hi%:;ff;ﬁg:gzﬂ Sﬁf - Veroitunssiii
50 K-30408 Rikotense Kanama VYeroituuBbIit
51 K-26959 Rikotense CIIA YcroitunBbrii
52 K-2814 Pallidum VY36ekucTan BocrnpunmuuBbIii
53 K-4071 Nudipyramidatum, MoHronus BocnpuumuuBsiii
Coeleste
54 K-5211 Breviaristatum CIIA BocrnpunmuuBbIii
55 K-10843 Pallidum TypkmeHucTan BocnpunmuuBblii
56 K-10975 Paral!elum’ Snonus BocnpuumuuBsiii
Pallidum
57 K-12663 Nutans Moldova BocrnpunmuuBbIii
58 K-17507 Nutans BenukoOpuranus Bocnpunmuusblii
59 K-18267 Erectum Kuraii BocnpunmuuBblii
60 K-18353 Nutans Keiprezcran BocnpuumuuBsiii
61 K-18890 Pallidum Wunust Bocnpunmuusblii
62 K-19934 Medicum VYkpanna Bocnpunmuusblii
D¢uonusa-cTpana T0HOD;
63 K-20185 Deficiens, Pallidum I'epmanus - cTpana Bocnpunmuusblii
MPOUCXOKICHHUS
64 K-22292 I\’IAI\;rrTI]S;II(I:IU dr:]r;] Bonusus Bocnpunmuussrit
65 K-22336 Erectum ABcrpainus BocrnpunmuuBblii
66 K-22835 Nutans ABcTpanus Bocnpunmuussrii
67 K-22836 Nutans ABcrpanus BocnpunmuuBblii
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68 K-26338 Nutans VYkpanna BocnpuuMuuBbIi

69 K-26926 Nudum I'epmanus BocnpunmuuBblii

70 K-27346 Nutans ['perus BocnpunmyauBsii

71 K-27650 Nutans Poccus Bocnpunmuussiit

72 K-27737 Nutans Poccus Bocnpunmuussiit

73 K-28674 Neogenes Mexcuka BocnpunmuauBsii

74 K-28999 Medicum Poccust BocnpunmuuBblii

75 K-29614 Nutans IBenus BocnpunmuuBsii

76 K-29718 Medicum [Monpura Bocnpunmuusblii
D¢uonms-crpana JoHOP;

77 K-29720 Nudimelanocrithum [Mospiia - cTpana BocnpunmuuBsIit

HPOUCXOKACHHUS

78 K-29723 Nutans Poccus BocnpunmuuBsii

79 K-30012 | Glabripyramidatum | [1€PY-cTPana posop; CHIA -\ i
CTpaHa POUCXOKICHHSI

80 K-30013 Pyramidatum Tepy-crpana orop; CILA - BocnpunmuuBbIii
CTpaHa IPOUCXOIKICHUS

81 K-30014 Pallidum Tepy-crpaa orop; CILA - BocnpunmuuBblii
CTpaHa IPOUCXOIKICHUS

82 K-30288 Nutans AscTpanust BocnpunmunBeIii

83 K-30292 Medicum Ascrpanust BocnpunmuuBbIii

84 K-30311 Submedicum Poccus BocrnpuumauBbit

85 K-30348 Sehimp Tepy-ctpaa orop; CILA - BocnpunmuuBbIii
CTpaHa POUCXOKICHHUSI

86 K-30349 Violaceum Tepy-cpana noxop; CILA - BocnpuumauBbrit
CTpaHa TIPOUCXOKICHUSI

87 K-30350 Pallidum Tepy-ctpana nosop; CILA - BocnpunmauBbit
CTpaHa TIPOMCXOKICHUSI

88 K-30353 Pallidum SnoHus BocnpunmuuBsiit

89 K-30366 Nutans VYxpanHa BocnpuumuuBsiii

90 K-30432 Nutans IBenus BocnpuumuuBsiii

91 K-30453 Nutans Poccust BocnpunmuuBblii

92 K-30461 Nutans DOungHIAS BocnpuumuuBsiii

93 K-30471 Nutans I'epmanus Bocnpunmuusblii

94 K-30562 Nutans Poccus BocnpuumuuBsiii

95 K-30573 Nutans Poccust Bocnpunmuusblii

96 K-30591 Nutans Poccust BocnpunmuuBblii

97 K-30616 Nudum ['perus BocnpuumuuBsiii

98 K-30634 . N.I grum, Tepy-cpana norop; CILA - Bocnpunmuussrii
Nigripallidum CTpaHa MPOUCXOXKCHUS

99 K-30650 Pallidum Tepy-cpana norop; CILA - Bocnpunmuusblii
CTpaHa IPOUCXOIKIICHHSI

100 K-30666 Pyramidatum Tepy-ctpana norop; CILA - Bocnpunmuusblii
CTpaHa IPOUCXOIKIICHHSI

101 K-30670 Pallidum Tepy-cpana norop; CILA - Bocnpunmuusblii
CTpaHa IPOUCXOIKIICHHSI

102 K-30676 Nigripallidum Hepy-crpana orop; CILA - BocnpunmuuBblii

CTpaHa MPOUCXOKICHHUS
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‘ 103 K-30927 Nutans I'perust BocnpuuMuuBbIi

Jomn. Tabmua 3: Pe3ynbTaThl OLIEHKU IPOPOCTKOBON YCTOHYMBOCTH CETYATOM MATHUCTOCTH HA
cHOUpCKON KoJUTeKIMK stumMeHs: R — Beicoko ycroitumbie (1.0 —3.0); MR — cpenne ycroiiunBbie
(3.1 -5.0); MS — cpenne BoctpuumurBbie (5.1-6.9), S — Bocnpuumuusseie (7.0-10.0).

Peaxuus Ha $10.2 | Peaxuus na K5.1 | Peaxuus Ha P3.4.0 | Peaxuus na A2.6.0
Copr/miiis 3pavenre | Y | 3pavenne | KM | 3uavenme | LKV | 3uaueppe | LKA
yuera ydcra cra
Abyssinia 45 MS 8
Brodyole 7
Jngve 10
Ne 259/528 2
Wial 3
ABason 7.8
Aryn 7.5
Anar-Dpa-Oue 13
Aneit 3
Anran-Bynar 3
AnwiH-Byst 25
AHHa 7
ApHa 3
Apuekac 8.3
AC 0760258 8.5
Aua 7.5
baran 6
BapxaTHblii 5
be3eHuyKCKuii 2 5
Benoropckumii 6.7
buom 4.8
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B-1 1.3
BuxonT 4.5
Bunep 3
Bopcunckwnii 2 4
Br16op 4.5
r-19951 8
I-19980 3
r-21038 6.3
r-21219 6.8
r-21671 8.8 6
Tonosepusrii 1 3.3
[panan 6.5 MS 2.3 5.3
JloHenkwuii 8 1.3
3anapuHen 2.8 6.3
3epHorpaackuii 86 9 6 MS
3010THHK 4.7 “ 6 MS 6 MS 5 MR
Wmmybe 9.8 7 MS 6 MS 9.7
Kouan 1.5 5.5 MS 8 6.7 MS
Kpacnospcknit 1 7
Kpacrostpekuii 91 7.3 6.8 MS 75 5.3
KpbiMuak 55 4 “ 45 MR 5 MR 4 MR
JI-421 9 “ 6 1.7
Jluman T11 2.3 “
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JInnns 1 6.5 MS 5.7 55 7.7
Jinnns 1285 6.5 MS 17 “
Masnsry 459 6.8 MS 10
Menukym 7 4.3 2
Mepur 57 35 MR 5.5 2.3 “
Mecrthsiii (J{arectan) 5.7 MS 6 MS 2
Mecrasrii (TTpum. kp) 6 MS 2
Mecrhblii (Dduomnust) 4 MR 9 ““
Mectbiii (SIkyTns) 2 8,5
MockoBekuit 121 5.3 7
MytanT Bunep(a) 6.5 MS 3.3 MR 7 -
MytaHT 68 3 6.3 MS 6.7 MS 7.3
HapesiMmuanun 45 15 3.7 MR 25
Huxwra 6 MS 9.8
HoBocubupckuii 80 3
Hopx 112412 5 MR 8.5
Hocogsckwuit 11 25
Hyranc 970 8.7 6.3 MS
O6ckoit 9.3 - 6,7 MS 53 MS
Owmcxkuit 13709 17
Owmckuii 85 6 6.3 25
Omckuil ronosep. 1 7.3
OMckuii ronosep. 2 3
KOPMOBOI




Ockap 9.5 -
Ot6op Tyal 6.5
Manmuxym 394 3.8 2.7
[puexynbckuii 14 2.3 “
Peiin 35 6.3 6 MS
Cama 53 - 6.7 MS
Csetuk 2 7
CeBepHblii 2.3 “ 4.7
Curnan 7.8 7
CumBon 10
CraBsiHCKHI 3.3 5 MR 4.7 MR
Coboiek 7.3
Cpimbar 4 . 6.7
Taranaii 8.3
Tanan 8
Tanait 9.5
Tapcknit 1 8.8
Tarym 6.3
Temn 7
Yensadbunck. 70 7
Harrington/ (control) 9.8

Jomn. Tadimua 4: Pe3ynbTaThl OLEHKH YCTOHYUBOCTH TEMHO-0ypOi MATHUCTOCTH Ha CUOMPCKOM
KOJUIEKIUH sTaMeHsl. [IepBble TpH KOJIOHKH TTOKa3bIBAIOT MIPOPOCTKOBYIO YCTOMYMBOCTD K TPEM
uzonsatam: R — Beicoko ycrorumBbie (1.0 —4.0); MR — cpenne ycroituusbie (4.1 -5.9); S —
BocripurumumBsbie (6.0-9.0); “/” — naHHBIE OTCYTCTBYIOT.

YeTBepTas KOJOHKA MOKA3bIBAET YCTOWYNBOCTH B3POCIBIX pacTeHHid: R — BbICOKO ycroitunBble (1—
10.5); MR — cpenne ycroituusbie (11-20); MS — cpenneBocnipuumuunssie (21-39); S —
BocripurmuuBsie (40—80).
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Peakuus na Kh2 Pealél_gg[ Ha Peggﬁ; ; Ha Peaxuus va Ch3
(IpopoCTKH) (B3pocbie)
Copr/musns (mpopocTku) (mpopocTku)
3nauen | Illkana | 3mau | Ilkana | 3HaueHu mf‘” Cpemnee | Ilxama B%"H HEE‘H
ue yuera | enue | ydera e yuera | HecHEE | yuera apye | spye

Abyssinia 7 MR 35 MS 40 30
Brodyole 5 MR 20 MR 25 15
Jngve 7 35 MS 30 40
Ne 259/528 7 225 MS 25 20
Wial 6.7 25 MS 35 15
ABanoH 6.7 17 MR 17 17
Aryn 7 MR 30 10
Anar-Opn-One 7 50 30
Aneit 8 50 40
Anran-bynar 4 15 20
AnprH-Bys 7 30 20
AnHa 7 40 20
ApHa 6 40 30
Apuekac 6 45 20
AC 0760258 7.5 50 35
Aua 6 30 15
baran 4.5 40 20
BapxaTasrit 4 25 15
besenuykcknii 2 4.5 20 15
Benoropckwmii 7.5 55 40
Brom / 15 5
B-1 3 15 3
BuxoHnT 7 30 20
Bunep 5 30 20




Bopcunckwuii 2 55
Bri6op 6
I-19951 6
I'-19980 /
I-21038 5
r-21219 3.3
r-21671 3
Tomozep. 1 7
I'panan 55
Jlo6pprii 6.3
JloHenkwuii 8 6.7
Emens 7
3anmapuHen 5
3epHOrpaacKuit 7
86
30/I0THUK 6
Hmnymsc 3.7
Kenp 35
Konuan 35
Kpacuosipckuit 1 8
Kpachosipckuii 5
91
KpeiMuak 55 4.5
Kypsep 7
JI1-421 5
Jluman 111 6.7
Jlunns 1 7
Jlunusa 1285 6.5

20 5
50 25
35 15
25 20
40 20
20 30
15 10
50 20
45 25
50 40
45 25
20 5
35 15
30 20
40 40
40 25
45 20
10 3
40 20
15 5
40 40
45 20
35 20
30 20
50 40
50 40
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Mamnbra 459 4.3
Masix 6.5
Menukym 5
Memmnyc 7
Mepur 57 1.7
MecTHbIH 7
(darectan)
MecTHbIiH 4
(ITpum. xp)
MecTHbli 7
(Bduormnus)
MecTHbIi
(SxyTus) 53
MockoBckwuit 121 7.3
MyrtaHTt 68 3.7
Hapsiv-ganux 5
Huxwra 6
Hosocubupcknit
v 43
Hopn 112412 7
Hocoscknit 11 7.7
Hyranc 970 7
O6ckoit 7
Owmckuit 13709 4.7
Omckuii 85 53
OMckuii ronosep. 6.3

1

40 25
40 20
35 15
35 15
30 15
60 40
35 20
50 40
35 25
30 10
35 17
40 20
30 20
35 15
30 10
30 17
20 10
50 30
50 30
30 25
40 20
50 20
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OMcKkuit rososep.

’ 30 MS 40 20
Openbyprek. 25 MS | 30 | 20
KOPMOBOI
Ockap 30 MS 40 20
Ot60p Tyal 50 40
Mamnmuaym 394 45 50 40
IIpuexynbckuit 995 MS 30 15
14
Peiin 20 MR 30 10
Camra 30 MS 40 20
CaeTHK 10 10
CeBepHblii 22.5 35 10
Curaan 17.5 MR 20 15
CumBon 40 40 40
CrnaBsiHCKHI 27.5 MS 40 15
Cobouex 25 MS 40 10
Cpimbar 37.5 MS 45 30
Taranaii 275 MS 30 25
Tanan 25 MS 35 15
Tanait 275 MS 40 15
Tapcknit 1 40 40 40
Tarym 325 MS 35 30
Temm 325 MS 40 25
Yensadbunck. 70 175 MR 20 15
Harrington
(control) 40 >0

Jon. Tabauuna 5:

Pe3y.]'IBTaTBI OIICHKHU YCTOﬁQHBOCTH KOPHCBBIX T HUJICH.




YcToiunBoCTh POpocTKoB R — yeroituussie (1-2.5); MR — cpenne ycroiiuussie (2,6-2,9); S —

Bocrpuumumssie (3,0-5,0).
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Coprt/nunust CpenHee 3HaUEHUE IlIxana yuera
Abyssinia 3.8
Brodyole 1.7

Jngve 3.6

Ne 259/528 2.2

Wial 4.1
ABaJioHn 2.6
Aryn 3.5
Anar-Opa-OHe 3.3
Anent 1.5

Anras-bynar 4.2

AnbiH-bys 3.1
AHHa 3.9
ApHa 3

Apuekac 5
AC 0760258 1.2
Aua 3.1
baran 2.4
BapxaTHslit 3.4
besenuykckuii 2 4
Benoropckwuii 3.6
buom 2.9
B-1 3.6
Buxont 1.8
Bunep 3.5
Bopcunckwuii 2 2.2
Bribop 3.5
-19951 3.1
'-19980 4.8
-21038 2.8 MR
-21219 2.7 MR
-21671 2.2
Tono3zep. 1 3.1
I'panan 3.5
Jlo6pbrit 3.9
Jlonenkwmii 8 3.4
Emens 3.8
3anapunery 4.1
3epHorpajackuii 86 2.9
30JI0THUK 3.4
Wmnynsc 3
Kenp 3.5
Kosuan 1.3
KpacHosipckuii 1 3.2
Kpacuosipckuii 91 3.5
Kprimuak 55 3.1
Kypsep 4
JI-421 2.6
Jluman 111 2.1
Jlnans | 4.5
Jlunust 1285 3.4
Manbig 459 3.4
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Masik 4.5
Menukym 2.1
Mennyc 3.3
Mepur 57 2.9
MecTHblii 5
([arecran)
Mecrasrii (ITpum. 39
Kp)
MecTHblii 37
(Oduomnus) '
Mecrabiii (SIkyTHs) 3.8
MockoBckuit 121 4.4
MytanT Bunep(a) 4.2
MyTaHT 68 3
HapsimMuanus 3.1
Huxkura 3.9
Hosocubupckuii 80 3.1
Hopn 112412 2.5
Hocosckuit 11 4.8
Hytanc 970 4.2
O0ckoi 3.5
Owmckwuit 13709 3.6
Omckuii 85 2.2
Owmckuii rososep. 1 3.6
OmMckwii rososep. 2 2.8
OpeHOyprek. 42
KOPMOBOH )
Ockap 3.4
Ot60p Tyal 3.5
Hammmym 394 4.3
Ipuexynbckuii 14 4.3
Peiin 3
Cama 1.5
CBeTHK 3
CeBepHbIii 2.6
Curnan 3.4
CuMBOJI 2.2
CriaBsiHCKUI 2.3
Coboiek 3.4
CeiMbat 2.7
Taranai 3.3
Taman 4
Tanait 3.3
Tapckuit 1 4
Tatym 3.8
Temn 2.3
YenstOunuck 70 1.6
Harrington 4.9

Jon Taguumna 6. Pesynbratel reHotunupoBanus B TraitGenetics u mis ITI[P-ananu3a mapkepa JHI-
Hv50k-2016-156999 ¢ renomuoii JIHK uccnemnyemoit Komekiuu.
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Ne | Ha3Banue copra TraitGenetics | IIIIP ¢ 3asBise- CoBnaaeHue (TOYHOCTD
(anenn) MBIM MapKepoM paboThl Mapkepa)
1| I-19951 C C +
2 | I'-19980 A A +
3 | ABajoH Cc C +
4 | Hopn 112412 Cc C +
5 | Memnyc C C +
6 | Mepur 57 A A +
7 | AC 0760258 C C +
8 | Tatym C C +
9 | I'-21038 C C +
10 | I'-21671 C C +
11 | buom A A +
12 | Tanaii A A +
13 | Tanan A A +
14 | T-21219 A A +
15 | Jngve A A +
16 | BukoHt A A +
17 | Cama Cc Cc +
18 | Bopcunckwuii 2 A A +
19 | 3onoTHuK C C +
20 | Aneii A A +
21 | Apna Cc C +
22 | Ceimbar Cc C +
23 | Tono3ep. 1 C C +
24 | Owmckuii romosep. 2 A A +
25 | Omcknii ronosep. 1 Cc C +
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26

Abyssinia

27

Mecrtnslii ([larectan)

28

Mecrabiii (Dduomnust)

29

Anar-Opa-DOue

30

Ocxkap

31

Apuekac

32

Myrtant Bunep(a)

33

JInans 1285

34

JInans 1

35

Ot60p Tyal

36

Peiin

37

JInman 111

38

Aua

39

Taranai

40

O0ckoi

41

Cursan

42

CBeTHK

43

OmMcknii 85

44

MyTtaHT 68

45

3epHorpajackuii 86

46

CeBepHblii

47

Ne 259/528

48

Hukura

49

Brodyole

50

CumBon

51

I'panan

52

Kpbimuak 55
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53 | Bei6op

54 | Bunep

55 | CnaBsHCKHI

56 | YensOunck. 70

57 | Mask

58 | Aryn

59 | MManmuaym 394

60 | Bemoropckwmii

61 | Mectasbrii (AxyTns)
62 | Bamapunery

63 | Mecrasrii (IIpum. kp)
64 | Tapckwmii 1

65 | Anrar-bynar

66 | Mockosckuii 121
67 | Omckuii 13709

68 | JI-421

69 | Kypsep

70 | OpeHOyprck. KOpMOBOit
71 | HocoBckuit 11

72 | KpacHosipckwii 1
73 | NUmmmymse

74 | Manbry 459

75 | beseruykckwmii 2

76 | Kenmp

77 | Temn

78 | HoOporii

79 | Ipuexynsckuii 14
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80

Hapeimuanun

81

Bapxarnsrit

82

Menukym

83

Wial

84

Anna

85

baran

86

AnpiH-byst

87

Komuan

88

Hosocubupckmuii 80

89 | B-1

90 | Cobonex

91 | Emensa

92 | KpacHosipckmii 91

93

Hyranc 970

94

Jlonenkwmii 8




