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& Jleu (Linum usitatissimum L.) — BakHasi Mac/uuHasl ¥ NpsiiMibHast Kyabrypa. [IpumMeHeHne coBpeMeHHbIX METO/I0B
CeJIeKLIMH JIbHA T03BOJISIET YCKOPSITh BBEEHHE HEKOTOPBIX »KeJiaeMblX BAPHAHTOB I'€HOB B I'€HOTHIbI Oy/ylIHX COPTOB.
Ha ceroansitinmii ieHb BaXKHBIM YCJIOBHEM JUISl X CO3JaHHs SIBJISIETCS] pa3BUTHE MCCJIEI0BaHHI, OCHOBAHHBIX Ha CeKBe-
HupoBannu Hooro nokoseHns (NGS, Next Generation Sequencing). B manHoii 0630pHO# cTaTthe 0606ILEHB Pe3yb-
TaThl, MoJlyueHHble Ha ocHoBe npuMeHeHust NGS-cekBeHHPOBaHHS B HCC/IE0BAHUH JibHA. K HacTosilieMy MOMeHTY st
L. usitatissimum noJjydeHa reHeTHUeCKasi KapTa CLEINJIEHHs] C BbICOKOH MJIOTHOCTbIO MapKepoB, KOTOPYIO yxKe MCIOJb-
3y1oT Jisl 6osee 3pPeKTHBHOTO MOKCKA JIOKYCOB KOJMIECTBEHHBIX MPH3HAKOB. Ha ocHOBe cpaBHUTEIBbHBIX HCCIEI0BAHHI
TpanckpuntomoB U MUKpoPHK /ibHa B KOHTPOJBHBIX H CTPECCOBBIX YCJOBHSIX YTOUHEHBI MOJEKYJSPHO-TeHETHICCKHE
MeXaHU3Mbl OTBETOB Ha OMOTHUECKHEe M aOHOTHYECKHE CTpecchl. Bblia mocTpoeHa oT/MUAONIasicsl BLICOKOH TOYHOCTBIO
MOJie/1b TeHOMHOM CeJIeKIMH JIbHa Ha YCTOMYMBOCTbL K mnacmo. Takke, 6jarogapst npumeHenuto NGS-cekBennpoBanus,
YJaJ10Ch YTOYHHTb HEKOTOpble 0COGEHHOCTH 3BOJIIOLMH MeHOMOB TpejicTaBuTesiell poja Linum. CucreMaTH3UPOBaHHbIE
B 0030pe 3HaHHsI MOTYT ObITh MOJIE3HBI ISl UCC/Ie0BaTe e, BeylliuX paboTy MO CeJIeKUUH JIbHA, H TPEJICTaB/sTh (QyH-
JlaMEHTaJIbHbII MHTepec Julsl MOHUMAaHHUs! (PUJIOreHeTHIECKMX B3aMMOOTHOILIEHUH BHYTPH poaa Linum, oco6eHHOCTEl OH-
TOreHe3a U MeXaHW3MOB OTBETa pacTeHHH JibHa Ha passinuHble (PaKTOpbl cTpecca.

% Karoueble caoBa: Linum usitatissimum; cexsenupoanune PHK; RNA-seq; reHoMHast cesieKiysi; JIeH MACJHUHBII;
JIEH-I0JITYHELl, MapKep-OPUEHTHPOBAHHAS CeJIeKIIUs; OJHOMeHOMHBIN aHann3 accouunatnil; NGS-cekBeHupoBaHue; TpaH-
CKPHITOM.
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® Flax (Linum usitatissimum L.) is an important oil and fiber crop. Using modern methods for flax breeding allows ac-
celerating the introduction of some desired genes into the genotypes of future varieties. Today, an important condition for
their creation is the development of research, that is based on next-generation sequencing (NGS). This review summa-
rizes the results obtained using NGS in flax research. To date, a linkage map with a high marker density has been obtained
for L. usitatissimum, which is already being used for a more efficient search for quantitative traits loci. Comparative stu-
dies of transcriptomes and miRNomes of flax under stress and in control conditions elucidated molecular-genetic mecha-
nisms of abiotic and biotic stress responses. The very accurate model for genomic selection of flax resistant to pasmo was
constructed. Based on NGS-sequencing also some details of the genus Linum evolution were clarified. The knowledge
systematized in the review can be useful for researchers working in flax breeding and whereas fundamental interest for
understanding the phylogenetic relationships within the genus Linum, the ontogenesis, and the mechanisms of the re-
sponse of flax plants to various stress factors.

% Keywords: flax; genome-wide association studies; genomic selection; linseed; Linum usitatissimum; marker-assist-
ed selection; RNA-seq; transcriptome; NGS-sequencing.
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BBEJEHUE

Jlen (Linum usitatissimum L.) — ueHHas nps-
JWJIbHAs M Mac/JuuyHasi KyJabTypa. B coctaBe Buna
BBIIEJISIIOT 4 PasHOBMAHOCTH: BO3Jle/IbIBaeMblil  Kak
sipoBast MpsIMJAbHAS U MACJHYHAsH KYJIBTYpa JIeH-/10J1-
rynell, L. usitatissimum L. var. usitatissimum sensu
Rechinger (1974), a Tak:ke MacjuuHble KyJbTypbl —
JgeH-kyapsiut L. wusitatissimum var. humile (Mill.)
Pers., nen-mexeymok L. wusitatissimum L. var. in-
termedium (Czernom.) Kutuz. u Jsien kapJuKoBbIi
kynpsiun L. wusitatissimum var. nanum Kutuz. [1].
JleH BO31eNbIBAIOT HA BCeX KOHTHHEHTAX, Kpome AH-
TapKTHbL. JIeH-0/TyHell 3aHUMaeT YeTBePTOe MeCTO
B MHUpeE TO MJIOIIAAA BO3JE/NbIBAHUS CPEIN PACTEHHUI,
BbIpAIIMBAEMbIX Ha BOJIOKHO, a THIbl JibHA KyApSlll
M MEXEyMOK — JecATOe CPeId MaCJAUUHbIX KyJlb-
yp [2].

3ajaun JIbHOBOJACTBA B PoccHH COOTBETCTBYIOT
MHUPOBbIM TeHAeHUMsIM. OnHako ocob6oe BHUMaHHe
yJesISIeTCsl CO3AaHuI0 COPTOB € GOJIbLIENH IKOJOTHYE-
CKOH TJIaCTHYHOCTBIO M aaNnTHBHOCTBIO K HeOJsaro-
MPUATHBIM YCJIOBHSIM, a TakKKe MOPO30YyCTOHYHMBBIX
(hopM KyJIbTYpbl € MOHUKEHHOH (DOTOMEPUOANYECKON
UYBCTBUTENLHOCTBIO [3, 4]. Il JibHa, BbiceBaeMOro
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Ha cesepe Poccuu, akrtyasbHa cesieKlHsl HA YCTOH-
YUBOCTb PACTEHMH K TOKCHYHOMY JEHCTBHIO HOHOB
aJloMuHus |5, 6].

[To cpaBHeHHIO C JIPYTUMH KYJBTYpaMH, B ceJieK-
LIMH JIbHA UCIOJIb30BAHME COBPEMEHHbIX METO/I0B (Ha-
npumep, oroop npu nomoiy JIHK-mapkepos) noka
3aTpy/HEHO BBHUJY HEJOCTAaTOYHOH H3YUYEHHOCTH ce-
JIEKIIHOHHO 3HAaUMMBbIX reHoB. Ho nouck s hekTHBHbIX
reHeTHYECKUX MapKepOB YISl CeIEKLMH BeJIeTCs — M0
urcy ny6GJUKalli B 3TOM HanpasjeHnd Poccust BXxo-
JIUT B MSITEPKY MUPOBLIX JIHAEPOB, Hapsay ¢ Kananoi,
CIIA, Unnueit u Kuraem (nmpusoxenue 1).

[Ipu 3TOM Ha MaCJMYHOM JibHE MPOBOAMTCS TMPHU-
MEPHO BTpoe OoJible MOAOOHOTO poja UCCAETOBAHUH,
ueM Ha JibHe-nodryHile. Haubosbliee BHUMaHue yjie-
JISIIOT MapKHPOBAHHUIO JIOKYCOB, CBSI3aHHBIX C KHP-
HOKHMCJIOTHBIM COCTABOM MacJja, B MeHbleH crere-
HH — C YCTOHYUBOCTBIO, CEMEHHOH MPOIYKTUBHOCTHIO
(puc. 1.).

Wnentudukanys MapkepoB Jyist TMarHOCTHKH aJi-
JIeJIbHBIX BapHAHTOB Te€HOB SIBJISIETCS OCHOBOH JaJib-
Helllllell MapKep-OpHEHTUPOBAHHON ceJieKluu (mar-
ker-assisted selection, MAS), KOTOpyIO HCIOJIL3YIOT
JUisi oTOopa Mo MpU3HAKAM C MOHO- W OJIMFOT€HHbIM
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Puc. 1. OcHoBHble HaTIpaBJIeHUs HCCJIEIOBaHUM JibHA ¢ uenogb3oBanneM JIHK-mapkepos. Hueno ny6ankauni (1udpbl B ckoGKax), CBsi-
3aHHbIX ¢ npuMenenneM THK-mapkepoB no ocHOBHBIM HarpaBJieHHsIM CeJIeKIIMH JIbHA, Ha OCHOBe MyOJIHKalUid B 6a3e JaHHBIX Scopus
(www.scopus.com, nara obpatenust 13.09.2019) no nepeceuenuto kioueoro ciopa «Marker» ¢ «Fiber Flax» (s1eH, ncriosbayembiit
JUIs1 IPOM3BOICTBA BoJlokHa) / «Linseed» (yien Mac/munblit) u ¢ «Resistance» (yeroitunsocth K 6Gnotnueckomy crpeccy) / «Tolerance»
(ycTofumBocTh K aGuoTHaeckoMy crpeccy) / «Fiber content» (conepanme Bosokna) / «Seed yield» (cemenHasi mpomyKTHBHOCTb) /
«Fatty acid» (>kupHble KucsoThl). * He Bo BceX cTaThsiX BO3MOXKHO ONpPEJEIUTh O KAKOM HMEHHO THITE JIbHA MIET Pedb
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KOHTpOJIEM, H CrocoGHa JOTOJHATh TPajHUIHOHHbIE
TOJIXO/Ibl CEJIEKIIMH, YCKOPsisi OTGOP M0 HEKOTOPbIM
npusHakaMm. OnHako HauboJiee MPOrpecCUBHBIM Me-
TOJIOM YJIydllIeHUs] pPACTEeHHs] [0 TaKUM TpPU3HAKAM
SIBJISleTCS TeHOMHOe pefakTupoBanue. Tak, Sauer et
al. (2016) ucronbsobanu cucremy CRISPR/Cas ans
CO3JIaHUSI T€HOTHMNA, YCTOHUMBOTO K repOHIMLy TJIH-
docary [7].

Jlns or6opa no npusHakam ¢ MoJIMreHHbIM KOHTPO-
JIEM MePCIeKTHBHBIM MeTOJ0OM SIBJISIETCST TeHOMHasi
cesieklysl. DTO ajbTepHATUBHAS CTPATErusi, UCMOJib-
3ylollasi CTaTUCTHYeCKHe MOJIENH JIJIs TIPeiCKa3aHus,
Kakue pacteHusi OyjlyT HMeTb ONTHUMaJbHble PeHOTH-
Mbl Ha OCHOBE OOJIbLIOTO KOJMYECTBA MAapKEPOB /IS
MHIMBUIYya bHOrO oTOOpa [8]. ¥ JbHA Tako# MOAXOJ
UCIOJIb30BAH JIJISI T€HOMHOH CeJIeKUHMU Ha YCTOHUM-
BOCTb K nacmo (Septoria linicola (Speg.) Gar.) [9].

JInsi BBISIBJIEHUS] HOBBIX T€HETHYECKHX MapKepoB
i MAS win reHOB-MHIIEHEH i TeHOMHOTO pe-
JIAKTHPOBAHUS, a TaKxKe JIJIsi TeHOMHOMN CeJIEKIIUH BCe
yaile MpUBJEKAIOT METOJbl, OCHOBAHHbIE HA CEKBe-
HUPOBaHUKM HOBOrO MokoJsieHun (next generation se-
quencing, NGS).

lleavio Hactosiiero o0630pa  SIBJSIETCS  aHaJU3
M CHCTeMaTH3allusl JIAHHbBIX, OMUCHIBAIOLIUX TMpUME-
HeHHe MOAXOL0B, ocHoBaHHbLIX Ha NGS, B ceJseKlu-
OHHO-TeHETHYECKUX HCCIEI0BAHUAX JbHA, a TakKxKe
OlLleHKa MepPCHEeKTUBbI UX JIaJbHEHIIIEr0 UCMOIb30BAa-
HUSI B JIbHOBOJICTBE.

CEKBEHWPOBAHWE TEHOMA LINUM USITATISSIMUM

Hucgio xpomocom y npeacraButeseit pona Linum L.
BapbUpyeT B ILIMPOKOM JuanazoHe: or 2n = 16 10
2n =72 [10]. BosnenviBaembi#i BUn L. usitatissimum
MMeeT JUMJIOWAHbIH TeHoM 21 = 30, KoTopbli, MO
pe3yJ/ibTaTaM CPaBHUTEJBLHOTO aHa/lM3a FeHOMOB pas-
JIMUHBIX TIpeJICTaBUTeNel pona Linum, TPOXOIUJ B
XOJle 3BOJIIOLMK uepe3 auloTeTparyionn3alyio 3a
cyeT TUOPUIM3ALMH JIBYX TPEIAKOBBIX JHIMJIOMIHBIX
BujoB [11—13].

[lepBasi mosHoreHomHasi husnueckasi kapra JibHa
Oblna npeacrasiaena B 2011 r. MexkayHApOJHbIM KOJI-
JIEKTUBOM TMOJI PYKOBOJCTBOM KaHAJCKUX Y4YeHbIX MO
nporpamme Total Utilization Flax GENomics. Jlasi co-
pra CDC Bethune cosnanu 6ubanoreky, cocTosiiyo
u3 43776 BAC (Bacterial artificial chromosome) kiio-
HOB, W Ha uX ocHoBe noJyuuan 87552 BES (BAC-end
sequence) mnocsenosarenbHocteil [14]. [Tonyuennas

KapTa coctosiyia U3 416 KOHTHroOB, OXBaTbIBaIOLLHX
~368 MJIH M. H., OJIMH KOHTUT TIPEJACTABJSII XJOPO-
nyactHbiii revom [14]. Cpeny M3BECTHBIX MOBTOPSIIO-
1mxest ppakiyi, reHbl, KOAUpYIolie pudocoMaJbHy0
PHK, coctaBasiin ~13,8 %, a MOOUJIbHBIE FeHeTHYe-
ckue snementhl — 6,1 %. Oynkuuu 45,1 % nocue-
JI0OBaTeJIbLHOCTEN OCTa/MCh HEeU3BeCTHbIMH [ 14].

[TocnenoBaTesnibHOCTL reHoMa JibHa y copra CDC
Bethune 6bina cekBenupoBana de novo B 2012 r.
metoioMm  japob6oBuka  (whole-genome  shotgun,
WGS) [15]. Tlosmydennbie mpouteHusi Oblin cobpa-
uol B 116602 konrtura (302 msiH 1. H.), U3 KOTOPBIX
OblM BbiesieHbl 88 384 ckaddosna obimM pasme-
pom 318 man M. H., uto cooTBercTByeT ~81 % re-
HoMa JibHa. Ha mnoJgyueHHylo Tmoc/enoBaTeNbHOCTh
renoma Kaptupoamu Gosee 96 % EST (Expressed
Sequence Tags) sibHa, noJydeHHbIX U3 6a3bl JAHHbIX
HauunoHanbHoro 1ieHTpa OHOTEXHOJOTMUYECKOH HH-
¢dopmaunn CIIIA (National Center for Biotechno-
logy Information, NCBI). Bolio nokasano, uro nsitas
yacTb TeHOMa MpeJICTaB/eHa TPaHCIIO30HAMH, a 10/
redoB MUKpoPHK cocrapasier menee 1 %. B ocHOB-
HOU ¢pakiyu apTopamu OblI0 BbisiBieHO 43484 Ko-
aupyrolux reda [15]. B npoiiecce c6opku BbisiBjieH
31 ckaddonn, comepxkaimii xaoporyactayto JIHK,
OJIHAKO COEJIMHUTb HMX B €IHHYI0 MOJIEKYJY XJOPO-
MJIACTHOTO reHoMa He yzaaJjoch [15].

C nomolibio KOMIIEKCa METOJIOB TPSIMOK U 06paT-
HOM TeHEeTUKH MOXKHO BbISIBJISITH HHIMBHIYaJIbHYIO H3-
MEHUMBOCTb OpPraHM3Ma W CBSI3bIBATb €€ C OTJHUHS-
MH B TIPOSIBJICHUH XO3SHCTBEHHO 11I€HHbIX TPU3HAKOB.
OnmHuM 13 TaKMX METOJIOB SIBJISIETCST ONITHUECKOE Kap-
THPOBaHHWE, OCHOBAHHOE HAa HEMOCPEICTBEHHOH HIEH-
TU(UKALMK CalTOB pecTpukuuu B Mosekynax JIHK
MpH MOMOIIK JIa3epHOH KOH(OKAJbHOH MHKPOCKO-
nui. COBOKYITHBIH CTEKTP TMOJydeHHbIX (DparMeHTOB
JIHK' cy»KUT yHHKa/bHBIM <ILTPUXKOJAOM» JJIs MC-
XOJIHON mocenoBaresbHocTH [16]. Ontuueckas Kap-
ta revoma (BioNano genome (BNG) optical map)
JibHa ¢ ucnosb3oBanueM BioNano IRIS platform mno-
3BOJIMJIA YJIYYLIUTh KayecTBO COOPKH M MOTMOJHHUTh
nocaenoBatesibHocth reHoma copta CDC Bethune,
CO3JIaHHYI0 Ha OCHOBe (hU3HWUECKOH W reHeTHYeCcKOH
kaptbl [13, 14, 15]. Bbuio npoBeneHo BbipaBHUBA-
nue 211 konturos BNG (298,6 mun 1. n., 94,2 %)
u 622 ckacbdonnos (286,6 man n. u., 94,9 %), no-
Jaydennbix Z. Wang et al. [15]. Ha ocHoBe yTouHen-
HbIx ckaddonnos, nosydenusix FM. You et al. [13],
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M noaTBepKaeHHoN ¢uanueckoin kaptel “CDC Bet-
hune”, 211 BNG KoHTHrOB ObliH 0OBEIHHEHBI
B 94 cynepkoHTHra, KOTopble 3aTeM OblIH COOTHe-
CeHbl C KapTaMM CUeMJIeHHs! MATHAaAUATH XPOMOCOM
L. usitatissimum. Paamep NceBIOMOJIEKYJT COCTABHI
CyMMapHo 316 MJIH I1. H., YTO MO3BOJIMJIO OXBATHTb
97 % aHHOTMPOBAHHbLIX TeHOB JibHa [ 13].

CekBenupoBanue, cOOPKY M JeTajbHbIil aHalIu3
nJjacTupHoro reHoma L. wusitatissimum mnpousBesa
rpynna A. de Santana Lopes et al. [17]. [lnactun-
HbIH T€HOM MPEeACTaBUJ COOOH KOJbIEBYIO MOJIEKYJY
JAHK pasmepom 156721 n. H. ¢ TUNHYHOH CTPYKTY-
pOH, COCTOALLEH M3 YEThbIpeX 4acTeH: 1Ba UHBEPTHPO-
BaHHbIX moBTopa no 31990 n. H., MexkIy KOTOPbIMU
pacnioniaratorest Goabiuias (large single copy, LSC) u
manas (small single copy, SSC) ynukambhble o6Ja-
CTH, BKJroyaromue 81767 n. u. u 10974 n. 1. coot-
BeTCcTBeHHO. B renome unentuduumposano 109 ynu-
KaJIbHBIX T€HOB M 2 TCEeBJOreHa, W MOKa3aHa yTpara
KOHCEPBATHBHBIX MHTPOHOB TI'eHa c/pP W TOJHOH T10-
CJ1e7I0BaTeIbHOCTH reHa rpsl6 [17].

Takum o6Gpasom, B pesyJsibTare MpoBeleHHbIX MHO-
FOYHCJ/ICHHBIMH aBTOPAMH HCCJICIOBAHHUH, MOJTYYEHHbIH
reHom L. usitatissimum MoOKeT ObITb HCIIOJb30BaH
KakK OCHOBa W15l ObICTPOH U 3(hPpeKTHBHON cOOPKH re-
HOMOB JIPYyrUX MpeACTaBUTesed JaHHOrO BUA, a TaK-
»Ke OJIM3KOPOJICTBEHHBIX BHJIOB.

Caeziennsi o cO0pKe reHoma JibHa W COMYTCTBYIO-
l1IMe JIaHHble TIPeCTaBJ/eHbl B MPUI0KEHUN 2 .

NPUMEHEHWE METO[10B NGS-CEKBEHUPOBAHUA
ANnA AHAJIN3A NOJIMMOP®U3MA AHK

Jo ncnonbzoBanust metonoB NGS-cekBeHHpoBaHus
IJI TEHOTHUTIHPOBAHUS CYIIECTBOBAJNO OKOJIO JIBYX
JIECSITKOB  PA3/IMUHBIX CMOCOGOB aHa/lu3a OJHOHYK-
JieoTHaHOTO noJuMopduama (single nucleotide poly-
morphism, SNP), no ¢ passutuem texunosnoruit NGS
y HceseioBaTesiell MosiBUIach BO3MOKHOCTb MIAEHTH-
(hULHpPOBaTh THICAYH MapKepoB oOfHOBpeMeHHO [21].
BoisiBiienHsie SNP ucnosib3ytor uist OLeHKH TeHeTH-
yecKoro pasHooOpasusi, KapTHPOBaHHSI I'€HOB U JIO-
KYCOB KOJIMUECTBEHHbIX NMpU3HaKoB (quantitative trait
loci, QTL) nna Mapkep-opHeHTHPOBAHHOK CeJIeKIUH
[22—31].

[lupocekBeHMpoBaHMe — 3TO OIMH H3 METOJIOB
NGS-cexkBeHMpOBaHUsl, OCHOBAaHHBI Ha JIeTEKIHUH
0CBOOOXKJIAIOLIUXCSA  TUPOdocdaToB, HCMOJIb3yeMbIH
nisi BbisBaenuss SNP [32—35]. B onnoit u3 nep-

BbIX TakKuX paboT M3ydanau Buibl L. usitatissimum
u L. bienne. C npuMeHeHHEM BbIUMCJUTEIBHOTO MPO-
rpaMMHOTrO KOHBeHepa Jisi WieHTU(UKaLUH de novo
aJlIe/IbHbIX BAPHAHTOB B FeHOME JibHA ObLIO BbISIBJIE -
Ho 1067 SNP na 713 konrurax. CekBeHUpoBaHue 10
CaHrepy noATBepAn/IO GOJBLILIMHCTBO YCTAHOBJIEHHBIX
1 onpeneanno ponoguutesibibie SNP, a Takke onHo-
HYKJIEOTH/IHbIE HHCEPLMH U Jiesielinu [36].

B 2015 r. L. Galindo-Gonzélez et al. [24] noka-
3a7u 3PHeKTUBHOCTL HOHHOTO MOJYPOBOJHHKOBOTO
cekBenupoBanusi (lon Torrent sequencing) nist Bbl-
SIBJICHUS] MyTallMil B OMpe/ieIeHHbIX 00J1acTsX TeHo-
Ma Jyisi GOJILILIKMX TOMYJISLKE JibHA. ABTOPBI TPOBEJH
CKpPUHUHT 768 MYTaHTOB, MOJydeHHbIX 06pabOTKOH
TUJIIMETAHCYJIb()OHATOM, C HMCMOJb30BAHMEM YHTIOB.
M3 29 noTteHma bHBIX MyTal|i, BbISIBJEHHBIX TOCJE
NGS-ananusa, 16 Obln NOATBEPKACHBI C TOMOLLBIO
cekBeHHpoBaHus 1o Canrepy [24].

Passutue Texnosiornit NGS ¢ ucnosibzoBaHuem ta-
KMX METOJ0B YMEHbLIECHHS] CJI0XKHOCTH N€HOMOB, Kak
CEKBEHMPOBaAHHE, CBSI3aHHOE C PECTPUKLIMOHHBIMU
caritamu (restriction site associated DNA sequencing,
RAD-seq) [37, 38], cekBeHHpOBaHHEe C YMEHbIIIEHHOM
penpe3eHTaTHBHON OUOJIMOTEKOH, OCHOBaHHOE Ha
NpUMEHEHUH 3HIOHYKJea3 pecTpukuUMU (restriction
enzyme-based reduced representation library se-
quencing, RRL-seq) [23, 39], renotunupoBanue my-
TeM cekBenupoBanust (Genotyping-By-Sequencing,
GBS) [40] u cexkBeHupoBaHHe JIOKYyC-CrelUMUIHBIX
amnanUIMpoBaHHbIX (parMeHToB (specific locus
amplified fragment sequencing, SLAF-seq) [29] no-
3BoJisieT oOHapyKUTh MHOKecTBO SNP 3a kopoTkoe
BpeMs TIPH HU3KHX 3aTpaTax.

S. Kumar et al. [23] npoBesin RRL-seq renomon
BOCbMH COPTOB JibHa Ha muatdopme Illumina (cek-
BEHMPOBAHHWE CHHTE30M 3a CUeT BCTPaUBaHUS 3’ -MO-
JM(HUIUPOBAHHBIX HYKJIEOTHIOB C MPUCOEIMHEHHBIMU
thyopeciieHTHbIMU MeTKamu ) [23]. Bolio o6Hapy»xe-
HOo 55465 SNP, noutu yeTBepTh M3 KOTOPBIX pacro-
JoxeHa B reHax. 4863 SNP, BbisiBieHHble Yy COPTOB
CDC Bethune u Macbeth, 6bl1n noarBepkIeHbl PH
GBS pacrenuil U3 nonysnsiuun peKOMOUHAHTHBIX HH-
OpeHbIX JIMHUH, MOJMyYeHHbIX OT HMX CKpelMBaHHsI.
CpejiHsisi yacTota BCTPeUaeMOCTH MOJMMOPMHBIX JO-
KycoB cocraBusia 0,17 na 1000 n. n. [23].

Jnsi moucka HoBbiXx SNP ucrnosbsyior Takke
meton SLAF-seq, KoTopblil M03BOJISIET CHU3UTL 3a-
TpaThl Ha MpPOBEJAEHHE aHa/NW3a U COXPAHUThb BO3-

* dKo02uHecKasa eceHemuKa TOM 18

Nel 2020 ISSN 1811-0932



METHODOLOGY IN ECOLOGICAL GENETICS

107

MOXKHOCTb 3(D(PEKTHBHOTO CEKBEHHPOBAHUS C TJIy-
60kuM ToKkpbiTHeM [27, 41 —46]. SLAF-seq — 3T0
onTumudnpoBanHas Bepcuss RAD-seq, crneunasnbHo
npeJHa3HayeHHas /s KpynHoMaclTaOHbIX IKcrie-
PUMEHTOB 110 TIEHOTHIIMPOBAHHMIO HA OCHOBE ce-
pUH TPeBAPUTEJIbHBIX SKCIEPUMEHTOB [47]. DTuM
metogom B 2017 r. L. Yi et al. [27] oGHapyxuJiu
4145 SNP co cpeaHuM pacCcTOsIHHEM MeXK1y HUMH
0,64 ¢cM, KoTopble UCMOJBL30BAJH JIJIsI MOCTPOEHHUS
BbICOKO HACBILIEHHOW MapKepaMu TeHeTHYeCKOU
Kapthl [27].

BaxkHo, uto uepe3 SLAF-mapkepbl ynaetcsi npu-
BsizaTh QTL K KoHKpeTHBIM cKaddoaam, 9To CayKUT
OCHOBOH /151 TPEABAPUTEbHBIX BbIBOIOB O OJH3JIe-
JKalIMX reHaxX UM TeHax ¢ TIeHOTPONHBIM 3P PeKTOM,
KOTOpPbIE BJUSIOT HA XO3AHCTBEHHO IIeHHbIE TIPU3HAKH
abHa. Tak J. Wu et al. [31] moctponnn BeicOKOHA-
CBILLEHHYI0 Mapkepamu KapTy B codetaHun ¢ QTL
CeJIEKIIMOHHO 3HaYUMBbIX MpH3HakKoB. [lo peaysbratam
ucenenopanust F2 Diane x NY1 ¢ wucnosb3oBanHu-
em 2339 mMapkepoB MOCTpOeHa TeHeTHUecKasi KapTa
(1483,25 ¢cM), oxBatuBiiasi 15 rpynn cuenJieHns: co
Cpe/IHUM paccTosiHueM Mexay mapkepamu 0,63 c¢M.
Onucanbl 12 JIOKyCOB, acCOUMHPOBAHHbBIX C XO351ii-
CTBEHHO LIEHHBIMH NMPU3HAKAMH JbHa (00Las U Tex-
HUYecKasl BbICOTA, CeMeHHasi MPOLYKTUBHOCTb, CO-
JlepaKaHue BOJIOKHA B CTe6JIsIX M MPOYKTUBHOCTh M0
BOJIOKHY ) [31].

BricTpoe BHeapeHHe MeTONOB BbICOKOIPOU3BO-
JIUTEJLHOTO TeHOTUITMPOBAHMS TMO3BOJISIET CO3/1aBaTh
HECKOJIbKO TeHEeTHYECKHX KapT JJs OJHOrO BHIA,
KOTOpble OOBEIMHSIOTCS B €IMHYI0 KOHCEHCYCHYIO
KapTy, HHTETPUPYIOLLYIO JOMOJHUTEIbHbIE MapKepbl
B pationbl, rae Haxomutes QTL [49]. Tak, B 2013 1.
P. Asgarinia et al. [49] npu ncnosb3oBanun 143 mno-
qumopdHbIX MapkepoB SSR (simple sequence repeat)
Ha OCHOBe aHajiM3a KapTupytoule# nomynasuud Nor-
Man/Linda coctaBuau KapTel Beex 15 rpynn cuene-
Hust obuier aanHoi 1241 ¢cM, nposean QTL-ananu3
YCTOHYHUBOCTH K MYyYHHCTOH poce M BbISIBUJIM JIOKYChI
B rpynnax cuemienuss 1, 7 u 9, accouuupoBaHHble
¢ atumMmu SSR-mapkepamu. Pusunueckoe MecrTopacro-
JIO2KEHHE 3THX JIOKYCOB B reHOMe OblI0 OIpeeseHo
MIOMCKOM T10 TOMOJIOTHHU B 06ase JaHHbIX MOJHOr€HOM-
HOrO CEKBEHMPOBAHMSI, /sl YEro HCIO0Jb30BaNU HH-
dopMaLuio 0 HYKJIEOTHIHBIX TOCJAEI0BATENLHOCTSIX
MCXOHBIX 111 uX uiaeHtudukayn EST- u BAC-kJ10-
HOB [48, 54].

Takum 06pa3om, BEICOKOMIPOU3BOIUTENBHOE CEKBE-
HUPOBaHHE MOXKET ObITb 3PPEKTUBHO HCIOIb30BAHO
A1l 0OHapyKeHUs1 OOJIBLIOTO KOJIMYeCTBA MapKepoB,
a TaKKe KapTHPOBAHUS JIOKYCOB CeJIEKIIMOHHO-3HAUH -
MbIX [IPU3HAKOB JIbHA C OJIHOBPEMEHHON HIeHTH(HUKA-
LMel He TOJBbKO MX pacroJioxKeHHsl Ha FeHeTHYeCKOH
KapTe, HO M BbIsIBJIeHHEM (PU3UUECKOrO MeCTOMNOoJO-
JKEHHSI B TeHOME.

MONHOTEHOMHBIN AHANU3 ACCOLIMALLNIA (GWAS)

Tpanuuponno kaprtupoBanne QTL y pacrenwuii
BBIMOJTHSIOT C MCIMOJIb30BAHHEM KapTHPYIOLIMX MOITY -
asuuit [50], uto umeet psin orpanudenni. Haun6omee
KPUTHYECKOE M3 HUX — OTCYTCTBHE aJlJIeNIbHOTO pas-
HOOOPpa3us, Tak Kak MOMyJsiUs MPOUCXOIUT OT ABYX
ponuTesiel, U reHeTHIeCKasi H3MEHYHBOCTh OTpaHUYe -
Ha POIUTENIbCKUMHU JIMHUSAMHU. B mocnennue roubl ajisi
BbISIBJIEHHUSI T€HOB-KAHINUIATOB, CBSI3aHHBIX C CeJIeK-
[IMOHHO 3HAYUMbBIMH MPU3HAKAMH PACTEHHH, aKTHBHO
MCIOJIb3YIOT TOJIHOTEHOMHBII  aHa/M3  accolMauui
(genome-wide association studies, GWAS) [51—53].
Jlanublit MeTos, TpeOyloLMI HCMOJb30BAHUS 3aBe-
JIOMO OOJIbILIOrO KOJIMUeCTBAa MapKepoB M MPUMEHS -
eMblil Ul aHaJM3a LIMPOKOTo CIEKTpa I'eHOTHIIOB,
OTKPbIBAET HOBbl€ BO3MOXKHOCTH WISl pacliupOBKU
MOJIEKYJIIPHO-TeHETHYECKUX MeXaHH3MOB, KOHTPO-
JIMPYIOLIMX CJIOXKHbBIE TOJIMTeHHble MPU3HAKH. Ycrex
MEeTO/Ia CUJIbHO 3aBUCHT OT MeHETHYECKOH CTPYKTYpbl
AHANIU3UPYEMOU BBIOOPKH, OT KOJMYECTBA U pacrpe-
JleJIeHUst MOJIeKyJIsipHbIX MapkepoB [54]. GWAS cran
OoJiee IOCTYMHBIM Osarogapst JaHHBIM TOJIHOTEHOM-
HOTO CEKBEHHPOBAHMS M CO3JMAHHSI HA €ro OCHOBE
MOJXOJ0B K BBICOMPOU3BOAUTENHLHOMY T'€HOTHITHPO-
BaHMIO.

B nocnennne Heckosnbko et GWAS cran HeoTh-
eMJIEMbIM METOJIOM W JJIsl BbISIBJIEHHS] HOBBIX XO3$1H-
CTBEHHO II€HHBbIX T'€HOB JibHa [55—58]. Dra pabora
Hayata CpaBHUTEJLHO HENABHO, M OOJBLIMHCTBO HC-
CJIeIOBAHUH ObIIM B MEPBYIO ouepe/ib HanpaBJieHbl Ha
WIEHTU(HUKALIMIO JIOKYCOB, OMPeesIsIIOINX KauecTBO
MOJIy4aeMOro PacTUTENBHOTO ChIPbS.

GWAS na ochoBe SLAF-seq siBjisieTcsi X0pollo
paspaboTaHHOI TeXHOJIOTHEN JIIst HIEHTHUKALIUH aJl-
Jiesieit, uto jjokazaau D. Xie et al. [56, 57], BocroJib3o-
BABUIUCh COYETAHUEM 3THX METOJIOB MPH FTeHOTHUIHPO-
BaHuu 224 coprtoB JibHa. CeKBeHUPOBAHHE TTO3BOJUIIO
unentuduumrponatsh 584 987 SNP, co cpeaHelt uacTo-
TOW BcTpeuaemocty 1 Ha 1,2 Thic. m. H.
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C Wcno/sb3oBaHWEM — CTATHCTHUECKMX — MOfeJei
EMMAX (efficient mixed-model association eXpe-
dited), GLM (generalized linear model) n MLM
(multilevel modeling) mosiyueHbl naHHble W HCCJe-
JIOBaHbl palOHbI JOKaJU3allMH 3HAYUMBIX MapKepoB
1 SNP-s10KycoB, acCOLMUPOBAHHBIX C MACAHUYHOCTHIO,
BBICOTOH pacTeHHusi, YUCJIOM BETBEH H KOpPOOOUEK,
maccort 1000 ceMsiH, 4YTO MO3BOJIMJIO BBISIBUTb MeHbI-
KaHJMIaThl, KOHTPOJUPYIOLIHE 3TH MPU3HAKK [56, 57 ]
(npusoxkenue 3).

Baxno, uto GWAS MoxkeT ObITb JONOJHEH I10-
MCKOM B TEHOME CJIEIOB TOJIOXKUTENbHOrO 0TGOpa
(nanpumep, GW3S (genome-wide selective sweep
scan)), 4To BbIpaxKaeTcsl B CHU2KEHUH YaCTOThI HYKJIe -
OTHWJIHBIX BapHalyil B y4acTKax, rpaHUyalliX ¢ HOBOH
noJiesHoit myrauueit [60].

E You et al. [59] onucanu BbIsiBJIeHHbIE C TTOMO-
ubio GWAS, nonosinennoro GW3S, ydacTku reHOB,
CBsI3aHHbIE C TPOAYKTHBHOCTBIO W KAueCTBEHHBIM CO-
CTaBOM MacJa JibHa. B pa6oTe Gbli M3ydeHbl U MPO-
aHaJIM3UPOBaHkbl ¢ ucnodbzoBanueM GBS 260 nunui,
MPUHAIEKABILMX K TPEM Pa3HbIM JBYPOAMTELCKUM
KapTHPYIOLMM TonyJasiiusaM. bBbuio naeHTHdUIMpPO-
BaHo Gosiee 500 Tbic. SNP. OcHoBbiBasich Ha pe-
3yJIbTaTax MpOBEEHHOr0 aHa/nu3a, aBTOPbl BbIIBUJIHN
33 QTL a5 BaxKHbBIX X035IHCTBEHHO 1I€HHbBIX MPHU3HA-
KOB JibHa. M3 HUX 7 cBsi3a/iM CO CPOKAMHU CO3PEBAHUS,
5 — ¢ BBICOTOH pacTeHHs], a OCTa/bHble — C KUP-
HOKHMCJOTHBIM COCTaBOM Macsa [59].

B 2018 . B. Soto-Cerda et al. [55] BbisiBUIN J10-
KYCbl, BJMSIOIIME HA KOJMYECTBO CJH3H U CEMEHHOH
KOXKypbl CEM$IH JibHa COPTOB KaHAACKOH KOJINEKLHMH.
YMeHblleHHe 3THX Tl0KazaTesiell sIBJsieTCs KeJa-
TeJIbHBIM U1 TIOBBIILIEHHS KOPMOBOH I1I€HHOCTH ce-
MSIH JIJ1Sl }KHBOTHOBOJICTBA. DbI/M HI€HTH(UIIMPOBAHBI
7 JIOKYCOB, aCCOIIMMPOBAHHBIX C COIEPKAHUEM CJIM3U
B cemeHax. OrpesesieHbl YeThIpe JIOKyca, CBSI3aHHbIX
C HM3KOH Josiefl (ppakUMH ceMeHHbIX 000J04eK [HD]
(mpunoxenue 3).

GWAS rakxke akTyaJieH Jyisi aHaJM3a yCTOHUUBOCTH
JIbHA K MaToreHam U (akropam aGMOTHUECKOTO CTpec-
ca, UMEIOLIUM CJIOXKHbIH MOJHUTeHHbIH KOHTPOJb. Tak,
L. He et al. [58] npoBesiu GWAS st 370 o6pasion
JIbHA KaHAJICKOH KOJUIEKIIUH 110 pe3yJibTaTaM MsTHJIET-
HHX MOJIEBBIX HCC/IC0BAHHH YCTOMYMBOCTH K MACMO.
B pesyasrare GBS 6biio BbisiBieno 258873 SNP,
pacrpejiesieHHbIX 10 BCeM 15 XpomocoMmMaM JibHa.
Ha ocHoBanuu oprosorun ¢ renamu A. thaliana

BBISIBJICHO JIBa TeHa-KaHAuIata YCTOMYMBOCTH JbHA
K 3TOMy ratoreHy [58].

Mcnonb3ys GWAS 1 naHHble TSTHJIETHHX T0Jie-
BbiX HaOmonenuit, L. He et al. [9] npoBeau nowuck
JIOKYCOB, aCCOLMMPOBAHHBIX C YCTOHUHUBOCTHIO JIbHA
K S. linicola. Ha xonnekuuu 370 oGpasiioB B Kaue-
cTBe obyyvarollleidl U TeCTOBOW MOMYJIILUU UMH Oblia
cozjlana BbICOKOI(PeKTHBHAST MOJIe/b MPeJICKa3aHusl
FeHeTUYECKON YCTOHYMBOCTH JibHA K JAHHOMY IaTore-
HY C TOYHOCTbIO MporHosuposanusi 0,92, 4to siBasieT-
cs1 HauboJsiee TOYHBIM CPeIM BCeX Mojiesiell TeHOMHbIX
NpeACKa3aHui 11 YCTOHYMBOCTH K OOJIE3HSIM pacTe-
Hut [9].

Takum o6pasom, paborbl mo GWAS Ha JibHe yka-
3bIBAIOT HA HEOOXOAMMOCTb HCIMOJIb30BAHHST HECKOJIb-
KHUX CTAaTUCTHUECKMX MOJesedl TpH HAeHTHPUKALMN
JIOKyCOB, 4YTO CHOCOOCTBYET TOHCKY T'€HETHYEeCKHX
MapKepoB, /ISl JaJbHEHIlIero HCroJb30BaHUs B ce-
JIEKIIHOHHBIX TPOrpaMmax.

NYTN K TEHOMHOIA CENEKLIUK

[eHoMHas ceieKLUsl — 3TO METOJ, MO3BOJISIIOLLNH
npeojoJieTb orpannuennss MAS st KosMuecTBEHHbIX
npusHakoB. Leab GS coctout B onpeseseHun rexe-
THYECKOTr0 TOTEeHLHal M3y4aeMoro o6beKkTa BMeCTo
onpefesenust Konkpetnoro QTL [61].

Y JsibHA ObLIO MPEIIPUHSTO HECKOJIbKO MOMbITOK
UCIOJIb30BaHUsI TeHOMHOH cesekuuu. Tak, B 2016 T.
FEM. You et al. [62] ¢ ucnosnbzoBannem GS nposesin
oT60op 006pa3lOB HUCXOAS M3 HUX CEJEKIHMOHHOH 3HAa-
YUMOCTH, TMPEICKA3aHHOH CTaTUCTHYECKOH MOJEJIbIO,
OCHOBAHHOH Ha B3aMMOCBSI3U MexXTy (QeHOTHIaMu
M TeHeTHYeCKUMH Mapkepamu. Jlis ceMeHHOH mpo-
JYKTUBHOCTH, COJIEPXKaHUs MacJia B CeMeHax, HOTHOTO
Yyucaa M COAEPrKaHUs JIMHONEBOH U JIMHOJIEHOBOH KH-
CJIOT B KaXKIOH U3 TPeX H3YUEHHBIX POJAUTENbCKUX T10-
NyJIAUMA Obl1a MPOBEACHA OLIEHKA TOUHOCTH MPOTHO3a
1 9((HEKTUBHOCTH T€HOMHOM CeJIEKIIMH OTHOCUTENBHO
(heHoTHNHUECKOrO 0TOOPA HA OCHOBE TPEX MPOrHOCTH-
yeckux mozeniedi: RR-BLUP (random regression best
linear unbiased prediction), BL (Bayesian LASSO)
u BRR (Bayesian ridge regression) [62]. Hecmotps
Ha TO YTO SMMUPHUUYECKHEe pe3y/ibTaThl M0Ka3aJju, UTo
FeHOMHAs CeJIeKLMsI MOXKET MOBBICHTb YPOKAHHOCTh
JibHA B Tpolecce ceseKlndl, HeoOXOIUMbl JasbHei-
1LIMe MCCJIe0BaHUS /s CO3/IaHuUsT ONTHUMAJIbHBIX 00Y-
YaOLIMX NONyJAsiUMi U HAOOPOB MapKepoB ISl MPH-
meHenust GS B JibHOBOsICTBE [62].
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Takum o6pasom, maccoBoe wucnosmb3zoBanne GS L. decumbens w L. grandiflorum; Bropas — Te-
elle 3aTpyAHEHO, MOCKOJIbKY CyMMapHble 3aTpaThl Tpamouabl L. narbonense; TpeTbs — TeTpario-

Ha aHaJW3 Ha MopsoK Bbille, yeM Ha MAS. Onnako
C pa3BUTHEM TEXHOJIOTMH M pacluMpeHUeM IeHOMHBbIX
pecypcoB oxkupaeTcst Gosiee LIMPOKOE MPHUMEHEHHE
FeHOMHOH CeJIeKLIUH.

NcnoJsib30BAHUE BbICOKONPOW3BOAUTENIbHOI O
CEKBEHWPOBAHWUA ANA PELWWEHWA BONPOCOB
®UNOTEHUN NPEACTABUTENEN POAA LINUM

Texnosornu BbICOKOTNPOM3BOAUTENBHOIO CEKBEHH-
pOBaHHUsI CTAJIM MEPCIEKTUBHBIM TMOAXOA0M JIsl aHa-
JIi3a HEMOJEJIbHBIX 0ObEKTOB ¢ oOHapyKeHueM (u-
JIOTeHeTHIECKUX B3auMocBsizeil [63]. Cpean oCHOBHBIX
MeToz10B Bhiessiior RAD-seq, GBS, pexe npumens-
I0T TMOJIHOTeHOMHOe cekBeHupoBanue [40, 64—66].
WMubiMu ciioBamu, uoreHeTnuecKas peKOHCTPYKILUS
onepupyet aanubiMu 0 SNP, KoTopble Tenepb TexHu-
YeCKH BO3MOXKHO MOJYYUTh M3 JIIOOBIX T€HOMOB JIIO-
ObIX BHIOB 332 KOPOTKOE BpeMsi MPH HU3KHUX 3aTparTax
[67, 68].

B wuccnenoBanunn Y.-B. Fu et al. [26] renom-
nasi JIHK u3 18 o6pasuos JibHa, NpUHAAIEKAIIHX
K 16 BUaam yeTbipex ceKuUMi, Obljla CeKBeHUpOBaHA
¢ ucnosb3oBaHueM nyardopmbl [llumina. B uccie-
JoBaHuu Oblau BbisiBjienbl 6143 SNP B xsoponnacr-
HOM, 2673 B MHUTOXOHApHa/IbHOH K 19562 B sinepHoil
JIHK. ®unorenerudeckue aepeBbsi, MOCTPOEHHbIE HA
OCHOBAHWM aHa/M3a SIEPHbIX, MJACTHAHBIX H MHTO-
XOHJpHAJIbHBIX MapKepoB, OTpaKaiolllde JHUBEepreH-
LMI0 YeTbIpexX CeKUuH poia Linumni, COBMAAAOT MO
TOMOJIOTHH. DTO JAEMOHCTPUPYET HaJIUuMe KOHTpY-
HTHBIX (DUIOTEHETHUECKUX CBS3€H YeThIpex CEeKIHUH
BHYTPHU poaa Linum. Takxe OblIM NpeacTaB/ieHbl TPU
TJIaBHbIE€ BETBH, BBISIBJISIOLIME JIBE OCHOBHbBIE 3BOJIIO-
IIMOHHBIE CTA/IMH, MPUBE/IIME B UTOTE K TOSIBJEHHIO
BO3J/Ie/IbIBaEMOro JibHa (L. usitatissimum). DTOT BUJL
v ero npenok (L. angustifolium) copmupoBauch
Kak 060co0J/ieHHasi BeTBb, FeHeTHYeCcKH OoJiee TeCHO
cBsizanHasi ¢ L. decumbens v L. grandiflorum [26].

BricokornpousBoauTe/ibHOE  CEKBEHHPOBAHHE  Ce-
MeHCTB reHOB MyJibTHKoNuUHHON pPHK nossosumio
BHECTH JIOTMOJIHEHUsT B (DUJIOreHHI0 ToJlyOOLBETKOBO-
ro JibHa, a TaKXkKe BbISIBUTb BHYTPH- U MEXKBHIOBYIO
JIUBEpreHuuio nocyaenoBaresbHoctedl reHos pPHK.
Ha ocnoe panubix cekBenupoBanusi N.L. Bol-
sheva et al. [12] pasnenunu npencraButesiell cek-
uun Linum wa 4 BeTBU: mepBasg — JUIJIOWJIbI

un L. usitatissimum W ero JUKOPACTYLUMH TPeloK
L. angustifolium; yetTBeprasi — MOJHUMJIOUIHBIH BUJ
L. marginale. Tlpennonarator, uro L. usitatissimum
v L. angustifolium Moriu BO3HUKHYTb B pe3yJbTaTe
rUOPUIM3ALMH JIBYX JMIJIOWIHBIX BUIOB (21 = 16),
BO3MOXKHBIX ~ MpPapojuTesell  COBPEMEHHbIX  BHJIOB
L. gandiflorum w L. decumbens, wiv ruO6pUaH3aLid
npeikoB L. narbonense ¢ 2n = 14 u JUNJIOUAHOTO
BUaa ¢ 2n = 16 [12].

M3ameHunBOCTL M0 MOPONOTHH, pasMepy U KOoJu-
YeCTBY XPOMOCOM B KapHOTHMAX onpejensercss Habo-
pOM TIOBTOPSIIOIIUXCS TIOCJEI0BATENbHOCTEH, CpaB-
HUTEJIbHOE MCCJIeIOBaHNE KOTOPHIX B T'eHOME JbHA
npoeesu N.L. Bolsheva et al. [69]. Ha ochoBe pe-
3yJILTATOB TOJHOTEHOMHOTO CEKBEHHPOBAHUS C HU3-
KUM TOKpPbITHEM Jyist 12 BUJIOB JibHA, TIPUHAJIEKATIUX
K ILIeCTH CeKIUsM, OblT MpoBeleH 6GHonH(OopMaTHIe-
CKMH aHa/iM3, KOTOPbIH yCTAHOBWJI, YTO I'€HOMbI OT-
JIMYAJIUCh  KOJIMYECTBOM TOBTOPSIIOIIMXCS  (DpaKLIHid,
OJIHAKO HX HAOOpPbI ObIM CXOXKH y BCeX BUAOB [69].
Petpotpancrnosonbl cemeiictsa Ty3/Gypsy npejcras-
Js1711 coO0i OAJbLIYI0 YaCcTh MOBTOPSIIOLLIMXCS MOCIe-
JIoBaTeJIbHOCTEH y BCeX NMPoaHaJH3nPOBAHHBIX BHIOB.
O6pasoBanue GopMm roay6o1BETKOBOTO JibHA B 3BO-
JIIOLMH COMPOBOXK/IAJNOCH BOJHAMH YBeJHYEHHsT KO-
JIM4eCcTBa TaHIeMHbIX MoBTOpoB (carennutHoil JIHK)
M PETPOTPAHCIIO30HOB C JJIUHHBIMU KOHLEBBIMH T10-
Bropami (long terminal repeats, LTR). Hanmenbiee
YUCJIO JIMCIIEPTHPOBAHHBIX TIOBTOPOB M HaUGOJbIlIEEe
coziepxkanue cateanutubix JIHK B renomax JsibHa 13
CeKIMU Linum, BEPOSITHO, SIBJSIOTCS Pe3yJbTaTOM
aJJIOTETPANJIOUHOTO MPOUCXOKIEHHST PaCTeHHH M3
3TO# rpynnsl [69].

Takum o6pazom, MeTofaMM BBICOKOITPOU3BOJIH-
TEJILHOTO CEKBEHMPOBAHMSI BbISIBJIEHBI HOBbLIE Jl€Ta-
JIM 3BOJIIOLIMM TpeJcTaBuTesiell pona Linum, KoTto-
pble MOKHO HCII0JIb30BaTh B MCCJI€JIOBAHUH T'€HOMOB
1 (pUJIOreHeTUIECKUX B3AUMOOTHOLLIEHHH BHYTPH 3TOH
TpyMibl pacTeHUH.

TPAHCKPUNTOMHbIA AHANIN3

JocTtyn K OGHOBJIEHHOH M JOMOJHEHHOH TMocJe-
JI0BaTeJIbHOCTH TeHoMa JibHa [13] no3Bosut crenarthb
cesiekiio Gosiee schdexkTuBHON. Ho opHoro Jmuib
M3ydeHusl reHoma JbHa HeaoctaTouHo. Tpebytorcs
OOLLIMPHbIE JIaHHBbIE TPAHCKPUIITOMHUKH, MPOTEOMHKH
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1 MeTaGoJIOMUKH, TOCKOJbKY TOJbKO KOMOWHAIUS
BCEX OMHKCHBIX JaHHBIX MO3BOJUT TMOHSTh BaKHbIE
(pu3HOJIOrHUECKHE U MOJIEKY/ISIPHBIE MEXaHU3Mbl, YHH -
KaJibHble YISl JaHHOTO pacTeHusi. MeToj BbICOKONPO-
usBoauresibHoro cekBenupoBanuss PHK (RNA-seq)
9 (HEeKTUBHO UCMOMB3YIOT VISl aHAJM3a TPAHCKPUIITO-
MOB M OOHapy»KeHHUsi TeHOB, y4acTBYIOLMX B (OpMH-
pOBaHUM CeJIEKIIHOHHO-3HAYMMBbIX TPU3HAKOB, 0c000e
BHUMaHHe YIEJSI0T YCTOHYUBOCTH K hpakTOpam OHo-
THYeCcKoro 1 abuorudeckoro crpecca [70—72]. Unen-
Tudukalus aupdepeHuanbLHO IKCTPECCHPYIOIHXCS
retoB (JI9I') B Hacrosilliee BpeMsi MO3BOJISET Jyullie
MOHATb MEXaHU3Mbl, JieXKalllie B OCHOBe (hOpMHPOBA-
HUSl U3ydaeMbIX MMPU3HAKOB, OJHAKO TEXHOJOTHH CeK-
BEHHPOBAHHUS TPAHCKPUNITOMA ellle He B MOJHOH Mepe
UCIOJIb3YIOT ISl U3yueHUs JibHa [73].

OcHOBHOI Haeell TPaHCKPUITOMHOTO 3KCIEpH-
MeHTa Ha pPACTEHHSX SIBJSIETCS CpaBHEHHE IKCIpec-
CHH T€HOB B JIByX KOHTPACTHBIX YCJIOBUSIX, HATpUMep
B ONTHMAJIbHBIX W MPU HeOJaronpusaTHOM BO3JEHCT-
BUH cpefipl. Oco60 3(h(heKTUBHO CpaBHEHHE B Pa3HbIX
YCJ0BUAX HabOpa MeHOTHUIIOB — YCTOHYMBBLIX W Hey-
CTOMUYMBBIX K M3ydaeMoMy BHy cTpecca. MnenTtudpu-
Katusi cpean JIDT HOBbIX reHOB YCTOHYHBOCTH MO3BO-
JIUT pa3paboTaTb HOBble JAMArHOCTHUYECKHE MapKephbl
LJ1s1 yCKOpeHust oTbopa B rpolecce ceseKLmH.

Cpe aGMOTHUECKHX CTPECCOB HeOIaronpusITHbIH
COCTaB MOUBbI SIBJSETCS OJHAM M3 OCHOBHBIX (hak-
TOPOB, OrPAaHUUMBAIOLIMX TJIOIIAM BO3ZEIbIBAHUS
JbHa. HeynuBuTesIbHO, YTO OAHMM H3 TEPBBIX HC-
C/leIOBaHUM, TIPOBEIEHHBIX B 3TOM HarpaBJeHUH Ha
JIbHE, CUMTAeTCs U3yuyeHHe TPAHCKPUIITOMA PACTEHHS
B YCJIOBUSIX 3allle/JauuBaHusl U 3aCOJIEHUS MOUBbI Me-
tonoM RNA-seq, rie 6blM npoaHaqu3npoBaHbl nat-
TEPHbI SKCMPECCHH TSTH KAaTErOpui TeHOB, BKJIOUasi
TPAHCKPHUIIMOHHbIE (DAKTOPbI, CHIHAJbHbIE OeJIKH
TPAHCAYKIMH, (UTOTOPMOHBI, (PePMEHTbI aHTHOKCH-
JIAHTHOHU 3allMThl U MOJIEKYJISIPHbIE TPAHCIIOPTEPHI.
Cpemu JIDI' ObliiM BbISIBJAEHbI Te€Hbl, OTHOCSILIUECS
K KJIOUEBbIM PEryJ/sTOPHbIM CeMelcTBaM, BOBJE-
UeHHbIM B OTBET Ha aOMOTHYECKHH cTpecc, TaKUM
kak WRKY, MAPKKK (mitogen-activated protein
kinase kinase), ABA (abscisic acid), PrxR (NADH-
peroxiredoxin reductase) u rennl, Koaupylolye 6eJ-
KH, BXOJSILIIME B COCTAB MOHHBIX KaHAJoB [74].

B nouckax reHoB, CBSI3aHHBIX C OCMOTHYECKHM
ctpeccom y JbHa, J. Wu et al. [73] npoBenun cekse-
HUPOBaHHWE TPAHCKPUIITOMA MPOPOCTKOB, BbIpallleH-

HBIX TPH HOPMaJIbHBIX YCJIOBHSIX M TMPH CTPECCOBOM
BO3JIEHCTBUH, BbI3BAHHOM TosinaTHAeHTIHKoeM 6000.
ABTOpamu OblLIM aHHOTHPOBaHbI 2533 TeHa, U3 KOTO-
pbix 239 onpenenenbl kak JI9IT 3HauntesnbHoe uu-
CJI0 TeHOB ObIJIO OTHECEHO K ceMeHCTBaM, KOAMpPYIO-
LIMM TPaHCKPHITIIMOHHBIE hakTopbl, Takue Kak NAC
(nascent polypeptide-associated complex), LEA (late
embryogenesis—abundant), WRKY, ERF (ethylene
responsive factors) u bZIP (basic-leucine zipper) [73].
B 2019 r. J. Wu et al. [75] npuMeHnsIn BbICOKOTIPO-
u3BoauTebHOE cekBeHupoBanne PHK nna usyuenus
TPAaHCKPUNTOMA W OGHAPYKEHHUsI T€HOB COJIEYCTOHYH-
BOCTH JibHa. M3 2582 Koskcnpeccupyionmxes reHoB
2482 Obln aHHOTHpOBaHbI. [TokazaHo, 4TO OCHOBHBIE
MeXaHHU3Mbl COJIEYCTOMUYHBOCTH JIbHA ACCOILMMPOBAHbI
C TOPMOHAJILHOW CHCTEMOH, OeJIKaMH CBETOCOOMPAIO-
IIUX KOMTIJIEKCOB U OMOCHHTE30M aMHHOKHCJIOT [75].
[eHOM JibHA BBICOKOTIACTHYEH, TO3TOMY y HEKO-
TOpbIX 00pa3loB Npu aucHajaHce MUTATEJNbHBIX Be-
LLIECTB B MOYBE MPOUCXOJAT HAC/eyeMble B HECKOJIb-
KMX [OKOJIEHHSIX TeHeTHueckue H3MeHeHus. Takue
FeHOTHIbI HasbiBalOT reHotpodamu [76]. A.A. Dmit-
riev et al. [6] npu MomolIM TPAHCKPHUIITOMHOTO aHa-
Jm3a BbissBUAM JI9T sibHa npu BbIpallUBaHUH B yCJI0-
BUSIX HecOaNaHCHPOBAHHOCTH 3JI€eMEHTOB MUTAHMS 10
CPaBHEHHUIO C ONTUMaJIbHBIMHU ycaoBUsIMU. Ha ocHoBe
JIAHHBIX BBICOKOMPOU3BOJUTENLHOTO CEKBEHHPOBAHHUS
aBTOpPbI BbIOpasu 17 reHoB sl JajibHEHIIEro aHa-
J3a metonoM koJimdectBeHHol TP Ha paciupen-
HOH BbIOOpKEe 00pasuoB. B ycjoBHSIX M30OBITOUHOIO
MUTaHUS BBISBIECHO H3MEHEHHE SKCIPECCHH T'eHOB,
konupytoux 6eskn cemeiricta WRKY. B ycnoBusix
HesocTaTka (hocaToB H3MeHs/IACh IKCIIpeccHs re-
HOB, Komupylolnx 6esku cemeiictBa JAZ (jasmonate
ZIM-domain), HARBI1 (harbinger transposase-de-
rived nuclease) n INGI1 (inhibitor of growth 1) [6].
B 2016 r. A/A. Dmitriev et al. [77] nis usydenus
YCTOHYMBOCTH JIbHA K TOKCHYHBIM CBOHCTBAM aslto-
MHHHSI CEKBEHHPOBa/IM 16 TPaHCKPUNITOMOB YeTbIpex
00pa3LoB JibHAa (JBYX YCTOHYMBBLIX W JIBYX YyBCTBH-
TeJIbHBIX K JIeHCTBHIO astoMuHust). Ha ocHoBanuu mno-
JIYUEHHbBIX JIAHHBIX BbICOKOIPOHU3BOIMTE/LHOIO CeKBe-
HUpPOBaHUs1 oGHApYyzKeHbl reHbl ¢ auddepeHanbHol
3KCIpeccuei, O0JIbIIMHCTBO MPOLYKTOB KOTOPbIX UME-
JIU TPAHCTIOPTHYIO (DYHKLHIO. 3HAUMTENBHOE MOBbI-
ILIEHHE IKCIIPECCHU TEHOB TJIYyTaTHOH-S-TpaHcdepasbl
1 UDP-rnukosunTpancgepasbl M03BOJUIO aBTOpaM
BBIIBUHYTH TPEANONOKEHHE, YTO HMEHHO 3TH T'e€Hbl

* dKo02uHecKasa eceHemuKa TOM 18
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YUacTBYIOT B 3alIMTHBIX MEXaHW3Max y pPacTeHHH, CBS-
3aHHBIX C YCTOMUMBOCTBbIO K TOKCHUHOMY JIEHCTBHIO
aJIIOMUHUST TTOCPEJICTBOM YTHUJIM3ALMH AKTUBHBIX (hOpM
KUCJIOpoJa U MOJM(MUKALMK KJIETOUHOH CTeHKH [77]
(npusioxkenne 3). Iloaxke, A.V. Zyablitsin et al. [78]
YCTAHOBHJIM, UTO B KOPHSIX IPOPOCTKOB JIbHA KCIpec-
CHpYIOTCSI TPH TpaHCKpuUnT-Bapuanta rena CAXS3.
Jlannbie kosmdectBennoi [P xopouio cornacytotes
C JIAHHBIMM, TTOJIy4E€HHBIMH B pe3yJ/ibTaTe BbICOKOMPOU3-
BOJIUTEJILHOIO CEKBEHHPOBAHMSI TeX ke 00paslioB pa-
crenuit. Takum o6pasom CAX3-Ca®*/H*-antunoprep
MOKET y4acTBOBATb B PeaKlMH JibHA HA BbICOKYIO KH-
CJIOTHOCTb TIOYBbI U BBICOKYIO KOHLEHTPALHUIO AJIOMH-
HUs B rouBe rocpeactsom Ca’*-ornocpeloBaHHO! BHY-
TPUKJIETOUHOH peryasiuuu [78] (nmpunoxenue 3).
Taxeke A.A. Dmitriev et al. [79] ¢ nomotpio TpaH-
CKPUTITOMHOTO aHa/IN3a U3yUnJI PEaKiio COPTOB JibHA
Ha TOHWKEHHYIO KHCJIOTHOCTb M HEIOCTATOK IMHKA.
Y u3ydaeMbIX COPTOB JibHA, BbIpallleHHbIX Tpu pH 5,5,
BbIsIBJIEHBI GoJlee 3HAYUTE/IbHOE MHIHOMPOBAHHE POCTa
Y M3MEHEHHS! SKCIIPECCHH ['€HOB 110 CPABHEHHUIO C KOHTP-
OJIbHOH TPYIIIONA U TPYNIIOH, BbIPALLEHHOH B YCJIOBHSX
neduumnra upHka. BoisBaennble apropamu DI yuact-
BYIOT B Pa3/IMUYHbIX [TpoLeccax, BKJIOYAs HOHHbBIA TpaH-
cropt, GHOreHe3 KJETOYHOH CTeHKHM, aKTHMBHOCTb OK-
CHIOPElyKTa3 U (hOTOCHHTE3, U MOTYT UrpaTh BaxKHYIO
pOJIb B peakliuu JibHa HA W3ydeHHble cTpecchl [79].
HewmanoBaxkHbIM sIBJISIETCS U3YyUEHHE YCTOHUMBOCTH
pacTteHu# JibHa K OGuHoTHYeckuM crpeccam. B 2016 r.
L. Galindo-Gonzalez et al. [80] omHuMu u3 nepBbIX
MPUMEHUIN TPAHCKPUIITOMHBIH aHANU3 Il U3ydeHHs]
MEXaHH3MOB YCTOHUMBOCTH K Fusarium oxysporum.
YMepeHHO YCTOHUMBBIH K (hy3apHO3HOMY YBSIAHHIO
copt CDC Bethune ucnosbzoBaJn st moJiHOTO Hece-
noBanust TpaHckpunrtoma mMetonoM RNA-seq. Pesyiib-
TaThl BO MHOTOM TOJATBEPANJIM U3BECTHbIE MEXaHHU3MBbI
peakiMy JibHa Ha MaTOTeH W JIOMOJHUJIH CYIIEeCTBYIO-
11I1€e JIAaHHbIE, YTO MO3BOJIUJIO aBTOPaM MOCTPOUTH 00-
HOBJICHHYIO W HanboJiee MOJIHYI0 MOJIeslb yCTOHUMBOCTH
JabHa K F. oxysporum [80] (npusoxenune 3).
Peakuuio Ha 3apaxkeHue yCTOHYMBBIX K (hy3apHO3-
HOMY YBSIIaHHIO THOPUIOB JibHA u3ydanau A.A. Dmit-
riev et al. [81]. Jlna uneHTHDHUKALUM TEHOB-KaH/IHU-
JIaTOB YCTOMUYMBOCTH K (Dy3apHO3y Yy KYJbBTYpbl MOUCK
BEJIM 110 T€HaM C MOBBILICHHOW WJIH MOHUXKEHHOH K-
cripeccuell B yCTOMYHBBIX (M0 CPABHEHWIO C BOCIpH-
MMUYMBBIMH) COpPTaxX U MOMYJSIUSX MPU UHPHUIMPOBA-
Huu. Cpenn 19T ocoboe BHUMaHHE OBLIO yAeJ€HO

reHam, komupytonm 6eskn SRG (salt response pro-
tein), UDP-ranukosuntpancdepasy, AT®asebl, csizan-
Hble C PasHOOOPA3HbIMHM KJETOUHBIMH AKTUBHOCTSIMU
(AAA-ATPase), riokan-suo- 1,3-6eTa-rioKo3uuasy,
cdakropbl TpaHckpuniud MYB, neruppunbl v ayk-
CHH-uyBCTBUTeNbHBIN Oesiok SAUR. ABTopbl npen-
MOJIOKUIH, YTO MAEHTU(PULUHMPOBAHHBIE T'€Hbl CO CIe-
uMdUUeCcKn HHAYLUMPOBAHHON 3KCIIpeccHed B OTBET
Ha 3apaxkeHue F. oxysporum y yCTOHYHMBBLIX COPTOB
¥ TMOMYJSIME SIBJASIOTCS HauboJsiee MeperneKTUBHbIMU
reHaMHu-KaHauaaTaMu yeroiuupoctu [81 .

Eule omHo HampaBsieHue B 006J1aCTH TPaHCKPHII-
TOMHUKH PACTEHUH CBfI3aHO C H3yUEHHEM MOJIEKYJsip-
HO-TeHEeTHYECKUX MEeXaHM3MOB OHTOTeHe3a, il 4ero
MPOBOJAT CpaBHEHHE TPAHCKPHITIMK TE€HOB B Pa3HbIX
YacTAX pACTeHWH M Ha pasHbIX CTamusX AU(depeH-
IMPOBKH. TakuWe HCCAeIOBaHUS MOMOTAIOT TIOHATh
M3BECTHbIE U BBISABJATb HOBbIE MOJIEKYJISPHO-TEHE-
THUYECKHE MeXaHM3Mbl 3BOJIOLMOHHBIX U OHTOTEHE-
THMYECKUX H3MEHEHWH, a TakkKe HIeHTH(HULUPOBATh
MOTEHLMAJbHbIE TeHbl-MHLIEHH /Il HarpaBJeHHOro
MyTareHesa ¢ 1leJIblo U3MEHEHHsl THMa pocTa U pas-
BUTHsI, YCKOPEHHUS LIBETE€HHS, CO3PEBAHUsI U T. JI.

RNA-seq wucrosib3oBasii JJisi CpaBHeHHs TpaH-
CKPUNTOB B JIByX CerMeHTax BereTaTMBHOro note-
ra l4-nHeBHOro pacTeHusi JibHa, Y KOTOPOro OblIu
yrajienbl Bce JucThbs [82]. BoisiBjieHHble paznnuusi
B 3KCIPECCHU MEXKJy anukajbHOU 06JiacTbio rnobera
1 OoJibliiel YyacTbio cTebsis OyayT JOMOJNHATh Apyrue
MOJXO/bl (HAarpUMep, CKPUHUHT MYTaHTOB), Harpas-
JICHHbIE HA M3yuyeHHe TePBUUYHON AUPQepeHIIHPOBKH
BOJIOKOH (py103MbI [82].

B 2017 r. N. Mokshina et al. [83] uccnenoBanu
9KCIIPECCHIO TeHOB KOMILIEKCA 11eJJTI0J030CHHTA3bI
y abHa (LusCESA) Ha pasHbIX cTaausix pasBUTHS H
B Tpollecce IPaBUTPOMUUECKON peaklldh PacTeHHs C
nomotibto RNA-seq u kosmmuecrsennoit [1LP Ipa-
BUCTUMYJISILMS  PacTeHUI BPEMEHHO YBeJHuYMBaJsa
KOJIMYECTBO ~ TPAHCKPUITOB  LIEJJIHOJIO30CHHTA3HOIO
KoMmriekca. Takum o00pa3oM, BOJIOKHA BHYTpeHHeMH
(TpPeTHUYHOI) KJIETOUHOH CTEHKH HMeloT creluduye-
CKMH MexaHu3M OMOCHHTE3a LIeJIT0/03bl U 0COOEHHO-
CTH ero peryJsiuuu [83].

Mcnosib3yst nanHble TPaHCKPUIITOMHOIO aHaJju3a,
S.M. Shivaraj et al. [84] ugyunsn reHbl UHTErpaJb-
HbIX MEMOPaHHBIX 6eJIKOB, B GOJIbIIMHCTBE MPEACTaB-
JIEHHbIX akBaropuHamu. AHamus jgaHHbIXx RNA-seq
¥ MMKPOUMIIOB JIbHA MOKAa3aJ BbICOKYIO 3KCIIPECCHIO
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0eJIKOB MJIa3MaTHYeCKOH MeMOpaHbl BO MHOXKECTBEH-
HbIX TKaHSX, HU3KYIO KCTPECCHI0 HHTETPaIbHbIX HO-
IyJUH-26-110106HBIX G€JIKOB M Crielu(UIeCKylo /s
ceMslH 3Kcrpeccuto 17 uHTerpasbHbIx 6€JIKOB TOHO-
nsiacta. CToJib MaclITabHbII aHaIU3 THX OEJIKOB 10-
3BOJINJI JIyylle MOHATb UX (PU3HOJI0THYeCKHE (DYHKLIMH
U pOJib B PA3BUTHH JibHa [84].

PK. Dash et al. [85] ocyuiectBusn c60pky TpaH-
CKPUIITOMA YMEPEHHO YCTOHYMBOIO K 3aCyxe HHIWH-
ckoro copta JibHa T-397. [TosydeHHble 1aHHbIE TOMO-
TYT WAEHTU(HUIMPOBATh JIOKYCbl H CO3/1aTh MapKepbl
SSR a5 cesieKkiMn Ha 3acyX0yCTOHUMBOCTD [85].

JI1s1 MHTPY3UBHO PACTYLIMX BOJIOKOH, MOJYYEHHbBIX
MeTooM JiazepHoil Mukpoauccekiuu, T. Gorshkova
et al. [86] mpoBesn RNA-seq mnepBuuHOIl (J03MBI
abHa. Tak kak uamenenusi B ypousix MPHK otnesb-
HbIX T€HOB HAMPSIMyI0 He CBSI3aHbl C CHHTE30M OeJsika
1, 0COOEHHO, C aKTUBHOCTbIO (pepMeHTa, UCTOJb30Ba-
HO MpogUINPOBaHHE TPAHCKPUNITOMA B KayeCTBE BbI-
COKOMH(OPMATHBHOTO TOJXO/IA /IS BbISIBJIEHHS] MeTa-
60/IMYeCKUX MyTeHd W OeJIKOB, MrpalolluX KJIUYeBYyIO
poJIb TIPH HHTPY3UBHOM POCTE KJIETOK. BbIsiBJIEHO, UTO
YIUIMHEHHE KJIETOK COMpSIKEHO ¢ aKThUBauuel (oro-
CHHTe3a W MHTEHCHBHOH 3KCIpeccuell JIOKaJM30BaH-
HbIX B XJIOPOIJIACTAX LIANEPOHHHOB U THOPEIOKCHHOB.
Takxke ycTaHoBJ/IeHO, YTO BbICOKasi J0Jis1 crielduye-
CKM aKTMBHPOBAHHBIX TE€HOB KOIMPYET SKCIAHCHHbI,
(hepMeHTbl 1151 MOAM(UKALMK TEKTHHOB U HECKOJIbKO
6€eJIKOB, JIOKAJIM30BAHHBIX B KJIETOUHOH cTeHKe [86].

WMwmetopecs nanHple 00 HCCAEIOBAHHM TpaH-
CKpUMTOMA JibHA TMpEACTaBieHbl B 6a3ax JaHHbIX
NCBI Sequence Read Archive [88], NCBI Gene Ex-
pression Omnibus [73, 82, 85, 86, 88].

CriemyeT OTMETHTD, YTO B 06/1aCTH TPAHCKPHIITOMH -
KH JIbHA O0Jiblile pa0doT M0 M3YYEHHUIO €ro yCTOMYHBO-
CTH K aBHOTHYECKUM (paKTopam, ueM K GHOTHUECKHM.
BeposiTHo, 3T0 CBsI3aHO C CeJIEKIIMOHHBIMH MPOrpam-
MaMH M LeJIEBBIMH XapaKTepPUCTHKAMK pACTEeHUH st
KOHKpeTHOro pervoHa. Ho Bce 310 ocram/sieT Bo3-
MOKHOCTb WISl Jla/JIbHEHLINX TepPCIeKTUBHbIX HccJe-
nosanuil JIDT npu pasHbix BHIaxX cTpecca, a TakkKe
B Mpoliecce oHTOreHesa. B KoHeyHOM cueTe, COBOKYI-
HOCTb JIAHHBIX TPAHCKPUIITOMHOIO aHa/JM3a MO3BOJIMUT
NPeJIOCTaBUTb CMPABOYHYIO KapTy /sl 0OHAPYKEHHs
JIOTTOJIHUTEJLHBIX T€HOB YCTOHUUBOCTH, MOJE3HbIX /151
MCIO0JIb30BaHUs B porpamMmmax no MAS JibHa uiu jiist
€ro yJydyllleHHsl TPU MOMOILM F'eHEeTHYECKOro peaak-
THPOBAHHUSI.

NCnoJjib30BAHNE METO/J10B BbICOKONPOWU3BOAN-
TEJIbHOI0 CEKBEHNPOBAHNA B UCCNEAOBAHUNU
MukpoPHK

MukpoPHK (miRNA) — 3710 ksacc masibix HeKo-
aupytoux PHK, oGHapy»KeHHbIX Y pas/MuHbIX opra-
HU3MOB, BKJItouast pacteHusl. OHH COCTOSIT MPUMEPHO
13 20—24 HyKJIeOTHIOB M MOTYT KOHTPOJMPOBATH
MHOTOYHC/IeHHbIe OHOJIOTMUYECKHE MPOLECChl Mocpe-
CTBOM HEraTHUBHOH PeryJisiliui 9KCIpPeCcCHH reHOoB Iy-
TeM CreluUIecKoro CBA3bIBaHUS U HHIHOMPOBAHHUS
MPHK-wmuieneit [89]. Yposenb mukpoPHK namens-
eTcsl B YCJIOBUSIX CTpecca, BbI3BAHHOTO TakMMM (ak-
TOPaMH, KaK 3acyxa, IHIOKCHsI, XOJIO, 3aCOJIeHHbIE
MOYBbI, HAJIMUHE TSXKEJbIX METAJIIOB U BBICOKHH WJIH
HU3KHH YpOBeHb MUTaTe bHbIX BelecTB [90—95].

Jas usydennss mukpoPHK B pacrenusx uwacro
MCTOJ/Ib3YIOT BbICOKOTIPOU3BOUTENBHOE CEKBEHHPO-
Banue. N.V. Melnikova et al. [93] unenTudpuumpo-
Bajsu 96 KoHCepBaTUBHBIX ToMoJsioroB MUKpoPHK
3 21 cemerictBa, 12 U3 KOTOpbIX OblLIW BIEpBble
oOHapy:keHbl. Camoe pacnpocTpaHeHHOe CeMeHCTBO
miR165/166 y JibHa, KOTOpoe, MO MPEAnoN0KeHUIO
aBTOPOB, aKTUBHO YYacCTBYeT B peryJisiliud Kcrpec-
CHH TEHOB, WIrpaeT poJib B KOOPAMHAUMH MeTabo-
JIM3Ma pacTeHHsi BO BpeMsl cTpecca, a Takke B crie-
LlMaJM3allik  pacTUTeJbHbIX TKaHel. IKcrpeccus
7 mukpoPHK (miR168, miR169, miR395, miR398,
miR399, miR408 u lus-miR-N1) B ycnoBusx negu-
LIUTa THTATeJbHbIX BELIECTB HA OCHOBAHMU JAHHBIX
BbICOKOTIPOU3BOJIUTEIBHOIO  CEKBEHUPOBaHUs  Obliia
OLlCHEHAa Ha paclIMpeHHOM uuc/e 00paslloB C HC-
nosnb3oBanueM [P B peanbnom Bpemenu. B ycio-
BUsAX Jeduuuta docdara OTMEHEHO HM3MEHEHHe
skenpeccud lus-miR-N1 u miR399. BruisiBuan ot-
pUIIaTeJIbHYI0 Koppessiiuio sKenpeccud lus-miR-N1
M €ro MpoTHO3WPYeMOH MHUIIEeHH, reHa YOUKBHUTHH-
aktupupyloutero ¢epmenra El, a Ttakke miR399
M €ro NporHo3upyeMoi MUILIEHH — reHa YOUKBHUTHH-
KoHblorupytoiero gepmenta E2 [93, 96].

B oTBer Ha cTpecc, BbI3BaHHBI TOKCHYECKHUM
JIeHCTBHEM HOHOB aJsllOMHHHs y JibHa, A.A. Dmitriev
et al. [95] oTmeTHsIH H3MeHeHHe 3Kcnpeccd MiR319,
miR390 u miR393. Bo3amoxkHO, OHU UIPAIOT BayKHYIO
pOJIb B CTPECCOBBIX PeaKLHsIX pacTeHHs MOCPEICTBOM
peryJisiliik mpoteccoB ux pocta [95].

Y. Yuetal. 82016 1. [94 ] uccnenoBasnu npodpusb Mu-
kpoPHK /ibHa B yCJ0BHSX MOBBILIEHHOTO COJIEPKAHUS
CoJIell U 11eJIoueH B MOYBE C HUCMOJb30BAHUEM BBICO-
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KOTPOM3BOJUTENILHOTO CEKBEHHPOBAHHUSL. Bblin weH-
tupumposanbl 124 usBectHbix MukpoPHK, mnpu-
HalIeXKallmx K 23 KOHCEepBATHUBHBIM CeMeHCTBaM,
1 394 Hobix MuKpoPHK. [locne ouenkn npoduneit
IuddepeHIHaNbHON  KCIPecCHd  OblIM  0TOGpaHbI
17 ussectHbix lus-miRNA u 36 noBbix lus-miRNA,
KOTOpbI€ HUCIOJIb30BAJH /151 TPOrHO3WPOBAHUS T€HOB-
muteHel. [TapanienbHblil aHaIM3 KOHLUEBBIX MPoYTe-
nuit PHK v npodunupoBanne tpanckpunroma mnoka-
3a/d M3MeHeHus1 B 3Kcnpeccud 29 nap mukpoPHK
MpU M3ydaeMbIX CTPECCOBBIX YCJOBHUSX. BblIBHHYTO
npenooKeHle, yTo reH-muiienb miR398, komnupy-
oM cynepokeuauemyTady, 1 miR530, muiieHbio
KOTOPOH  SIBJSIIOTCS  TPAHCKPHUILMOHHbBIE  (haKTOPbI
cemerictea WRK| Moryt urpatb 3HauMTeJIbHYIO POJIb
B CTPECCOYCTOHYHBOCTH JIbHOB [94].

Januble no mukpoPHK sibHa nenonnpytores B 6ase
nannbix miRBase. Pecype copepxkut penosutopuii,
B KOTOPOM Tp€JCTaBJEHbl B TOM YHCJE H T0C/e10-

BaresbHocTH 124 mukpoPHK L. usitatissimum [97].
Jliist HUX NpUBesieHbl TIepBUUHASI U BTOPHUHAST CTPYK-
Typbl, JIOKaJIM3aUMsl B reHome JibHa cOopku v1.0.

Mcxons M3 onyGJMKOBaHHBIX JaHHbBIX, HauOOJIb-
LKA HHTEpecC MpeacTaBJ/sieT U3ydeHHe YCTOHYHBOCTH
K abuoTnyeckuM cakropam. OyeBHIHO, YTO HcCce-
nosanre MUKpoPHK W ux dyHxkumil y sbHa Bce elile
HaXOJIMTCSl HA HayaJslbHbIX 3Tanax, U psyl KJloueBbIX
BOMPOCOB ocTaeTcsl 6e3 oTBeTa. HakonsieHue sHaHUH
o Mexanuamax MUKpoPHK-perysisuuu y pacrenuii no-
3BOJIUT pa3paboTaTb uckyccTBeHHble MUKPOPHK nis
UCIOJIb30BaHUsT B KauecTBe 3((EKTHBHBIX HHCTPY-
MEHTOB JIJIsSl KOHTPOJISI SKCIIPECCHH TeHOB.

3AKJTHOYEHUE

HMcnonb3oBaHue CoBpeMEHHbBIX MOJXO0B, JOMOJHSI-
IOLMX METOJIbl TPAAMIIMOHHON CeJIEKIIMH, COCOOCTRYET
60/1ee 3PPEKTUBHOMY CO3/IaHHIO COPTOB JIbHA C YyJIyd-
LIEHHBIMH cBoHcTBaMU (puc. 2.). PazpaGoTka HOBBIX

‘ [eHoMHas cenekuus |

CopTa C 3aaHHbIMU
KONWYECTBEHHbLIMM NPU3HaKaMu

MpeHTnduumMpoBaHHbIe rannoTunsl,
accouMmpoBaHHbIe C
KOJNIM4eCTBEHHbIMU NpU3Hakamu

['eHomnleOBaHme

eHeTuYeckoe

KapTUpoBaHue,
QTL-aHanua //
ABYpOAUTENbCKNE

KapTUpytoLLmMe NonynsLum

YpoxaiHocTb
(cemsiH, BOnokHa)
TpPEHUPOBOYHbIE CopepxaHve
BbIGOPKU 1 cBOWCTBa Macna
CopepxaHue
1 CBOWCTBA BOSOKHA
deHoTMNMpPOBaHNE
YcTonumnBoCTb
K abnoTnyeckum
akTopam
GWAS // BbIGOpKUM
copros YcToitumnBoCcTb
K GuoTMYeckum
| hakTopam

CopTa C 3afjaHHbIMU NPpU3HaKamMun
C MOHO- U OJIUTOr€HHbIM KOHTpONieM

Mapkep-0pueHTMpPOBaHHas CeneKkLms ‘

Puc. 2. CxemaTtnueckoe npejcras/ieHue COBPEMEHHbIX CeJIeKLIMOHHbIX 10/IX010B, OCHOBAHHbBIX HA UCI10/1b30BAHHH KOMOMHHPOBAHUSI MTO]1-
XOJI0B JYIsl MapKep-OpHEeHTHPOBAHHON U reHoMHOi cestekunn. SNP — single nucleotide polymorphism (oaHoHyK/1€OTHAHBLH 10JUMOP-
¢usm), DArT — diversity arrays technology (JIHK-unm texxosiorust juist usyuenust pasnoo6pasust), GBS — Genotyping by Sequencing
(renoTunupoBanue nytem cekBennponanusi), AFLP — amplified fragment length polymorphism (nosnmopduam aiuHb ammiudumpo-
BaHHBIX parmenToB), SSR — simple sequence repeat (opHonykmeotnanblit nosmmopduam ), RAPD — random amplification of polymor-
phic DNA (cayuatino ammmduuuposantas noaumopguast JJHK), RFLP — restriction fragment length polymorphism (nosumopcuam
JUTMHBL PeCcTPUKLHOHHBIX (parmentoB), QTL — quantitative trait loci (siokyc kosuecTBeHHbIX MpusHakos), GWAS — genome-wide
association studies (moJsiHOreHOMHBII aHAJIU3 acCOLUALHI )
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FeHETHYECKHX MapKepoB ]ISl CEJIEKLIIMH M BbISIBJICHHUS
HOBBIX M€HOB-MHIIEHEH JUIsl TeHETHYECKOTO PEeIaKTHPO-
BaHHs1, HECOMHEHHO, Oy/IeT CONCHCTBOBATD PACILIMPEHHIO
paboT, OCHOBAHHBIX HAa MPHMEHEHHUH METO/OB BBICOKO-
NPOU3BOJUTE/IHOTO CEKBEHHPOBAHHS B KOJIMUECTBEHHOH
reHeTHKe, TPAHCKPUIITOMHUKE JibHA. [Tostydaemble B 3TOM
HanpasJieHHH pe3yJIbTaThl TaKxKe MPEACTaBISIOT pyHaa-
MEHTaJIbHBIA HHTepec, BedylIMid K OHUMaHHI0 0COOeH-
HoCTell uorenud poaa Linum, 3BOJIOUMH T€HOMOB
npeJcTaBuTe/Iedl 3TOro poja, MeXaHM3MOB, JiexKalluX

B OCHOBE OHTOT€HETHUECKOTO Pa3BUTHSI pacTeHHs U e-
HOTHITMYECKOH HW3MEHUHBOCTH, a TaKxKe pasHooOpasus
peaklil Ha pas/iMyHble CTUMYJIbl OKpY2Katollel cpefpl.

BaaropapHoctu
JlanHbiit 0630p OblJ MPOBEJIEH B paMKax rocyaap-

crBeHHoro 3aganus no reme Ne 0481-2019-0001.

Konghaukm unmepecos. ABTOpbI 3asiBJSIOT 00
OTCYTCTBHUHM KOH(JIUKTA HHTEPECOB.

[Ipunroocenue |

HcnonbaoBanne JIHK-MapkepoB sibHa B MCC/IEOBaHHSIX B pa3HbIX cTpaHax. CocTaB/ieHo Ha OCHOBe MONCKa My6JmKaluii B 6ase
JIaHHBIX Scopus (www.scopus.com, aata oopaitienust 01.02.2019) no nepeceuenio kioueBbix cjioB « Marker» n «Linum>»
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[Ipunrooacenue 2
AJIeKTPOHHbIE pecypchbl, coaepKallye JaHHble MOJTHOreHOMHOI0 CeKBEHHPOBAHHUS JibHA
PeaysibraThl  CeKBEHHPOBaHHWsS M COOPKH TreHoma, KojudecTBO KoHTHroB — 110390. AHHOTHpPOBaHHbIH re-

a TakkKe TM0CJeIHHE JAaHHble O COOPKe [MCEBIOMOJEKY
L. usitatissimum, DOCTynHbl B 6a3e HYKJIEOTHAHBIX MO-
cnenosareabiocten NCBI GenBank non nnentuduxaro-
pom GenomeProject #68161 [18]. Homepa mocryna ot
CP027619 no CP027633 st Kaxaoi 13 15 XpoMocom.
CeKBEeHHPOBAHHbIE TMOC/ENIOBATENbHOCTH, MOJydeHHble HA
octHoBe ocMuaHbix 1 BAC-6ubanorex, OblINM TpeacTaB-
Jenbl B GenBank nox Homepamn HQ902252, JN133299-
JN133301 n JX174444-JX174449.

[TocienoBaTe/bHOCTh AHHOTHPOBAHHOTO M'€HOMA M HH-
hopMalysi 0 KOAMPYIOIIMX FeHaX TakxKe JOCTYMHbI B 0ase
nanubix Phytozome [13, 15, 19]. Xapakrepuctuku c6op-
Kd:  o0las JJiMHa CcoOpaHHbIX —TOC/e10BaTeJbHOCTE
~318,3 MuiH . H., KosmuectBO cKaddosio — 88420,

HoM cosiepKuT 43471 rena n 43484 tpanckpunta. Kpome
Toro, B 6a3ze npezcrabienbl EST us NCBI GenBank, kap-
THPOBaHHbIE Ha reHoM rpu nomoliiu PASA (the program to
assembly spliced alignments) [15].

HexoTopble naHHble O reHOMax BHIOB JbHA MOXHO
Haiith B EBporefickoMm apxuBe HYKJIEOTHAHBIX MOCJENO-
BaresibHocTell (ENA) [20]. Hanpumep, 3nech mnpeacras-
JieHbl HeoOpaboTaHHble MapHbie MPOUYTEHHs], MOJydeHHbIE
B pe3yJ/ibTaTe CeKBEHHPOBaHUs MeTooM shotgun Takux mu-
KUX BHJIOB JibHA, Kak L. leonii (SRR1592650), L. lewissii
(SRR1592654), L. perenne (SRR1592548), L. narbonense
(SRR1592545), L. grandiflorum (SRR1592647), L. decum-
bens (SRR1592610) u L. angustifolium (SRR1592607).
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reHbl-KaHIll'lZlaTbl, acCcouMrMpoBaHHbI€ C X03SMCTBEHHO LIEHHBIMH NMPU3HAKaMH JibHaA

[Ipunoaxcerue 3

OLASE)

ruapodJiasa

LUBETOYHLIX [T0OYEK KU UBETOHOXKEK

U CBsI3aH C YIUIMHEHHUEM 3THUX yacTtei
pacTeHust; yMeHbLIEHHUE SKCIpec-
CUH TPUBOJIUT K KOpOTKOIZ JIJIMHE
ME2KJI0Y3J11sd

Hcenonb- | Jlutepa-
[Tpusnak reH_KaHmfﬂaT’ accotnupopan- Koanpyemblit npoykt Murepriperaiins accoluaiiiu 30BaHHbBI | TypHas
HBIH C PU3HAKOM
MeTOJL CChlIKa
Conepxanne | PIPSK (Lus10022606) ®ocharupmmnosutosn- | PIPSK yuactByet B MmeTaGosname GWAS [56]
naabmutuho- | (PHOSPHATIDYLINOSITOL- | 4-docdar-5-kuHasza uHoautosipocara, B peaysasrare
Boit Kucsiothl | 4-PHOSPHATE 5-KINASE) THIPOJIH3a KOTOPOTro 06pasyloTest
NpeJilleCTBEHHUKH MalbMUTHHOBOMH
KHCJIOTBI
Beicora ABC (Lus10016125) ATP-cBsisbiBatolife O6ecneunBatotr TpaHcnopt aunuaos, | GWAS [56]
pacreHust (ATP-BINDING CASSETTE) | kacceTHble TpaHCIOp- | caxapoB, aMMHOKHCJIOT U JIp., TAKHM
Tepbl 00pa3oM UrpaloT BazkKHyIO POJIb
B Pa3BUTHH U POCTE PacTeHUH.
UGT (UDP- UDP- Na6bitounas skenpeccust UGT84B1 GWAS [57]
GLYCOSYLTRANSFERASE) ravkosuatpancdepasa | u UGT74E2 y apaboncuca NpUBOAUT
K 06pa30BaHHIO KOPOTKOTO CTeb1s1 C
GOJILLINM KOJIMUECTBOM BeTBell. Biin-
SleT Ha Pa3BUTHE PACTEHHS], yUaCTBYs
B MeTa00JIM3Me ayKCHHA.
PL (PECTATE LYASE) [lexratnuaza Y puca u apabunoncuca res PL GWAS [57]
TECHO CBsI3aH C POCTOM U Pa3BH-
THEM PACTEHHMIT 3@ CUET PEryJisiliiu
CKOPOCTH JIeJIEHHs] KJIETOK H Y4aCTHsI
MOJM(UKALH KJIETOUHOMN CTEHKH
Conepxanune |Lusl0016354 Kcanrtokcunmerunpo- | YuacTtByet B cuHTe3e aGCIIM30BOH GWAS [56]
BOJIOKHA reHasa kuca0thl (ABK). Panee coobiianock
o Bausinuu ABK Ha cHiKeHHe CHH-
Te3a FeMULLEJITION03bI U LEJUTIONO03bI.
Conepxanune |Lusl0021171 [IpoTenndocdarasa Y JIbHa C TIOHMXKEHHOH KCTpeccHeit GWAS, [56]
CTeapuHOBO# reHa HaGJIIO1aeTCsl MOBbILIEHHOE RNA-seq
KHCJIOThI cojiep:KaH1e CTeapHHOBO KHCJIOTDI
Macca PHO1 (PHOSPHATE docdarnepmeasa YuactByet B nepesiade pochopa GWAS [56]
1000 cemsin | PERMEASE) OT KOpHeH K HajI3eMHbIM YacTsIM
pacrenuil. YBesnudenue norpebJse-
Moro (ocdopa yBeJHuHBaeT pasmep
ceMsiH
Bersucrocts | GRAS (GIBBERELLIC ACID | TpaHCKpHITIIHOHHbIE Hrpatot K/toueByto poJib B pas- GWAS [57]
cTebJ1s INSENSITIVE + REPRESSOR | dakropsl cemeficTa BUTHH U rlepejiade curianos. LS
pacTeHust OF GA1-3 + SCARECROW) | GRAS (GIBBEREL- u MOC1 — usieHbl cemericTBa 6ei-
LIC ACID INSENSI- | koB GRAS. OtcyTerBre sKcnpeccuu
TIVE + REPRESSOR | rena LS uHru6upyer o6pasobanue
OF GAL- NasylHO# MepHCTEMbl H YMeHbL1Ia-
3 + SCARECROW) €T KOJIMYECTBO MasylIHbIX 0YeK.
Otcyrersre skenpeccun rena MOCH
MPUBOJIUT K MOYTH MOJIHOMY OTCYT-
CTBHIO KyllleHus1 y puca (O. sativa),
TaK KaK MPOJIYKT reHa yuacTByeT
PEryJIsiliiy KJIETOYHOTO 1IHKJIA.
XTH (XYLOGLUCAN ENDOTR | KensorsiioKan H10- Y A. thaliana ren XTH9 skenpec- GWAS [57]
ANSGLUCOSYLASE / HYDR | tpancrmokosunasa,/ cupyeTcsl B aluKasbHOH MepUcTeMe
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IIpodoadicenue npuroscerus 3
Henosb- | Jlutepa-
[Tpusnak [eH-KanzaT, accouHuposa- KonnpyeMmblii npoykT Wurepnperauus accouuaiyu 30BaHHBLII | TypHas
p HbLI C IPU3HAKOM
METOJ cehlIKa
Conepxkanne | GATLS (Lus10009311) Besok, nono6Hblit YuyacTByeT B CHHTE3e OCTOBA PaMHO- GWAS [55]
causu B ce- | (GALACTUROSYL rajakro3uiaTpaHcge- |rajakrypoHasa l.
MeHH TRANSFERASE-LIKE 5) pase
MUM4 (Lus10009288) UDP-L-pamHo3- Heo6xoanm st mpousBojcTBa pam- GWAS [55]
(MUCILAGE-MODIFIED 4) | cunrasa HO3bl — KJII0UeBOro cy6eTpara st
GUOCHHTE3A CJIU3H.
PME36 (Lus10009287) Mertunscrepasa YuyacTByeT B CHHTe3€e MeKTHHA U MO- GWAS [55]
(PECTIN METHYLESTERASE 36) | nektnna 36 JIHUKALIUSIX KI€TOUHON CTEHKH.
SBT1.7 (Lus10009313, Cy6Tussunnonobuasi | 3amyckaer akTHBalMIO PepMEHTOB, GWAS [55]
Lus10007083) CepHHOBAasI IpoTeas3a MOJU(UILMPYIOIIUX KIETOUHYIO CTEH-
(SUBTILISIN-LIKE SERINE KY JIJ1s1 BbIIEJICHUST CJIU3H.
PROTEASE)
TT8 (Lus10007101) CemeticTBo Tpanckpur- | Hapsiny ¢ TpanckpuniuoHHbiM (hak- GWAS [55]
(TRANSPARENT TESTA 8) tponnblx hakropoB TT | ropom GLABRA2 (GL2) peryaupyer
sKkenpeceuio rena MUM4
Conepxkanne |AGL62 (Lus10035456) CewmefictBo TpaHckpui- | Myrautsl 1o AGL62 MoryT HHHIM- GWAS [55]
ceMeHHOH (AGAMOUS-LIKE MADS- LMOHHBIX (PAKTOPOB MpOBaTh 06pa3oBaHue 3apojibilia
KOXYpbl BOX PROTEIN) AGL ¥ 9HJI0CTIepMa, HO HEe B COCTOSTHUU
chopMHPOBATHL CEMEHHYIO 000JIOUKY.
GHI17 (Lus10018306) [mikoswiruposiasza 17 | dkenpeccupyeTcest COBMECTHO GWAS [55]
(GLYCOSYL HYDROILASE ¢ TT12, AHA10 u BAN, koTopble
FAMILY 17) MOTYT MOIM(HUIIHPOBATh [JIMKO3UJIH -
poBaHHble (h1aBaH-3-0J MOHOMEDHI,
YTO MPUBOJUT K HAKOTJIEHUIO MPOaH-
TOLIMAHUIMHOB B 000JI0UKE CEMSTH.
UGT79B1 (Lus10026926) UDP-rJi0K03a: KioueBoii pepment, KaTaausupy- GWAS [55]
(UDP-GLUCOSE tdhaBorons 3-O-ruo- | €T KOHeuHylo cTajuio GHOCHHTe3a
FLAVONOL 3-0-GLU- Ko3uJTpaHcdepasa aHTOLIMAHUHOB
COSYLTRANSFERASE)
Yeroii- CAX3 (CA?* /H*-EXCHANGER) | Ca?*/H*-antumioprep | YuacTByet B peryJisiiyu pocra RNA-seq [78]
YMBOCTD pacTeHHi U yCBOEHHSsI MUTATE/bHbBIX
K BBICOKOH BELIECTB, a TAKXKE B PEryJIsiliH
KHCJIOTHOCTH tpancnopra docparos. CAX3 Haxo-
TOYBbI nurcest B Tonoruiacte. CAX3 MyTaHThbl

A. thaliana 4yBCTBUTEJIBHBI K CTpPEC-
Cy, BbI3BAHHOMY TMOBbILIEHHOH
COJIEHOCTBIO U KMCJIOTHOCTBIO. CAX
1 CAX3 yuacteyior B peryJisitinn pH
B arornJiacre
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[Ipodoacernue npuroxcenus 3

[1pusnax

[en-kanauaat, accounpoBaH-
HbIH C IPU3HAKOM

Komnpyemblit npojykr

I/IHTepHpeTaLU/IH accouyauuu

Hcnoab-
30BaHHBIN
METOJL

Jlutepa-

TypHasi
CChIJIKA

Yeroi-
YUBOCTb

K TOKCHYHOMY
JIeHCTBUIO
aJIIOMUHUS

GST (GLUTATHIONE
S-TRANSFERASE)

CAX3 (CA**/H*-EXC)

UGT
(UDP-GLYCOSYLTRANSFE-
RASE)

[nyratnon-S-tpancde-
pasa

Ca**/H*-antunoprep

UDP-rankosu-
TpaHcdepasa

YuacTByeT B peakliiu Ha CTpecc,
BKJIIOYAST OKUCJIUTE/IBHBIH, H MOXKET
JIeHCTBOBATb KakK IVIyTaTHOH-3aBH-
cumasi iepokcuziasa. Bosneiictsue
AJIIOMUHHS1 Ha PACTEHHUSI B YCJIOBHSIX
NoHMWKeHHOro pH npuBoauT K 006pa-
30BaHHIO aKTHBHBIX (hOPM KHCJI0pOJIa
U [IePEKHCHOMY OKHCJ/ICHHIO JIMITHIOB.
B oTBer Ha noBblilIeHHOE CofepaKaHe
AJITOMHUHHS1 YBEJIMUMBAETCS SKCITpec-
cust reHa GST Kak y yCTORUYHBBIX, TaK
'y UyBCTBUTEJIbHBIX K TOKCHUHOMY
JIEAICTBUIO TOTO BELLIECTBA Y KYKYpy-
3bl, apabuioncuca u ap. Habmonanoch
noBbllIeHHe sKcrpeccun rena GST

y JibHa 11pu Al-cTpecce, 0co6eHHO Y
YCTOHYHBBIX COPTOB.

BrisiBieHa MOBLIIECHHAST PETYJISIIHsT
rena CAX3 y JibHa, TOJIEPAHTHOTO K
amomunuio. AkruBaiusi rena CAX3
CrIocoOCTBYET KOMMapTMEHTA/H -
3ain Ca? * B BaKyoJIi. DTO MOKET
ObITb MEXaHU3MOM, 06eCreurBalo-
LIMM YCTOMYMBOCTD JIbHA K CTPeC-
Cy, BbI3BAHHOMY MOBbILIEHHBIMH
KOHIIEHTDPALHSIMH aJTIOMHHHST.

YyacTBytoT B GUOCUHTE3¢ BTOPHY-
HbIX METAab0JIUTOB, TOPMOHAJBHOM
romeocrase, IeTOKCHKaIMH KCEHO-
OUOTHKOB U B PeakLli pacTeHHil Ha
crpece. Miamenenust B skcrnpeccuu
UGT npu Bo3nelcTBIY MOBBIIEHHBIX
KOHIIEHTPALMH aMloMUHHs HabJ/oaa -
JINCh Ha pHce, KyKypyae, JIbHe U JIpy-
[UX KyJIbTypax. Y4acTByIOT B OHO-
CHHTE3€ JINTHAHOB H JICTOKCHKALUH
KJI€TOK OT BTOPHUHBIX MeTaGOJUTOB
peaKTHUBHBIX (POPM KHCJIOPOZiA, UTO
MOZKET ObITb MEXaHH3MOM YCTONYH -
BOCTH JibHa K Al-cTpeccy

RNA-seq

RNA-seq

RNA-seq

[77]

[78]

[77]

Yeroii-
YHUBOCTH

K Fusarium
oxysporum

WRKY3, WRKY70, WRKY7 5

MYBI13, MYB108

TpaHckpunumoHHble
(haxkTopLI ceMeicTBa
WRKY

TpaHckpunumoHHble
(haxkToOpLI ceMeiCTBa
MYB

CBepx3KCIpeccHst 3THX FeHOB

y A. thaliana nadmonaetcs npu
6uoTnyeckom crpecce. TpaHckpuri-
st oprosioroB WRKY75, yeunisa-
eTcs1y Brassica napus nocJe 3a-
paxenust Sclerotinia sclerotiorum
u Alternaria brassicae.

Panee nokasato, uto y A. thaliana
MYB1 13 uugyuupyeTcst mpu HHOKY-
JSILMK F.oXYSporum u umMeet peluia-
lolllee 3HaUeHHe 1151 IPOU3BOACTBA
AHTOLMAHOB, KOTOPblE BKJIOUAIOT
criehuuecKre CTaaun MeTabon3-
Ma (heHUNPONaHOUI0B

RNA-seq

RNA-seq

(80]

(80]
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OKoHuaHue npuioNcerus 3

[en -KanauaaTt, acCCoununupoBaH-

[Ipusnak .
HBIfl ¢ IPU3HAKOM

Konupyemblii mpoyKT

Hcnosb- | Jlutepa-
Murepnperauus accounatiu 30BaHHbIA | TypHas
MeToJL, CChlIKa

Yeroii- ERF1, ERF14 (ETHYLENE CeMelCTBO TPAaHCKPHUTII-
UMBOCTb RESPONSE FACTOR) LIMOHHBIX (haKTOPOB,

K Fusarium OTBEUAIOLIUX HA STHJIEH
oxysporum

CYP79B2, CYP79B3 Luroxpom P450
(CYTOCHROME P450)

PRX52 (PEROXIDASE 52) [Tepokcuasa

CHS (CHALCONE XaskoHCcHHTa3a
SYNTHASE)

DFR (DIHYDROFLAVONOL | QuruapodaaBaHost
REDUCTASE) peykrasa

RIPK (RPMI-INDUCED [IpoTennknnasa vH-
PROTEIN KINASE) nyunpyemast RPM-1

Ha6monaercs nopbillieHHast 9K- RNA-seq [80]
cripeccust reHoOB U3 cemelictBa ERF
y 3apaxKeHHbIX pactenuii. [1pu nto-
KyJISILIMK pacTeHuit Fusarium
HabJto1anach aKTHBALLUS TeHOB
ERF. Ten ERF1, BeposiTHO, sIBJIsIETCS
OJIHUM U3 HauboJiee BaXKHbIX TEHOB,
YYaCTBYIOLLHX B 3aLLUTE PACTEHUH
OT rpUOKOBBIX TATOTEHOB, U CBsI3aH
C YCTOHYMBOCTBIO apabujioncuca

K F. oxysporum sp. conglutinans

u . oxysporum sp. lycopersici.

CYP450 criocoGeTByeT npespa- RNA-seq [80]
IeHUIO TPUTITO(aHa B HHIOJ-3-
alleTa/IbIOKCHM (TIpe/IleCTBEeHHUK
MHJI0J1-3-YKCYCHOM KUCIOTbl —
ayKcHHa). AKTHBaLMs TyJia ayKCHHa
UMeeT peliatoliee 3HaueHue J1Jist
npopacTaHust i pocTa pacTeHuH,
YTO B CBOIO OUePe/lb TAK Ke MOXKET
CKa3aThb Ha 3alllUTe OT aTOreHOB.

YuactByer B o6pazoBanuu juriuHa. | RNA-seq [80]
Ha6uonanu ycusenue skenpec-
cuu rena 6osiee ueM B 40 pas npu
MHQULMPOBaHUK apabuoncuca
Verticillium longisporum.

KaoueBoii hepmenT 610CHHTE3A RNA-seq [80]
(h/1aBOHOMJIOB, KOTOpbIE 006J1a/1a-

10T BICOKOI aHTHOKCHJIAHTHOH
CIMOCOOHOCTBIO. DTO HCIOJIb3YETCs
JYIs CO3/IaHusl POPM C MOBBILLICH-
HOH YCTOHUUBOCTH K F. oxysporum
u F. culmorum nocpeicTBoM KoH-
CTPYMPOBAHHS1 TPAHCTEHHOTO JIbHA

C MYJIBTHKOHCTPYKLIMEH, BKJIIOUAI0-
uieit xankoncunrasy (CHS), xankon-
uzomepasy (CHI) u iuruapodiaso-
Houst penykrasy (DFR) netyHuu.

Onun U3 Ko4eBbIX hepmeHToB cuH- | RNA-seq [80]
Te3a aHTounanos. McrnoJbayercs,
Kak u CHS.

[eH siBJIsieTCst OPTOJIOrOM reHa RNA-seq [80]
A. thaliana ATG05940, koropbiii
KOJIMPYeT MPOTeMHKHHA3Y, aKTHBH -
pytolLyto 3(hheKTOpHbI HMMYHHTET
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