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AHHoTauwus. JleH (Linum usitatissimum) — BaKHan CeNbCKOX03ANCTBEHHAA Ky/bTypa, BblpalyMBaemas s nosyyeHus
BOJIOKHa 1 Macsia. JleH ncnonb3yioT AnA NPOoM3BOACTBa KPacoK, IMHONEYMa, B NMULLEBON NPOMbILAEHHOCTH, AS1A NPO-
VN3BOACTBA OAEXAbl Y1 KOMMO3UTHbIX MaTePUanoB. 3HaUMTENbHbIN SKOHOMMYECKUIA ylep6 Npu BblipalliBaHUN NbHa
HaHoCUT dy3apro3Hoe yBAAaHNKE, Bbi3biBaeMoe rpubom Fusarium oxysporum f. sp. lini. Cnopbl rpnba moryT gonroe
BpPEMA COXPaHATbCA B MOYBE, NOSTOMY MOJlyYeHre YCTOMUMBBIX K 3apakeHnIo COPTOB MMeeT 6osbluoe 3HauyeHue.
3pecb Mbl UCMOMNb30Bany faHHble 06 ycTonumBocT 297 06pasLoB fibHa U3 Konnekunn OefepanbHOro HayYHOro LieHT-
pa ny6saHbIX KynbTyp B TopxKe (Poccus) K 3apaKeHnto CUIIbHO BUPYIEHTHbIM 13onsaToM rpnba MI39 B 2019-2021 rr.
YCTOMUMBOCTb reHOTMNA K 3apaKeHNto oLieH1Bany nyTem BbluncsieHna naaekca DSI - HopmanusoBaHHoOM nponopumn
reHOTVMOB C OAUHAKOBbIMY CMMNTOMamy 6onesHn. 1nd novcka paioHOB reHoMa JibHa, aCCOLMUPOBAHHBIX C YCTOM-
UYMBOCTbIO, Ucnonb3osanu nporpammy IIVmrMLM B pexxume Single_env. Mogenb IIVmrMLM 6bina paspabotaHa gna
yCTpaHeHUA MeTOA0M0TMYECKNX HeAOCTAaTKOB B BbIABNEHUN BCEX TUMOB B3aVIMOAENCTBUI MeXAY anenamm, reHamm
1 Cpeaon U ANA HeCMELLEHHON OLEHKN X reHeTnYecKnx 3¢ dekToB. MoCKonbKy 3To MynbTUnoKycHaa MLM-mogenb,
OHa oueHuBaeT 3ddeKTbl BCeX FeHOB, a TakKe d$PeKTbl BCex B3anMOoAeCTBMIN ogHOBPeMeHHO. Bcero 6bi1o Hanae-
Ho 111 QTN, 13 KOTOpbIX 34 GblAM NIOKaNM30BaHbl B MOCNE[0BATENIBHOCTY N3BECTHOTO FeHa WM PACroNOXKeHbl BO
dnaHKMpyoLWKMX panoHax Ha PacCcToAHMM, He NpeBbilwatowwem 1 T.M. H. [eHbl, B KOTOpble nonaganv obHapy»KeHHble Ba-
pUaHTbI, 6bINY CBA3aAHbI C YCTOMYMBOCTBIO K aBMOTUYECKUM 11 BUOTUYECKMM CTPeCccam, C POCTOM 1 Pa3BUTMEM KOPHS,
nobera n uBeTka. [lecAtb 13 HargeHHbIx QTN KapTrMpoBanucb B 0bnactax paHee naeHTUdUUMpoBaHHbIX QTL, KOHT-
ponupyLWKX CUHTE3 NafbMUTUHOBOW, ONEMHOBON U ApYruX uUpHbiX KncnoT. QTN Chr1_1706865/Chr1_1706872 n
QTN Chr8_22542741 mapKupytoT paoHbl, UAEHTUOULMPOBaHHbIE HAaMK pPaHee NpU NoncKe accoumaumin nporpam-
Mo GAPIT. 1na Bcex HangeHHbIx QTN 6bl1 NoATBepKAEH annesbHbli 3bdeKT: nponssefeH TecT MaHHa-YUTHY, KO-
TOpPbIN NOATBEPAUN 3HAUMMble Pa3NnMunAa Mexay 3HaueHnem DSIy Hocuteneln pedpepeHCHOro 1 anbTepHaTUBHOMO
annens. YBennueHvie B reHOTUMNe Yncia annenei ¢ HeraTusHbIM 3GGEKTOM NPUBOANT K CTAaTUCTUYECKN 3HAUMMOMY
yMeHblUeHMIo BennyuHbl DSI ana Bcex Tpex net TectpoBaHuA. [pynnbl COPTOB € 6ONbLUMM KONMYECTBOM asnnenen,
yMeHbLUaoLWuyx nHaeKkc DSI, nmenun HannyuLwyo ycTonumnsocTb. Bcero 13 konnekuum 6u110 BbI6GpaHo NATb COPTOB, AN
KOTOPbIX YNCNO annenei, ymeHblualowmx sennuvHy DSI, He npeBbiwano yncio annenen c obpaTHbiM 3dPeKTom no
BCEM TPEM rofiam. T copTa MOFyT ObITb MCMOJIb30BaHbI B JasibHENLLEM B CENTIEKLMOHHbIX MPOrpaMmax.

KnioueBble cnoBa: neH; Linum usitatissimum; GWAS; dy3aprosHoe yBagaHwue; Fusarium oxysporum f. sp. lini

[na yutnposanus: yk M.A., KaHanuH A.A., CamcoHoBa A.A., BankuH M.M., CamcoHosa M.I. MeTog IIVmrMLM o6Ha-
pyMBaeT HOBble reHeTUYeCKMe BapuaHTbl, CBA3aHHble C YCTONUMBOCTbIO K Gy3apro3HOMY YBAAAHUIO Y NibHa. Basu-
J108CKUli XXypHas 2eHemuku u cenexkyuu. 2025;29(3):380-391. doi 10.18699/vjgb-25-41
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BnarogapHocTu. ABTOpbI BbipaxatoT 6narofapHocTb CynepkomnbioTepHomMy LeHTpy CaHKT-TeTepbyprckoro nonu-
TeXHUYecKoro yHmBepcuteta lleTpa Benvkoro (scc.spbstu.ru) 3a npegocTaBneHvie OTIMYHbIX BbIUMCINTENIbHBIX pe-
CYPCOB 1 NOAJAEPXKKY [AHHOTO NPOEKTa.

The IIITVmrMLM method uncovers new genetic variants
associated with resistance to Fusarium wilt in flax
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Abstract. Flax (Linum usitatissimum) is an important agricultural crop grown for fiber and oil production, playing a
key role in various industries such as production of paints, linoleum, food, clothes and composite materials. Fusarium
wilt caused by the fungus Fusarium oxysporum f. sp. lini is a reason of significant economic damage in flax cultivation.
The spores of the fungus can persist in the soil for a long time, so obtaining resistant varieties is important. Here we
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MeTtop IIVmrMLM obHapy»u1BaeT HOBble FeHOMHble
accoumaLm € yCTONUMBOCTbIO K dy3apurosy Y ibHa

used data on the resistance of 297 flax accessions from the collection of the Federal Center for Bast Crops in Torzhok
(Russian Federation) to infection by a highly virulent isolate of the fungus MI39 in 2019-2021. Genotype resistance
to infection was assessed by calculating the DSI index, a normalized proportion of genotypes with the same disease
symptoms. The IlIVmrMLM program in Single_env mode was used to search for regions of the flax genome associ-
ated with resistance. The IIVmrMLM model was designed to address methodological shortcomings in identifying all
types of interactions between alleles, genes and environment, and to unbiasedly estimate their genetic effects. Being
a multilocus MLM model, it estimates the effects of all genes as well as the effects of all interactions simultaneously.
A total of 111 QTNs were found, of which 34 fell within the body of a known gene or were located in flanking regions
within 1,000 bp. The genes into which the detected variants fell were associated with resistance to abiotic and biotic
stresses, root, shoot and flower growth and development. Ten of the QTNs found mapped to regions of previously
identified QTLs controlling the synthesis of palmitic, oleic, and other fatty acids. QTN Chr1_1706865/Chr1_1706872
and QTN Chr8_22542741 mark regions identified previously in an association search by the GAPIT program. The al-
lelic effect was confirmed for all the QTNs found: a Mann-Whitney test was performed, which confirmed significant
differences between the DSl index value in carriers of the reference and alternative allele. An increase in the number
of alleles with negative effects in the genotype leads to a statistically significant decrease in the DSI value for all three
years of testing. The groups of varieties with a large number of alleles reducing the DSl index had the best resistance.
A total of 5 varieties were selected from the collection for which the number of alleles reducing the DSl index value
did not exceed the number of alleles with the opposite effect for all three years. These varieties can be used further
in breeding programs.

Key words: flax; Linum usitatissimum; GWAS; Fusarium wilt; Fusarium oxysporum f. sp. lini
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BBepeHune

Jlen (Linum usitatissimum) — Ba)KHasi CCIbCKOXO3SICTBCHHAS
KYJIBTYpa, BhIpalliuBacMas Jis IOIy4YeHUs KaK BOJIOKHA, TaK
1 Macia. JIbHIHOe MacIio, SBISOIIEeCs] HCTOYHUKOM HEHa-
CBIIICHHBIX )KUPHBIX KUCIIOT, KCIIOIB3yETCsl B MUIIEBOH MPO-
MBIIIICHHOCTH, & TAKXKE B KAYECTBE OCHOBHOTO KOMIIOHEHTA
JIAKOB, KPACOK M TMHOJNIEYMa. JIbHSHOE BOIIOKHO TIPUMEHSCTCS
B TEKCTHJILHOM MPOMBIIIUICHHOCTH, B IPOM3BOJICTBE KOMITO3H-
TOB M U30JIIIMOHHBIX MaTepuaioB (Goudenhooft et al., 2019).
3HAYNTENBFHBI SKOHOMUYCCKUH yIepO MpH BRIpAIINBaAHUN
JIbHA HAHOCHT (hy3apH0O3HOE yBsJaHNE, BBI3BIBAEMOE I'PHOOM
Fusarium oxysporum f. sp. lini (Dean et al., 2012). Do 3a00-
JIeBaHUE YMEHBIIIACT MPOITYKITHIO CEMSTH, TOHIKAET Ka9eCTBO
BOJIOKHA M B OTCYTCTBHE YIIPEXKIAIOIINX MEP MOXKET IIPUBECTH
K TIOTEpEe yporKasi.

[lepBryHOE TPHOKOBOE 3apaXKEHHUE IIPOUCXOAUT Yepe3 Kop-
HH, TTOCJIE YE€ro IaTOTeH MOMNaaeT B KCHIIEMY U OJOKUpYeT
IMOTOK BOJIbI U IMUTATCJIbHBIX BCUICCTB, BbI3bIBASA YBAOAHUC,
MOBPEXXICHHE CTEOSI 1 B KOHEYHOM HTOTE THOEITh PACTCHHS.
Criopsl Tprba MOTYT 10 TIATHUECSITH JIET COXPAHSATHCS B 3a-
pa)KEHHOH MOYBE, ¥ UX OYCHb CIMKHO ycTpanuth (Houston,
Knowles, 1949).

Boprsba ¢ ¢y3apro3HbIM yBSIJaHHEM MPOBOAMUTCS C MO-
MOLIBIO PA3JINYHBIX CEJIbCKOXO3STMCTBEHHBIX METOO0B, HAIIpH-
Mep ¢ mpuMeHeHneM recturuaoB (Rashid, Kenaschuk, 1993),
OJIHAKO BO3MOYKHASI BPETHOCTH TIECTHIINJIOB ISl 3J0POBbS Ue-
JIOBEKa CKJIOHSIET K MJIee MCIIOJIb30BAHUsI COPTOB, YCTOMYH-
BBIX K 3apakKCHUI0. DTO aJbBTePHATHBHBIA BapHaHT OOpHOBI
C ToTepel ypoxkasi, BbI3bIBaeMON (Dy3apHO3HBIM YBsIITaHHEM
(Ondrej, 1993; Poxmuna, Jlomakosa, 2016).

YCTOWYUBOCTE K 3a00JIeBaHHUIO OBLIa MOJNyYCHA MyTEeM
CEJICKIIUH, HO €€ MEXaHM3MBI elle HEe J0 KOHIA M3y4YCHBHI.
CoBpeMeHHbIE COpTa JIbHA UMEIOT BBICOKYIO HIIH CPEITHIOI0
YCTOWYIHMBOCTE K (hy3aprno3HoMy yBsimaauio (Poxxmmna, Jloma-
koBa, 2016; Poxxmuna, 2017). OgHaKO KOIBOIIOIUS TTATOTCHA
N paCTCHUA MOXKET IIPUBECTH K ITOABJICHUIO IITAMMOB C 001b-
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LI} arpeCCUBHOCTBIO WM K IIOTEPE YCTOUYUBOCTHU COPTOB,
ompenenseMoil HeOONBITIM KOJTHYEeCTBOM T'eHOB. [loaTomy
JUISL TOJATOCPOYHOTO 3(p(eKTa BaKHO BBHIBEJCHHE HOBBIX
COPTOB C Pa3IUYHBIMU KOMOWHAIMSIMH O0CCIICUNUBAIOIINX
YCTOWYHMBOCTb TEHOB. DKCIIEPUMEHTHI 110 TPAHCKPUIITOMHKE
MOKa3aJIM, YTO KOMITOHEHTHI KJIETOYHOW CTEHKH, (haKTOPBHI
TPAHCKPUIILINU, BTOPUYHBIC MeTa6OJ'II/lT])l 1 aHTUOKCHUAHTHI
CHJIBHO BIIHMSIOT Ha PEaKINIO JbHA Ha 3apakeHne F. oxyspo-
rum f. sp. lini (Galindo-Gonzalez, Deyholos, 2016; Dmitriev
etal., 2017; Boba et al., 2021).

ITonck HOBBIX TEHOMHBIX BapHAHTOB, ACCOIIMUPOBAHHBIX
C YCTOMYHMBOCTBIO K IMaroreHaM, M MACHTH(UKAIMS HOBBIX
T'CHOB, BJIMSONIUX HA YCTOHYHUBOCTh K IPHOKOBOMY 3aparke-
HHIO, UTPAIOT KJIFOUEBYIO POJIb B CEJIEKIIMOHHBIX ITPOrpaMMax.
Hcnonb3oBanne KIacCHUECKUX METOIOB TTOJIHOTEGHOMHOTO
ananmza acconuaruii (GWAS) BeisiBuiio QTN (quantitative
trait nucleotides), cBsI3aHHBIE C YCTOIHYNBOCTEIO K (py3apHO3y
(Kanapin et al., 2021), koTopble pacroIoKeHbl B OCHOBHOM Ha
1-i1, a Taxoke 8-i u 13- xpomocomax. bosnbIoe koaumuecTBo
QTN nokanmsyercs Ha xpomocoMme | B mpenenax 640 1.1 H.
(Kanapin et al., 2021; Cloutier et al., 2024).

YCTOHYMBOCTh pacTeHUs K 3a00JICBAHUIO TAKIKE MOXKET
OTIPEAEIATHCSI MHOKECTBEHHBIMH KOCBEHHBIMHU (haKTOpPaMHU,
CBSI3aHHBIMH HE TOJBKO C YCTOHYMBOCTBIO K 3apa’KCHHIO
IrpuOKOM, HO U C IPYTMMH XapaKTEePUCTUKAMM PAaCTEHUS.
Tak, HanpuMep, U3BECTHO, YTO )KUPHBIE KHCIIOTHI y PACTCHUI
Y4YacTBYIOT B MEXaHN3MaX 3alUTHI OT Pa3JIMYHBIX CTPECCOPOB,
B TOM 4HCIIe OT rpubkoBoro 3apaxenus (Kachroo et al., 2008;
He, Ding, 2020).

Knaccuueckue monenu tuna MLM nomoraror ycTpaHUTb
3¢ deKTh, BHOCUMBIE CTPYKTYPOI IOMYJSILUU M POACTBOM
00pasIoB, HO CTpajgalOT OT MONpaBKu boH(eppoHn nus
MHOKECTBEHHOTO TECTHPOBAHUS, KOTOPAsk CIMIIKOM CTpOTa
JUIS1 BBIABJICHUA accouuauﬂﬁ CO CJIOXHBIMHU NpPU3HAKAMHU
(Zhang Y.M. et al., 2019). J{ns1 perieHus 3T0i mpoOIeMbl ObITH
MPeJUI0KEHBI MHOTOJIOKYCHBIe Mozienn MLM, criocoOHbIe 00-
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HapyxuBarb QTN ¢ npenenbHbIMU 3 deKTamu, 1715t KOTOPBIX
MOPOT 3HAYUMOCTH, YCTAHOBJICHHBIN monpaBkoit boudeppo-
HU, CITUIIIKOM CTpOT.

OnHUM U3 TaKUX METOJIOB, HCIIOIB3YIOMINX MYIIETHIIOKYC-
HBIC MOJIeNH, siBisgeTcss Meton mrMLM (Zhang Y.-W. et al.,
2020), peanmnzyemslii B makere [IIVmrMLM (Li M. et al.,
2022). B naHHOH cTaTbe MBI MPUMEHWIH 3TOT METOJ AJIs
[IOMCKAa T€HOMHBIX aCCOLUALUI ¢ YCTOWYMBOCTBIO, OLICHEH-
HOW y 3apakeHHBIX pacTenuit B 2019, 2020 u 2021 rr., uTto
MTO3BOJIMIIO OOHAPYKUTH HOBEIE TCHETHYECKIIE BAPHAHTHIL, HE
HalICHHBIC KIIACCHYCCKUMH METOAMH. DTH BapUAHTHI I10-
TTaJIA B T€HBI, CBSI3aHHBIE C yCTOMYMBOCTBIO, @ TAKKE B JIOKYCHI
koJmuecTBeHHBIX npu3HakoB (QTL, quantitative trait locus),
OIyOJIMKOBaHHbBIE PAHEE U CBSI3aHHBIE C IIPOU3BOJICTBOM JKHUP-
HbIX kuciot (You, Cloutier, 2020).

MaTtepwuanbl n metogbl

Hccnenoranue mpoBonuiiock Ha 297 obpasiuax JibHa U3 Koll-
nekiun DeepansbHOr0 HAYYHOTO IICHTPA JIyOsSHBIX KYJIBTY],
BEIpAIIeHHBIX Ha ONbITHOM Tosie OHI[ myOsHBIX KyasTyp
B Topxke, Poccusa. 13 297 obpasuoB 180 O6pumn copramu
JIbHA-JIOJITYHIIA, BEIPAIIMBAEMOTO JUIsl TIOJTyYeHHsI BOJIOKHA, 1
117 npuHaasIe)kan K copTaM MacIM4HOTO JIbHA, BBIpaIiBa-
€MOTO ISl TOJIy4YeHUs JIbHSIHOTO Macya. 13 117 MacnuuHbix
00pa3moB 98 OTHOCHUIIMCH K TUIY «MEXKEYMKI», 4 — K KpyTI-
HOCEMEHHBIM COpTaM, 15 — K THITy «KyApSIIm».

VYeroitauBocTh 00pa3mos K F. oxysporum f. sp. lini oneHu-
BQJIM B YCJIOBUSIX MH(EKIIMOHHO-TIPOBOKAI[IOHHOTO MTUTOM-
HUKa C PEryJINPYEeMbIM IOJIMBOM, HO HEKOHTPOIUPYEMOH
temreparypoid. Ouenku Obutn nposeseHsl B 2019, 2020 u
2021 rr. B Topxkke, Poccust (Rozhmina et al., 2022). Kaxprit
copT OBUT BOCTIpOM3Be/IeH 16 pa3 ImyTeM BBICEBA BCEX CEMSH
B IIEPEKPECTHBIE PsiJIbl KOHTEHHEPOB. Pa3Mephl KOHTEIHEPOB
coctapysu 550 X 85 %X 20 cM. B kauecTBe BOCIPUUMUYNBBIX U
YCTOIYMBBIX TEHOTHIIOB K KOHTPOIIO (hy3apHO3HOTO YBSIIAaHUS
ucronp3oBaiu aBa renoruna, APS u I-7. Mndexkunonusrit
(hon coznaBanu mytem BHeceHus B KoHTelHep 400 T yucTOi
KyasTypsl mramma MI39 F. oxysporum f. sp. lini. Cemena
BBICQ)KMBAJI HA 12- 1eHb 110CJIe MHOKYJISILIMK YUCTON KYJIb-
Typoii rpuoa.

YuncTyro KyJabTypy TOTOBHJIM IYTEM IPEJIBAPUTEILHOTO
BhIpamuBanus mramma MI39 Ha cpene arap-arap ¢ MUBHBIM
CYCIIOM M TIOCIIelytollell MHKyOaluu Ha cyOcTpare u3 3ep-
Ha OBca (COOTHOIIIEHHE 3epHa U Boabl = 1:1.75) B TeueHme
3—4 Henenp, 10 TOJHOTO 3apaXCHHUS OBCa TPHOOM, IMOCIe
Yero MmaTtoreH BHOCWIIM B MOYBY. [oka3zareneM Ha/Ie)KHOCTH
MH(EKINOHHOTO (hOHA CITY>KUITH COPTa-3TaJIOHBI (YCTOHYHNBBIE
1 BOCIIPUMMYKBLIC FeHOTI/ll'[])I), KOTOPBIC BBICEBAJIU 11O KpasiM U
B CepeaMHe K101 eMKoCcTH (1o 16 cemsH). BpenoHocHOCTh
0oIe3HM OIIeHUBANN C Hcnonb3oBaHueM Mephl DSS (disease
severity score). Ouenkun DSS BapeupoBamu ot 0 mo 3, rme
3nayenue O —3710poBoe pacTenune, 1 —yacTuaHOEe MoOypeHne
pacTeHus Wi No0ypeHue ctelIist C OHOW CTOPOHBI, 2 — MOJ-
HOCTBIO I00ypeBIIIee PACTEHHE C CEMEHHBIMU KOPOOOUYKaMH,
3 — IOMHOCTHIO OOy pEBIIIee paCTeHUE, KOTOPOE MOTHOIO0 110
obpaszoBanus kopobouek. Ha ocnoBe DSS paccumrsiBaics
uHaekc Tsoxectn 3aboneBanns (DSI) ¢ ncnonp3oBanmem Gop-
MYIIBI, IPUHATON B (uronaronoruu (Meroandeckne ykasa-
HUsl. .., 2000): DSI = (Zab/34) x 100 %, rae a — KOITHIecTBO
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pactenuii ¢ oquHakoBbiM DSS; b — onienka DSS; 4 — oOriiee
KOJTMYECTBO pacTeHni; 3 — HanbombImast oreHka DDS.

JHK Opia momy4yeHa U3 JTUCTHEB C MOMOIIBI0 Habopa
DNeasy Plant Mini Kit (Qiagen). [TomHOTeHOMHOE CEKBEHH-
posanue IHK nposogunu B BGI ¢ ncnons3oBanueM nporo-
koua [llumina, reHepupyIo1Iero mapHble MPOYTEHUS [UTNHOM
150 map ocuoBanumii. C momoripto bwa-mem (Li H., Durbin,
2009) 6BUTO BEHITIOTHEHO COIMOCTABIEHHE CO COOpPKOil 3Ta-
nmonHoro reioma NCBI ASM22429v2 (Wang Z. et al., 2012).
IIpenckazanne BapHaHTOB OCYIIECTBICHO MTPU MOMOIIH IPO-
rpammbel NGSEP (Tello et al., 2019) Bepcun 4.0. U3 momy-
yeHHbIX 3416829 SNP nocie ¢punbsrpanun no MAF = 0.05 u
3aJ]aHusl yCIIOBHSI Ha MPUCYTCTBUE BapUaHTa HE MEHEE YeM B
85 % renotunos 0110 OcTaBieHo 72526 SNP. Mcnons3oBa-
JIach aHHOTANMs TEHOMA JIbHA C YKa3aHHBIMH OPTOJIOTHYHBIMHU
reaamu Arabidopsis (You, Cloutier, 2020), mpenocTaBieHHas
rpymmoii Cloutier.

C nomomsto nakera [HIVmrMLM (Li M. et al., 2022) B
pexume Single env Obi1 mpoBenen ananus GWAS Ha reHe-
THYECKUX JIAaHHBIX, OTQUIBTpoBaHHBIX 10 MAF = 0.05. /st
HEOOXOIMMOT0 ITpeoOpa30BaHus JaHHBIX, TPEOyeMOro make-
ToM, puMeHsunck nporpamMmmel TASSEL (Bradbury et al.,
2007) u PLINK (Purcell et al., 2007) co cranmapTHBIMHU Ha-
CTpOWKaMHM COTNIACHO PEKOMEHIALIMSIM aBTOPOB METO/1A.

[Tpu orieHKe KauecTBa COPTOB pacCMaTPHBAIIH aTUTHBHBIN
a¢dekt, paccuntanubiii maketom [IIVmrMLM. Astenem ¢
HETaTUBHBIM 3 (PEKTOM CUNTAIICS aJbTEPHATHBHBIN aJlIelb,
HaJIM9He KOTOPOTO MPUBOJMIIO K YMEHbIICHNIO nHiekca DSI
y €r0 HOCHTEJIeH, aHAJIOTMYHO aJUIEITh C MOI0XKHUTEIILHBIM 3(-
(hexTOM — asuIelTb, HATMYKME KOTOPOTO YBEJIMUMBAIIO BETUUUHY
DSI. bbiu BEIOpaHbl cOpTa, Y KOTOPBIX KOJIMYECTBO auieleit
C HeraTBHBIM d(P(EKTOM MPEBHIIIATIO0 KOIUYECTBO ajuieneit
C TIOJIOKUTETHHBIM (P (EKTOM.

Yo6rBanme HepaBHOBecHs Mo cueruieHnto (LD) omnennBa-
JIM ¢ TIOMOIIBIO KBagpara kodddurmenta koppensiunu [Tnp-
cona (72). Bepcus PopLDdecay 3.4.1 (Zhang C. et al., 2019)
Obla 3anymiena Juis pacdyera 2 B okae 300 k6. YobiBanue LD
PACCUNTHIBAIIM HAa OCHOBE /2 M PACCTOSTHUS JUIS KXKJIOU TTaphl
SNP ¢ ucrions3oBanueM ckpunra R.

Pesynbratbl
Ha nopaxenue pacrenuii ¢y3aprno3oM MOTYT OKa3bIBaTh
BIIMSIHUE XapaKTEPUCTUKU OKPYXKaloUIEH cpenbl BO BpPEMs
3apaKeHUs! U pa3BUTHA Ooje3HN. PacTeHns BBIpAIIMBAINCh
B YCJIOBUSIX MH(EKIIMOHHO-TIPOBOKAIIMOHHOTO MTUTOMHHKA C
PEryIupyeMbIM TIOJIMBOM, HO HE KOHTPOJIMPYEMOW TeMIepa-
Typoii. CorlacHO JJaHHBIM METEOCTAHIIMHU, B MECTE BBIPAIIH-
BaHUs TeMIeparypa B nepBoit aexane mas B 2019 u 2020 rr.
ObLTa BeIIIC cpeaHeit, a B 2021 — Hike cpenneit (tadm. 1).
Bo Bropoit nexane mas remmneparypa B 2019 u 2021 rT. 65112
BbIIIE cpeniHel, a B 2020 — H1Ke cpeHen.
JlMcniepCHOHHBIN aHalN3 BO3JCHCTBHS pa3NIHBIX (ak-
TOPOB Ha MMOpPaKCHHWE PacTeHHH (Dy3apHO3HBIM YBSIaHHEM
TOKa3aJi, YTO CYHIECTBYCT 3aBUCUMOCTD OT I'o/ia BhIpalliuBaHUs
1 OT copTa (TeHOTHIA). DTO MOXKHO BHJIETh IO OOJILIITUM 3Ha-
geranaM F mig takoit mogenu (tabm. 2). [Ipu paccMoTpennn
BO3JICHCTBHS OTAEIBHO TEMIIEPATyp B pa3HbIC NMEPUOABI Ha
BenmunHy DSI G110 00HApYKeHO, UTO 3HAYMMOE BIMSIHUE Ha
Bapuanuu (F > 1, Pr(>F) < 0.05) umerna tonbko Temrneparypa
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Ta6bnuua 1. MeTeoponornyeckue ycnoBms
BereTauMoHHbIX neprogos 2019-2021 rr.
no AaHHbIM TOP>KOKCKOM MeTeoCTaHLnN

Mecay [exkapa Temnepatypa Bo3gyxa, °C CpepHee
MHoroneTHee

2019 2020 2021 3HaueHne
Maw 1 10.1 1.3 7.9 9.9
2 14.5 8.0 16.7 11.5
3 16.3 11.1 126 129
NioHb 1 18.8 15.8 15.8 15.3
2 17.9 19.6 19.2 15.6
3 16.0 18.9 225 16.5
Wionb 1 14.2 18.2 20.5 16.9
2 13.8 15.8 23.2 174
3 171 16.8 17.9 17.5
Asryct 1 133 17.7 184 17.2
2 16.1 - - 15.2
3 15.7 - - 13.9

B IIepBYIO0 ekaay Mas. Kpome toro, 3¢ dekt 3Toit Temnepary-
PBI, OKa3bIBaCMBIi Ha 3apaskeHne (y3apruo30M, IIPAKTHIECKU
MOJIHOCTBIO HJIeHTHYEH 3 QeKTy rozia (OKpy KaroLiei cpebl),
KaK MOXXHO BHJIETH IO BEJIHMYMHE CPEIHEKBAAPATHUECKOTO
3HAYCHUS OCTATKOB B ANCIIEPCHOHHOM aHasu3e (CM. Tao. 2),
TOTJIa KaK JIpyrue XapakTePUCTUKU CPellbl BHOCHJIM JIHIIb
HEOOJBIITON BKIAI.

B cpennem paznuumnst MEXJy MaKCUMAJIbHBIM M MHHHU-
MaJIbHBIM 3HaueHneM DSI B pa3zHbie rofisl A1 KaKJJ0r0 copTa
cocTaBysroT 25.9. Tem He MeHee U1 Bcel paccMaTprBaeMon
nomynsiuy pasinnans B DSI oT rosa k roy He MOoKasbIBaloOT
JIOCTaTOYHON 3HAYMMOCTH: IIPU CTATHCTUUECKOM CPaBHEHHUHU
mauaabix 2019 u 2020 rr. p-value 6su10 paBHO 0.996, mns
20191 2021 rr. p =0.113, a1 2020 1 2021 rr. p = 0.12.

WHbIMH c10BaMu, HECMOTPSI Ha OOJIBILIOE BIHMSHUE YCIIO-
BUI BBIPAIMBAHUS, TJIABHBI MHTEPEC UCCIIECIOBAHUS TIpe-
CTaBJISIET BIMSHUE cOpTa (TEHOTHIIA) Ha YCTOHYMBOCTD K 3a-
6omeBaHuIo.

ITomHOTEeHOMHBIN TIOMCK acconmanuii BeisiBHT 111 QTN
(tabm. S1 Mpunoxkenus)', acconuuposannbix ¢ DSI B pasubie
rozbl, U3 HUX 35 accoruupoBansl ¢ qanHbiMu 2019 1, 37 —
¢ mauabivu 2020 1., 40 — ¢ marabiME 2021 . QTN, acconuu-
poBaHHBIE cO 3HaueHHsAMH DSI pa3HBIX JIeT, pacToIoKeHbI
Ha Bcex xpomocomax. U3 uux 44 nonanu B uzBectusie QTL
(You, Cloutier, 2020; Cloutier et al., 2024) niu oka3aauch Jio-
KaJIN30BaHBI B ITOCIIEI0BATEIEHOCTH I'eHa WIIN Ha PACCTOSIHUHI
menee 1000 m. H. oT reHoB. CooTBeTcTBYIOIME MaHX3TTEH-
ckue rpaduku MpUBEACHHI Ha puc. 1, a—6. Pactpenencaue B
reHoMe Bcex HaiaeHHbix QTN mokaszano Ha puc. 1, e. s
Bcex oOHapyxeHHbIX QTN ObLIT MOATBEPIKICH AJIICIbHBIN
3¢ dexT: mpomusBeaeH TecT MaHHa—YUTHH, KOTOPBIH ITOATBEP-
JUAJT 3HAYMMBIE pa3nudus Mexxay 3HaueHreM DSIy Hocuteneit
pedepeHCHOTO U alIbTePHATHBHOTO ajuiesis (cM. Tabi. S1).

T Ta6n. S1 1 52 v puc. S1 MpuUnoxeHns cm. no appecy:
https://vavilovj-icg.ru/download/pict-2025-29/appx12.xlsx
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MeTtop IIVmrMLM obHapy»u1BaeT HOBble FeHOMHble 2025
accoumaLm € yCTONUMBOCTbIO K dy3apurosy Y ibHa 29.3
Ta6bnuua 2. AHanus gucnepcmm

MakTop Mean Sq F Pr(>F)

DSI ~ copt + rog

Copt 2931.5 10.016 <2e-16

lon 1927.7 6.586 0.00148
OcTatkn 292.7

DSI ~ copT + Temnepatypa 1-/ fekaabl Mas

Coprt 2931.0 10.010 <2e-16
E;’”;ZE:KF;M 3396.0 11.590 0.000707
OcraTtkmn 293.0

Bbonbuie Bcero QTN, HallIeHHBIX U1 AJAHHBIX O 3apake-
HHUM Ka)KI0T0 rojia, ObUIO PaclojioKeHo Ha XpoMocoMmax 1,
2, 8 m 15. B mpeapinymiemM UCCIIEIOBAaHNH, TE I TONUCKA
accouuanuii ¢ yCTOMYMBOCTBIO K (py3apHO3HOMY YBSIAHHIO
ucnons3opaicsa naker GAPIT, QTN rakrke pacronaraauch Ha
xpomocomax 1 u 8 (Kanapin et al., 2021). Beranenasie QTN
o0bsicHstoT O0mbIe 50 % Bapuamu, onuH QTN o0bsicHsET
MaKCHMAaJIbHO ~5 % BapHalluu I OJHOTo rona (tadi. 3).

W3 naiinerHbx QTN TONBKO OAMH MOBTOPSETCS B TaHHBIX
JByX JieT, 1 Tpu napsl QTN, HalineHHbIE Ui pa3sHbIX JIET,
0Ka3aJIMCh PACIIOIOKEHBI JIOCTaTOYHO OJIM3KO JPYT K APYTy
(Tabm. 4). B Tabn. 4 mpuBeAEHBI TaKXKe CPEAHNE HEHOPMH-
poBannsble 3HadeHust DSI s Hocutene pedepencuoro u
aJpTepHATUBHOTO ajutess 1o nanHoMy QTN. MoxHO BUIIETb,
YTO HOCHUTEIH aJIbTEPHATHUBHOTO aJUIEJIs [0 BCEM YKa3aHHBIM
QTN noxka3bIBajIM ropas3io MeHbliee 3Hauenue DS, uem Ho-
cutenu pepepencHoro. OqHako u3 paccmarpubaeMbix QTN
Tonbko ouH QTN, o6mmmii atst ganHbix 2020 u 2021 T, TI0-
MasiaeT B MOCIJIEI0BATEIBHOCTh U3BECTHOTO I'eHa, (DyHKIHS
KOTOPOro, TeM He MeHee, Hen3BecTHa. OcTaabHbIe TPU Maphl
PAacTIONoKEHBI Ha paccTOSHUY Ooree | T. I1. H. OT OmrpKaimmx
reHoB. Taxke MoxkHO oT™MeTHTh, 4To QTN Chrl 1706865/
Chrl 1706872 nonanu B paHee BBISBICHHBIH PErHoH Ha
TepBoi XxpoMocoMme ¢ koopamHatamu 1213418-1854337, ces-
3aHHBIN C YCTOMYMBOCTHIO JIbHA K (Dy3apHO3HOMY YBSTAHHIO
(Kanapin et al., 2021).

W3 111 naiinennsix QTN, accormMUpoOBaHHBIX C YCTOHYH-
BOCTBIO K ()y3apHO3HOMY YBSIIAaHUIO B pa3HbIE TOJIbI, 34 ObLTH
JIOKAJU30BaHbl B MOCJIEI0BAaTEIbHOCTH U3BECTHOTO T'€HA
WJIN PACTIONIarajinch Ha PacCTOSIHUM MeHee | T.1.H. OT reHa
(tabm. 5).

M3 34 QTN, nomaBmux B I'eH WU PAJOM C F€HOM, B
12 cny4asx HaJdW4Yue albTePHATUBHOTO aJUIeNs y pacTeHUH
MPUBOIWIO K yMEHbIIeHUI0 3HaueHust DSI u B 22 cioyvasx —
K YBEJINYEHHIO.

Cpemu 111 marinerasx QTN 10 momanm B GyHKIMOHATH-
uele perronsl QTL, ommy6nukoBannsie panee B (You, Cloutier,
2020). JIBa U3 HUX OKa3aJMCh U PSIIOM C U3BECTHBIM FE€HOM,
1 BHYTpH (QYHKIIMOHAJIBHOTO perrnoHa (cM. Tali. 5, oTMede-
HBI **). Kpome Toro, o QTN nonain B pernoH, CBI3aHHbIH
C YCTOMYUBOCTBIO K (Dy3apHO3HOMY YBSIIAHUIO HA MEPBOU
xpomocome (Tabi. 6), omrcanHbli B padotax (Kanapin et al.,
2021; Cloutier et al., 2024).
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Puc. 1. Pacnionoxerne QTN, accoLympoBaHHbIX C 3a60/1eBaeMOCTbIO $HY3apro30M, OTHOCHUTENIBHO XPOMOCOM Y fibHa.

a -8 — MaHxaTTeHcKme rpaduvkn pesynstatoB GWAS, nonyyeHHbIx ¢ nomolybto naketa IIVmrMLM; yepHbiM LiBeTom nokasaxbl QTN, nonaswue 8 QTL nan pacno-
NOXeHHble BONV3Y reHOB BMecTe ¢ BenmunHoi ux LOD score, KoTopas ncnonb3yetca B IIVmrMLM gnsa oueHKU 3HaUMmocTy; e — pacnpegenenune QTN, HaiAeHHbIX
ana DSI gna 2019-2021 rr., No XxpoMocomam.

Ta6bnuua 3. CymmapHasa Baprauma B faHHbIX Kaxaoro roga, o6bacHeHHbIn QTN

[aHHble CymmapHbiii r2, % QTN ¢ HanbonbLIUM 3HaueHVeM r?, % MaKcrmanbHoe 3HaueHue r?, %
DSI 2019 55.99 Chr3_18720497 5.31
DSI 2020 58.50 Chr2_15253612 443
DSI 2021 69.84 Chr12_10144355 535

Mpumeuarune. MmeHa QTN o6pasoBaHbl kak ChrX_N, rae X — Homep xpomocombl, N — no3numsa B XpomMmocome.

Ta6nuua 4. QTN, HaigeHHble AN1s JaHHbIX Pa3HbIX IET 1 6/IM3KO PACMONOXKeHHbIE APYT K ApYry

Mapkep

lon
Pacctoaxue mexay QTN
%, %

CpepHee 3HaueHue DSI
nna REF

CpepHee 3HaueHue DSI
ana ALT

p-value
Tecta MaHHa-YWTHU

bnvkanwmin reH

MonoxeHne QTN
OTHOCUTENIbHO reHa

AHHOTaUMA reHa

Oprtonor y Arabidopsis

MprmeyaHmne. B cCOOTBETCTBYIOWMX CTPOKAX Yepe3 pasfenutenb «/» NokasaHbl AaHHbIE AN PasHbIX IET. M. H. — Nap Hykneotnaos, REF — Hocutenn pedepeHc-

Chr3_18671763

2020/2021
0n.H
1.14/3.47
41.55/36.92

25.18/21.02

0.0014/0.0021

Lus10033807

Teno reHa

Benok c HensBecTHOM
dyHKumen (DUF1664)

AT1G04960.1

Horo annens, ALT — HocuTenu anbTepHaTUBHOTO annens.

384

Chr1_1706865/
Chr1_1706872

2019/2021
7 N.H.
4.24/3.17
43.12/38.47

10.55/9.52

5.42e-19/1.16e-13

Lus10025819

1026/1033 n.H.
HIXe reHa

2-OkcornyTapart (20G)
n Fe(ll)-3aBucnmbIin 6enok

cynepcemeMCTBa OoKcureHas

AT3G21360.1

Chr15_7067724/
Chr15_7067662

2020/2021
62 M.H.
1.05/0.75
41.24/36.31

24.75/20.56

0.0026/0.0027

Lus10001477

3605/3543 n.H.
HWXKe reHa

benok cemelictsa
pPEMOpPUHOB

AT5G23750.2
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Chr2_25600109/
Chr2_25600116

2020/2021
7 N.H.
4.25/4.66
41.85/38.7

14.53/15.06

1.56e-06/2.92e-10

Lus10003500

23760/23753 n.H.
BbllLe reHa

DaKTOp TPaHCKPUMLMK,
cynepcemencTeo basic
helix-loop-helix (bHLH)

AT3G21330.1
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MeTtop IIVmrMLM obHapy»u1BaeT HOBble FeHOMHble
accoumaLm € yCTONUMBOCTbIO K dy3apurosy Y ibHa

Ta6nuua 5. QTN, nonasLwme B NOCNe[0BaTENIbHOCTb FeHa UK pacnonoxeHHble PAAOM C HAM

2025
293

QTN

Chr1_740951

Chr1_6391647

Chr1_15073726

Chr1_22688905

Chr1_25377570

Chr4_1087234

Chr5_15553508
**(QPAL-Lu5.2, PAL)

Chr6_5732293

Chr9_2114668

Chr13_6339069

Chr13_12427556

Chr14_12732300

Chr15_2097827

Chr1_2540379
**(Lu1_2500703, DSI)

Chr2_16849610

Chr3_1992356

Chr3_24632490

Chr4_19469341

Chr8_7404794

%, %

0.51

2.21

0.90

0.64

3.15

1.82

1.24

1.86

0.68

1.71

1.21

1.08

0.88

2.02

1.01

1.34

1.27

0.79

0.81

CpepHee ana REF leH, nonoxenne QTN OyHKUMOHaNbHasA

CpegHee gna ALT

32.67
46.32%
35.67
43.75%
41.12%
31.36
41.63*
8.42
41.97%
30.21
35.08

46.28%
33.95
45.51*

36.49
48.47%
35.09
52.45%
35.05

53.25%

34.20
49.92*
41.14%
21.40
33.09
49.75*

36.98
58.99*

35.50
50.85*
35.70

58.40%

43.84%
28.25
40.45%
21.40
40.23%

15.74

OTHOCUTEJIbHO reHa

2019r.
Lus10036050,
Teso reHa

Lus10034284,
Teso reHa

Lus10015586,
Teso reHa

Lus10014640,
573 M. H. HUXe reHa

Lus10027990,
Teso reHa

Lus10030349,
155 n. H. BblWwe reHa

Lus10024055,
Teso reHa

Lus10036674,
132 n. H. HXKe TeHa

Lus10017493,
464 n. H. Bbllwe reHa

Lus10002083,
88 . H. HUXKe reHa

Lus10010801,
894 n. H. Bblle reHa

Lus10008367,
263 n. H. Bblle reHa

Lus10007320,
Teno reHa
2020r.

Lus10025924,
539 n. H. Bbllwe reHa

Lus10016310,
Teno reHa

Lus10037255,
Teno reHa

Lus10037741,
TeNo reHa

Lus10039825,
945 n. H. Bblle reHa

Lus10021849,
TeJIo reHa

AHHOTaUuA reHa

Kanbuuin-3aBucrumas
npoTenHKnHasa 34

benok cemerictea HaTpreBo-
KanbLyeBoro obmeHa

benok cemenictea nponun-
onvronenTmpas

benok cynepcemencrtsa
OCHOBHbIX pacUINTaTOpPoB

OkcrpopeayKTasa, 6enok
cemeincTBa okcureHas 20G-Fe(ll)

HNomeH DZC (pe3ncTeHTHOCTb
K 60ne3HAM/UMHKOBbIV Nanew/
06/1aCTb KOHAEHCALMMN XPOMOCOM)

Oprtonor y Arabidopsis: 6enok,
B3alMOJENCTBYIOLL NI
C CMHTa30M OKCKAaa a3oTa

[omeob6oKc 1

benok cynepcemerncrtsa
perynaTtopa TpaHckpunumm NAC
(oTcyTCTBME anuKanbHOM
MepucTembl)

Lintoxpom P450, cemeincteo 721,
noacemencTso A, nonunenTtug 1

Benok cynepcemericrsa
nostopos ARM

RING/ FYVE/ PHD-Tun 6enka
CceMeliCTBa LIMHKOBbIX NasbLes

Sec14p-nofo6HbI 6enok
CcemeincTBa NepeHoCUnNKoB
dochatuann-nHosmTona

Lintoxpom P450, cemencteo 721,
noacemencTso A, nonunenTtug 1

CumnopTepbl pacTBOP HaTPUS;
TpaHCcMeMbpaHHble TPaHCMop-
Tepbl MOYEBMHDI

JNlunoamung-gerngporeHasa 1

boratas yncremHom RLK
(peuenToponogobHas
NnpoTerHK1Ha3a) 8

VMMYHUTET U NMPOAYKTUBHOCTb PACTEHUIA / PLANT IMMUNITY AND PERFORMANCE

leH-opTonor y Arabidopsis
(nUTepaTypHble CChINKM
Ha GYHKLMM reHOoB)

AT5G19360.1
AT5G17850.1
AT1G50380.1
AT2G39210.1
AT4G02940.1
(Duan et al., 2017)
AT1G31880.1

(Depuydt et al., 2013;
Rodriguez-Villalon et al., 2014)

AT5G65030.1

AT3G01470.1
(Aoyama et al.,, 1995)

AT4G34630.1

AT5G08790.1
(Delessert et al., 2005;
Wang X. et al., 2009;
Wang X., Culver, 2012)

AT1G75130.1
AT3G08960.1
(Jiaetal, 2023)

AT1G29800.1
(Kim et al., 2023)

AT3G24840.1

AT1G75130.1

AT5G45380.1
(Liu et al., 2003;
Kojima et al., 2007)

AT3G16950.2
(Lutziger, Oliver, 2000)
AT4G28290.1

AT4G23160.1
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OKOHuYaHue Tabn. 5

The IVmrMLM method uncovers new genetic
associations with resistance to Fusarium wilt in flax

QTN r’ % CpepHee ana REF leH, nonoxenne QTN OyHKUMOHaNbHasA
OTHOCUTENIbHO FeHa  aHHOTaLMsA reHa
CpegHee gna ALT
2020T.
Chr9_2644458 3.16  36.05 Lus10010491, Benok cynepcemerictea
5410 Teso reHa MMMyHornobynuHos E-set
Chr11_15810790 0.29 3757 Lus10023622, Benok cynepcemerictea
Teno reHa ADC-cuHTasbl
64.13*
Chr14_2163238 1.74  42.23* Lus10025537, Benok, cogepxawmin fomeH PAZ/
23.04 Teno reHa 6enoK, cofepKallyuin JOMeH piwi
Chr15_1044247 0.95 34.39 Lus10011210, Benok, copepawumin F-box
33 . H. Bbille reHa 1 CBSI3aHHble AOMEHbI B3aVMO-
43.97* nencTems
2020, 2021 rr.
Chr3_18671763 1.14  41.55% Lus10033807, Benok ¢ HensBecTHOW dyHKLMeEN
2518 Teslo reHa (DUF1664)
2021 r.
Chr1_20417569 0.57  35.92* Lus10015886, Benok cemernctea Hykneotngmn-
14.00 Teslo reHa TpaHcdepas
Chr2_17726495 295 30.63 Lus10033187, O6nactb K-box v 6enok
Teso reHa CcemencTBa TPaHCKPUMLMOHHbIX
45.43* dpakTopos MADS-box
Chr4_2301676 327 2994 Lus10029444, DakTop BbICBOGOXKAEHUA
48.51% Teso reHa nenTuaHom uenu 1
Chr4_12925693 222 3224 Lus10015799, benok cemelictBa NPOTENHKNHA3,
55.90% Teno reHa 60raTblii NOBTOPaMK fiefiLnHa
Chr6_8828608 289  31.06 Lus10036278, PHK-HanpaBneHHas
568 n. H. HMXKe reHa  [HK-nonnmepasa
44.86% (o6paTHas TpaHCKpuMTasa)
Chr7_3147157 087 3148 Lus10023551, -
**(QPAL-Lu7.3, PAL) 48.20% 387 n. H. BbllLe reHa
Chr10_16815632 1.08  29.87 Lus10022764, ABI-five-cBA3biBatoLWmMin 6enokK 3
43.13* 483 n. H. BbiWwe reHa
Chr11_575034 049 32.80 Lus10027253, Optonor y Arabidopsis:
50.08* Teso reHa GPI-3asKopeHHbIn 6enok
Chr12_9853001 1.96  36.04* Lus10024259, Anbperng-germgporeHasa 2C4
2076 Teso reHa
Chr15_13834579 0.87  35.60% Lus10037970, PactutenbHbin U-box 14,
16.58 Teso reHa perynatop useTeHus

leH-opTonor y Arabidopsis
(nuTepaTypHbIe CCINKM
Ha GYHKLMU reHoB)

AT3G07880.1
(Carol et al., 2005)
AT1G74710.1

(Wildermuth et al., 2001;
Strawn et al., 2007)

AT5G21030.1

AT1G32420.1

AT1G04960.1

AT4G00060.1

AT3G54340.1
(Krizek, Meyerowitz, 1996)

AT3G62910.1
(Motohashi et al., 2007)

AT1G67510.1

AT5G04050.1

AT5G66440.1
AT3G29575.1
(Garcia et al., 2008)
AT3G18050.1
AT3G24503.1

(Nair et al., 2004)

AT3G54850.1
(Andersen et al., 2004)

Mpumeuarue. REF - Hocutenn pepepercHoro annens, ALT — HocuTenn anstepHaTUBHOro annens. * Hanbonbluee 13 cpefHnx 3HaueHuin DSl y Hocutenein pede-
pPEeHCHOro nnu Hocutenel anstepHaTeHoro annens QTN; ** oTmeueHbl QTN, NonasLuMe 1 B NOCNEA0BATENIbHOCTb reHa, U B N3BeCTHbIN QTL.

Opmunannare QTN, mojgokeHHe KOTOPHIX TMepeceKaeTcs
¢ panee uneHrudunuposanusiMu QTL n3 (You, Cloutier,
2020; Cloutier et al., 2024), moka3anbl B Ta0J1. 6. BOIbIIMHCT-
Bo u3 3tuX QTL accormmpoBaHb! ¢ IPOU3BOACTBOM JKHPHBIX
KHUCJIOT: aJIbMUTHHOBOM, OJICHHOBOM, JIMHOJICHOBOM U T. 1.,
n TosbKo sBa mapkepa, Chrl 17552378 u Chrl 2540379,
TIOIIAJIM B PETUOHBI, ACCOLMUPOBAHHBIE C PACTHTEIBHBIM HM-
MYHHUTETOM. B IeBATH clly4asx U3 ONMHHA/LATH HAIUYHEC Y
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pactenus ansrepHaTuBHOTO amiens QTN npuBoawIIO K yBe-
nuueHuto 3HaueHus DSI, 1 Toabko B IBYX Cllydasix ajbTep-
HaTUBHBIN aJjIeb ClIOCOOCTBOBAJ YMEHBILCHUIO BETUNUUHBI
DSI o cpaBHEHHUIO C HOCHTEIAMHU pehepPEHCHOTO aJUTeIs.
UToObI OIIEHUTH Ka9eCTBO COPTOB, IS KAXKJI0TO COPTa Cpe-
i QTN, HaliICHHBIX 1O JAHHBIM Ka)KJ0T0 rojia, ObUT Ipo-
M3BEJICH TO/ICYET KOJMYECTBA aijieNiell ¢ HeTaTHBHBIM J(]-
(hexToM (ymenbienne Benuuunbl DSI pu nannaum y pacre-
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Ta6nuua 6. QTN, Nono)keHne KOTOpbIX NepeceKkaeTca ¢ paHee naeHTNdMLMpoBaHHbIMK QTL

QTN

Chr5_15553508

Chr8_21862725

Chr12_7449738

Chr1_2540379

Chr5_12086840

Chr8_22542741

Chr1_17552378

Chr7_3147157

Chr7_4787639

Chr12_1240570

Chr12_6862107

% CpepHee REF QTL MpusHak KooppaunHatbl QTL
CpegHee ALT

1.24 33.95 QPAL-Lu5.2 PAL 13796740-15667804
45.51*

2.47 36.27 QOLE-Lu8.1 OLE 21781910-23526575
51.36*

1.06 36.35 QOIL-Lul12.6 OIL 4591134-7490902
60.51%

2.02 36.98 Lu1_2500703 DSI 2500703-2636369
58.99*

1.77 37.19 QPAL-LuU5.1 PAL 12061283-12181348
53.09*

2.77 41.64*% QOLE-Lu8.1 OLE 21781910-23526575
23.63

0.90 28.86 QPM-crc-LG1 PM 16920407-18739647
41.23*%

0.87 3148 QPAL-Lu7.3 PAL 624439-5423600
48.22*

1.57 3591* QPAL-Lu7.3 PAL 624439-5423600
18.53

0.81 32.95 QIOD-Lu12.3/QLIN-Lu12.3/QLIO-Lu12.3 IOD/LIN/LIO 489561-2981562
55.79*

3.27 3231 QOIL-Lul12.6 OIL 4591134-7490902
55.52*

MpumeyvaHue. REF — Hocutenun pedpepeHcHoro annens, ALT — HocuTenu anbTepHaTUBHOrO annens. * Hanbonbluee 13 cpefHnx 3HaueHnin DSIy HocuTenein pede-
peHcHoro nnu anstepHatusHoro annena QTN. CokpallyeHna Ha3BaHmii Npr3HakoB 13 (You, Cloutier, 2020): PAL (Palmitic %) — npoLeHTHOe cofiepaHune nanbmu-
THoBOM Kncnotbl; OLE (Oleic %) — npoueHTHoe copepaHue onenHoBoit kucnoTbl; OIL (Oil content %) — npoueHTHOe cofiepkaHne macna; PM (Powdery mildew
rating) — ypoBeHb 3aboneBaHus MyuHucToin pocoii; I0D (lodine value) — cogeparue noga; LIN (Linoleic %) — npoueHTHOe cofepMaHune NMHONEBOI KACOTbI;
LIO (Linolenic %) — npoLeHTHOe copep>KaHme IMHONEHOBOW KNCIOTbI.

HUS aJIFTEPHATUBHOTO AJJIENIs) U C MOJIOKATEIEHBIM 3 dek-
ToM (Tabn. S2). KomuyecTBO HEraTHMBHBIX M MOJIOKHUTEIBHO
Bhusonux amieneit Ha DSI mist kaxaoro rona pasiandHo,
OIIHAKO YBEIMYEHUE y COPTOB CYMMAapHOTO KOJIWYECTBa all-
Jeneid ¢ HeraTuBHBIM 3 (EKTOM IPUBOIUT K CTATUCTHUECKU

2019 2020 2021
p=0.021 p=0.0037 p =0.0046
100+ ° e e - e 100 e e 100 e e e -
| | | | ° | | | | - | |
. i i i i . i i i i ! i i
80 | | | | 80 | 80+ | | ! | |
| | - | | | | |
| i T | | | ! | ‘
— 60 60 ! ! 60 ! ! | !
) | | | |
[a) - ! i | |
404 40 | ! 40+
. I
1 :
20 I 1 204 204
I [
I I I
o S ., ol o -
T T T T T T T T T T T T T T T
>5 5 4 3 <3 >6 6 5 4 <4 >7 7 6 5 <5

Yucno annenen Yncno annenen Yuncno annenei

Puc. 2. PacnpegeneHvie 3HadeHuns DSI B pa3Hble roabl Ans COPTOB, COAEPXKALLMX Pa3sHOe KOIMUYECTBO asiefiei, OKasblBaloLwmx
HeraTuBHbIN 3deKT Ha BennumHy DSI.

B BerHel7I vyacTtn I'pa(bl/lKOB NOKa3aHOo 3HayeHne p—value CTaTUCTNYECKOrO TecCTa.

3HAYMMOMY YMEHBLICHHIO BenmurHbI DSI 171 Beex Tpex siet
(puc. 2).

Copta, Ui KOTOPBIX YUCIIO ajulesied, YBEeIMYHBAIOLIINX
BenmuuHy DSI, He mpeBbIano 9nucio amieneii ¢ o0paTHeIM
3¢ PEeKTOM 110 BCeM TpeM rojiaM, IoKazaHsl B TalII. 7.
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Ta6bnuua 7. CopTa, MMeBLUIne Hanny4ylee covyetTaHne annenewn c NONOKNTENbHbIM N HEFraTUBHbIM Bd)d)eKTOM Nno BCEM TPEM rogam

DSI Tun CrpaHa
2019 2020 2021
0 83 0 HonryHey AnoHuA
0 0 0 Mexeymok Yexua
0 8.3 0 QOpaHyus
19 8.3 0 Poccua
0 0 0

O6cyxpeHue

B s710i1 cTartee MBI Hcnonb3oBanyu nporpammy [IIVmrMLM
JUTS TIOJTHOTEHOMHOT'O MOWCKA aCCOLMAINNA MEXKAY OIHOHY-
KJICOTUAHBIMU HOIUMOP(U3MAMHU 1 JTaHHBIMH 00 yCTOHYH-
BOCTH PacTEHMH JIbHA K 3apaKCHUIO0 TPHOOM F. oxysporum
f. sp. lini. Bcero oonapyxeno 111 QTN, acconunpoBaHHBIX
C BeTTMYMHON HHAeKca TshkecTr 3aboneBanus (DSI), paccun-
TAHHOM JJIsl Pa3HBIX JICT.

Oo6napyxennbie 3TuM MetogoM QTN Chrl 1706865,
Chrl 1706872, u Chr8 22542741, mo-BuaARMOMY, MapKH-
pYIOT panee HaliieHHbIe ¢ momotbto naketa GAPIT paiions
Ha |-t u 8-i xpomocomax, omyOnuKoBaHHbIC B cTaThe (Ka-
napin et al., 2021), HaxosCh OT HUX Ha PACCTOSHUN MEHBIIIC
cpennero LD ais COOTBETCTBYIOIIMX XPOMOCOM, KOTOPOE
65110 paBHO 16 1 45 Kb s 1-i1 u 8-i1 XxpoMocoM cooTBeT-
cTBeHHO (puc. S1).

Mpeuorue u3 HaitieHHbIX QTN rmomnaaroT B TeHbI ¢ BAXKHBIMHU
(DYHKIMSIMU MITH OKa3bIBAIOTCSI BOJIM3HU OT HUX, U HE UCKJTIOUe-
HO, YTO 3TH TCHBI ABJISIOTCS Ka3yalbHBIMU (cM. Tabm. 5). He-
koTopsle 3 Takux QTN oxaspiBatoT OaronpusaTHEIN Y3 dexT
Ha BEJIMYMHY TTpu3HaKa. Hanpumep, aibTepHaTHBHbIH aJliesb
B QTN Chrl 25377570 B rene Lusl0027990 ymeHbIIaeT
BesimanHy DSI, 4TO SBISETCS MOJIOKUTENBEHBIM 3P HEKTOM.
OproJior 3toro rena y Arabidopsis AT4G02940.1 xoqupyet
JIMOKCHTEHa3y, KoTopas feMeTwmpyeT m°A B MPHK. MyTtamuu
B JIAaHHOM T'eHe BIMsIOT Ha ctabmibHocTh MPHK perymsropos
Bpemenu nsererns FT, SPL3 u SPLY u 3amemistor nepexon
OT BETeTaTUBHOTO pocTa K nBereHuro (Duan et al., 2017).
VBennuenue 3HadeHust DSI nabnrogaeTcs y HocuTenel anb-
tepratuBHoTo aywtenas B QTN Chr3 1992356 (cm. Tadm. 5),
nonazgaouem B red Lus 100372535, ero oprosior KoIupyeT CUM-
noprep DUR3, y4yacTByro1111ii B TpaHCTIOPTE MOUYEBUHEI Uepe3
TUIa3MaTuiecKyro MmeMOpany B kietku kopHst (Liu et al., 2003;
Kojima et al., 2007). ITockonbky 3apakeHue Qpy3apHO3HBIM
YBSTAaHUEM ITPOUCXO/IUT Yepe3 KOPHH M3 3apaKEHHOW MOYBBI,
MPOLIECCHI TPAHCIIOPTA BEIIECTB B KOPHSIX MOTYT OKa3bIBATh
BIIMSTHAE HA BOCHPUUMYHMBOCTD PACTEHHS K 3aPayKCHUIO.

Hexoroprie QTN momagaroT B T'€HbI, CBSI3aHHBIE C
pacTUTEIbHBIM UMMYHHUTETOM (cM. Ta0ia. 5). Tak, QTN
Chr15 2097827 ¢ anbTepHaTUBHBIM ajlIeIeM, YBETHINBATO-
M unaexe DSI, nokanuzyercs B rene Lus10007320, opto-
Jor koroporo y Arabidopsis perynmupyer aytodaruro (Kim
et al., 2023). QTN B renax Lusl0021849, Lus10008367 n
Lus10024259, Hao00pOT, yMEHBINAIOT BEIMYNHY HHICKCA
DSI. Lus10021849 — optonor rena CRKS Arabidopsis, xo-
TUPYIOIIETO PEHENTOP-TI0N00HY0 TPOTeNHKIHA3Y. OpToior
Lus10008367 y Arabidopsis xoqupyet 3dpdextop Ran KA120.
OT10T 3P PEeKTOp NpeIoTBpaIAeT Ay TOMMMYHHYIO aKTUBALIUIO
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CenekuMOHHbIN cTaTyc  Ha3BaHue

JInHnA Honkei35, k-5396

JInHmnA AGT987, k-7225

Copt Eolle, k-7034

JInHnA BHWWN, JIM92, k-6672

Coprt BopoHexckun 1308/138, k-3052

B OTCYTCTBHUC IMaTOICHOB U OI'PaHUYMBACT aKTUBHOCTL I'€HA
SNC, xotopsrii konupyeT TIR-NB-LRR-1og06Hs1# perentop,
Y4YacTBYIOMINI B UMMYHHOM OTBETE, ONIOCPEIOBAHHOM CaJIH-
utoBo# kucioroi (Jia et al., 2023). Oprosnor Lus10024259
y Arabidopsis ydacTByeT B OnocuHTe3e (GepyIoBOi U CH-
HaroBo#t kucnor (Nair et al., 2004), koTOpble Ba)XXHBI JUIS
YCTOMYMUBOCTH PACTCHUS K OMOTHYCCKUM U aOMOTHYECKUM
cTpeccam.

Bo MHOrHX cityyasix HaJu4due aJbTepPHATHBHOTO AJIIEIs
MPUBOJMIO K yBenuueHuto 3HaueHus DSI y ero Hocure-
neii. MHOTHE U3 TeHOB, B KoTopble momamu Takue QTN,
TOXE CBS3aHBI C POCTOM KOPHsI WJIM JINCTheB. Hampumep,
Lus10030349 (cMm. Tabi. 5) (opronor AT1G31880.1) xonu-
pyet 6enox BREVIS RADIX, peryaupyronuii yinHeHHe
n auddepeHIMpoBKy KIETOK B KopHe M mobere (Depuydt
et al., 2013; Rodriguez-Villalon et al., 2014). Lus10036674
(opronor AT3G01470.1) xomupyet 6erok HATS ¢ nomenamu
«TOMEOOOKC» M «JICHIIMHOBAS 3aCTEKKa», KOTOPBII BOBJICUCH
B MEXaHHM3M PEryJIsILUuK pocTa IncTheB (Aoyama et al., 1995),
a Lus10010491 (opronor AT3G07880.1) xomupyet RhoGDI,
uarnourop aucconuarmu [J1® y I'Tda3er Rho. 3toT nHrH-
OMTOp OrpaHMYMBACT B IMPOCTPAHCTBE CANTHI POCTa OJHOM
TOYKOW Ha Tpuxobmacte u perymupyet NADPH-okcnmasy
RHD2/AtrbohC, HeoOxonumyto ai1st pocTa KOpHEBBIX BOJIOC-
koB (Carol et al., 2005).

MyTannu B reHax, CBSI3aHHBIX C PACTUTEIbHBIM HMMYHH-
TETOM U pEeaKLHel Ha CTpecc, MOTYT OKa3bIBaTh M HETaTHB-
HBIA 3PPEKT HA YCTOWYMBOCTh PACTCHHUS K (py3apHO3HOMY
yBsimanuio (cM. Tabn. 5). Hanmpumep, Lus10002083 (opTomnor
AT5G08790.1) kopupyert 6entok ATAF2, ygacTByromuii B pe-
ryjsinuu 68,33J1])HI)IX 3alllUTHBIX peaKLlI/lﬁ PaCTCHUA-X0341MHa
npotus BupycHoi na(pekimn (Delessert et al., 2005; Wang X.
etal., 2009; Wang X., Culver, 2012). Lus10023622 (optonor
AT1G74710.1) xopupyeT XJIOPOIJIACTHYI0 M30XOPU3MaT-
cuHTa3y 1, KoTopas y4yacTBYET B CUHTE3€ CaJIULMIIOBON KHC-
JIOTHI, HEOOXOIMMOH JIUTsI 3alIUTHl PACTEHHS OT MATOTCHOB
(Wildermuth et al., 2001; Strawn et al., 2007). Lus10015799
(optonor AT1G67510.1) xonupyet nporenHknHasy RLK,
Goraryro JICHIMHOBBIMH TTOBTOpaMu. MHorue knHa3sl RLK
YYacTBYIOT B IIPOLIECCAX OTBETA KIIETKU Ha MTATOI'€HbI U a0KO-
tnaeckue ctpeccsl (Lease et al., 1998; Gish, Clark, 2011; Yan
etal., 2023). Opromnor AT3G29575.1, Lus10022764 nelictByet
KaK HEraTUBHBIH perynstop adbcuu3oBoi kuciotsl (ABA) u
peaxmm Ha ctpece (Garcia et al., 2008).

Takxe HEKOTOpbIC MYTAIMN PACIIONOXKEHBI B T€HAX, CBS-
3aHHBIX C YHEPTeTUYECKMM OOMEHOM M POCTOM IIBETKA.
Hanmpumep, AT3G16950.2, opronor reHa Lusl0037741 (cMm.
TabI1. 5), KOAUPYET IETUIPOTeHa3Y, KOTOPast SIBJISICTCS] KOMITO-
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Chr8_22542741 Chr5_15553508 Chr13_6339069 Chr14_12732300
3 p=00017 31 p=0.0067 3 p = 4e-05 3 p=0.0035
- - - -
] ] ] ]
27 1 29 T 1 21 T 1 27 1
| | | | | | -
! - | | ‘ | | !
1 1 l 14 ‘ ‘ 1 ! : 1 ‘ 1
| | I 1 | | ]
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0+ 0- 0+ 0 :
|
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Puc. 3. HopmupoBaHHble 3HaueHna DSI y Hocuteneln pedpepeHcHoro (REF) n anbtepHatvBHoro (ALT) annenei B He3aBUCMMOWN
Bbl6opKe 13 100 06pa3uos ana HekoTopbix QTN, 06wmx ana o6enx BbIGOPOK.

YKasaHbl p-value ctaTuctyeckoro tecta MaHHa-YuTHU mexay 3HaueHuammn DSIy HocuTenein pedepeHCHOro 1 anbTepHaTUBHOTO anfenei.

HEHTOM IUIACTHIHOTO [TUPYBAT-AET UIPOTeHA3HOTO KOMILJIEKCa
(pyruvate dehydrogenase complex, PDC) (Lutziger, Oliver,
2000). DTOT KOMIUIEKC Y4acTBYET B IPOILECCEe TIIMKOJIN3A.
Lus10037741 conepxutr QTN Chr3 24632490, y xoToporo
aJBTePHATUBHBIN aJJIeNlb yMEHbIAeT 3HaueHne HHekca DSI
(cMm. Tabm. 5). AnsrepraruBabie ayurern QTN Chrd 2301676
n Chr2 17726495 Brenax Lus10029444 v Lus10033187, na-
MIPOTHB, YBEIWYHNBAIOT 3HadeHNe nHAekca DSI (cm. Tadm. 5).
AT3G62910.1, opronor rena Lusl0029444, xonupyet XJo-
poIUIacTHBIN (HaKTOpP BHICBOOOKICHHS MENTHIAHONW IEHU
APG3, xoTopbIii He0OX0IUM TSI HOPMAJIBLHOTO Pa3BUTHS
xyoporutactoB (Motohashi et al., 2007). AT3G54340.1, op-
tosor Lus10033187, xonupyet romeodenok APETALA 3,
pEerynupyIomuil Mpouecc pa3BUTHS IBETKA Yy PACTCHHS
(Krizek, Meyerowitz, 1996). C npyroit croponsr, QTN
Chrl15 13834579 Brene Lus10037970, OpTOIIOTMYHOM pery-
nsTopy uBeteHuss AT3G54850.1, Hao60pOT, TOTOKUTETHEHO
BIIMSICT HA yCTOHYMBOCTD K (Dy3apHo3y, yMEHbINas BETHUHHY
DSI y HocuTeneil anbTepHaTUBHOTO aJLIEIsL.

WHTepecHO TakKe OTMETUTD, YTO OIMHHA/IIIATh U3 HAl/ICH-
HeIX QTN mepecexiuch ¢ OImyOIMKOBAaHHBIMU paHee (yHK-
nuoHaNbHbIMH paiioHamMu QTL, ogHaKo TONBKO JBa paiioHa
ObUTH CBSA3aHBI C PACTUTEIBHBIM MMMYHHUTETOM, TOTJA Kak
OCTaJIbHBIE — C TIPOM3BOJICTBOM JKMPHBIX KHCIJIOT (CM. Ta0I. 6).
JKvpHbIe KMCIIOTHI y paCTEHHH BBICTYIIAIOT B KAYE€CTBE 3allH-
THI OT TIATOTCHOB M abnoTndeckux crpeccos (Kachroo et al.,
2008; He, Ding, 2020). Kpome TOT0, TaTBMUTHHOBASI KHCIIOTA
YMEHbIIAET 3apakeHue Qpy3apro3oM y JIPYrHX pacTeHUi
(Ma et al., 2021). Takum o6pazom, QTN, pacronoKeHHBIE B
pailioHaX, CBS3aHHBIX C BBIPAOOTKON JKUPHBIX KHUCIIOT, MOTYT
OKa3bIBaTh BJIMSHUE HA YCTOMYUBOCTh PACTCHUH K (Dy3apro3-
HoMy yBaaauuio. Yetsipe QTN momanu B paifoHBI, aCCOITUH-
pOBaHHBIE C MAJBMUTHHOBOH KHCIOTOH (cM. Tabi. 6), 94To
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MOJKET TOBOPUTH O BaYKHOW POJIM ATOU KUCIIOTHI B 3aILUTE OT
thy3apuoznoit nadexnnu y 1poHa. QTN Chr8 22542741 nepe-
cexazcs ¢ QTL QOLE-Lus8. 1, accormnpoBaHHbIM ¢ BBIPA0OT-
KOM OJIEMHOBOM KMCJIOTHL. B 3TOM k€ peruoHe pacroaokKeHbl
QTN Chr8 22560236 u Chr8 22560290, panee HailIeHHbIE C
nomorrsio makera GAPIT (Kanapin et al., 2021), uto Taxxe
yKa3bIBaeT Ha BO3MOKHYIO BAJKHOCTh BEIPAOOTKH OJIEMHOBOM
KHCIIOTHI AJIS1 3aIUTHI PACTEHUS OT (Py3apHO3HOTO yBSJaHUSI.
Omua QTN, Chrl 2540379, Toxxe mepecekaics ¢ HeTaBHO
OITyOJIMKOBaHHBIM PETMOHOM, CBSI3aHHBIM C YCTOHYUBOCTHIO
npHa K (hy3apuosHomy yBsmanuio (Cloutier et al., 2024).

Jlnst IONOJTHUTEIIEHOTO TIOITBEPIKACHHS PE3YIIbTaTOB Mbl
pOBEpWJIM Ha He3aBucuMoil BeiGopke n3 100 ob6pasios
JIOCTOBEPHOCTHh OOHApY>KEHHBIX accommannii Mexay QTN
n 3HagenreM DSI (puc. 3). Bei6opka u3 100 o0pasmos, BbI-
palIeHHBIX B TE€X )K€ YCIOBHsIX, Obljla paHee CEKBEHUPOBaHA
OT/ZIENIBHO OT PACCMaTPUBAEMOI BBIOOPKH U HE ITEPECEKACTCSI
¢ BEIOOPKOH, KOTOpast UCTIONB3YEeTCs B TAHHOM HCCIICIOBAHHH.
Moskro BuzeTh, uTo QTN Chr5 15553508 u Chr7 3147157,
PacIoNOKEHHBIE B PETHOHAX, CBA3aHHBIX C MAIbMUTHHOBOMN
kucnoroid, n QTN Chr8 22542741, nmomaBmmii B peruoH,
CBSA3aHHBIU C OJICMHOBOM KHUCIIOTOM, JEMOHCTPUPYIOT 3HAUU-
Moe paznnune B Bennunae DSI y HocuTene pedepeHcHoro
W aJbTepHATHBHOTO ajuienei (cM. puc. 3). Takxke 3HAYNMBII
amenbHbd 3 dext Haomonancs y QTN, jokain30BaHHBIX
B T'€HaX, KOTOPbIE, COTTIACHO JINTEPATypPHBIM JaHHBIM, CBSI3a-
HBI C PACTUTEJIEHBIM HIMMYHHTETOM, 3aI[UTON OT ITaTOTCHOB
u peakmuell Ha ctpecc (cM. Tada. 5 u 6): Chrl3 6339069
(Lus10002083), Chr14 12732300 (Lusi0008367),
Chr4 12925693 (Lus10015799) u Chrl0 16815632
(Lus10022764). 210 nO3BONAET MPEANOIOKUT, YTO yKa3aH-
HBIE T€HbI MOTYT y4aCTBOBAaTh B MMMYHHOM OTBETE JIbHA Ha
HHQPEKITHIO.
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BbIsIBIICHO MATH COPTOB ¢ HAUOOJIBIINM KOJTMYCCTBOM aJl-
neneit, camxarontux DSI (cm. Tadm. 7). DSI aTux copToB 3Ha-
YUTEJILHO HIKE CPEHEro 3HaueHust, koropoe aist 2019, 2020
u 2021 rr. coctaBuio 38.7, 38.9 u 34.4 COOTBETCTBEHHO.
JlarHBIE COpTa MOTYT OBITh HHTETPHPOBAHBI B COBPEMEHHBIC
CCJICKIIMOHHBIC TTPOTPAMMEI.

3aKknouyeHne

B pesynbrare npuMeHeHust HOBOI MYyJIBTHIIOKYCHON MOJICITH
IIIVmrMLM ns1s norcka reHOMHBIX acCOLIMAIUi ¢ yCTOMYH-
BOCTBIO JIbHA K 3a00JIeBaHUIO (Py3apHO30M OBLIN BEISBICHBI
HOBBIC TCHOMHBIC BapUAHTHI, PACIOJIIOKCHHBIC B BaXKHBIX
perynsTopHbIX perroHax. Copra, UMeIoIIye TaHHbIe BapHaH-
TBI, IOKa3bIBAJIN OOJBIIYIO YCTOHYMBOCTE K 3a00IE€BAaHUIO U
MOTYT OBITh UCTIOJIE30BaHbI B CEJICKIIMOHHBIX IPOrpaMMax.
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