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Chnucok ucnoJib30BaHHbIX COKpaIIIeHI/Iﬁ

Alm — Albino Lemma

Blp — Black Lemma and Pericarp

FDR — false discovery rate

SNP — single nucleotide polymorphism, ogHoHykI€OTH IHBIE TOJIUMOPGHUIMBI

PHK — PuGonykiienHoBasi Kuciaora

JHK — Jle3okcupuOoHYKIIEHHOBASI KUCTIOTA

RPO — RNA polymerase, PHK-nonmumepasa

NEP — Nuclear-Encoded Polymerase, [Tonumepasa, kogupyemMast siIepHBIM T€HOMOM

PEP — Plastid-Encoded Polymerase, [Tonimepasa, koaupyemast IIaCTHAHBIM TEHOMOM

TIC — Translocon Inner membrane Complex, TpaHCITOKOHHBII KOMIUIEKC BHYTPECHHEH MEMOpaHBI
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BBenenue

COGP@M@HHOG cocmosinue l’lp06fleMbl

PacturenbHble TUTMEHTHI — COOMpATelbHOE Ha3BaHUE JUIsi OOJBIIOTO KOJIMYECTBA
XHUMHYECKU Pa3HOPOTHBIX COCJAWHCHUH, MPUAAIONINX OKPACKY Pa3jIMYHBIM OpraHaM pPacTCHHIA.
HaunGonee BaXHBIMH PACTUTEIBHBIMU TUTMEHTAMHU SIBIISIOTCS XJIOPO(MUIUIBI — TIPOW3BOIHBIE
nopbupuHa, y4acTByIOIIMe B Tpoiecce (orocuHTe3a. B KiIeTkax COCYIHUCTBIX pacTEeHU
BCTpeUaroTcs JiBa TUMHa Xjopodumia, a U b, KoTopble Hambosee APPEKTUBHO MOTIIOLIAIOT
ANIEKTpOMarHuTHoe usnydeHue ¢ amuHamu BoiH 400-500 M u 650-700 HM, COOTBETCTBEHHO.
CHexTp OTpaXEHHOTO HW3JIYYCHHS XJIOPOPHIUIOB HMEET MaKCHMyM B OOJaCTH JUITMH BOJIH
BUIMMOIO CBETA, COOTBETCTBYIOIIMX €r0 3€JICHOW YacTH. DTO M MPUIAET OpraHaM pacTeHUUH
3€JIEHYI0 OKPACKY.

buocunTe3 u HakomieHue xiopoduiia 'y pacTeHHM MNPOXOJUT B XJIOPOIJIACTaX.
XJ10pOMIacThl — MOTYaBTOHOMHBIE OPTraHOM/IbI, UMEIONINEe COOCTBEHHBIN T'€HOM, BKIIIOYAIOIINIA B
ce0st okosio 100-120 reHoB. DTH reHbl KOJIUPYIOT OCNIKH, YYaCTBYIOIIME B CHHTE3€ XJI0poduia,
(hoTOoCHHTE3E M TIPOLIecCcax TPAHCKPUIIIIMHU U TpaHcsauu, a Takke reHsl TPHK u pPHK. Onnako,
CYILIECTBEHHAsl 4YaCTh I'€HOB, BOBJICUECHHBIX B OMOCHHTE3 XJI0pO GuUlIa, JOKAIN30BaHa B SIIEPHOM
reHOMe pacTeHuit. YUCIIo TaKuX TEHOB COCTABIISCT IO Pa3HbIM oreHKaM oT 2500 1o 3500 [Joyard
u ap., 2009; Yagi, Shiina, 2014]. Takum o6pa3om, cuaTe3 X10poduiuia 1 GOTOCUHTE3 CTAHOBSITCS
BO3MOXHBI TOJIbKO B Pe3yjibTaTe TECHOTO B3aUMOICHCTBHS IUIACTUIHOIO U SIIEPHOTO T'€HOMOB
pacTeHu.

Jlpyroii TUI MUTMEHTOB PACTEHUH, MPUAAIOIINX OKPACKY 3€PHY U YEILTysSIM KOJoca 371aKOB
— MEJIaHUHBL. DTH COEAMHEHMS OKPAIIMBAIOT TKAHU M OpPTraHbl pacTeHUil B 4€pHBINA 1BeT. Ponb
MEJaHMHOB B PACTEHUSX JI0 KOHIIA HE BBICHEHA, OJIHAKO MOKA3aHO UX y4acTue B (HOPMUPOBAHUU
YCTOWYHMBOCTH PACTCHHUS K MMAaTOr€HaM M B 3alllUTe YacTeil pactenus ot Bpeauteneit [Glagoleva,
Shoeva, Khlestkina, 2020], uto, B ciyyae HakOIUIEHHsI B 000J0YKaX 3€PHOBKH SUMEHsI, MOXKET

OBITh CEIBCKOXO35HCTBEHHO BaXKHBIM IMPU3HAKOM.

Axkmyanvrocms uccneoo8anus

Jns xynerypHoro sumenss Hordeum vulgare L. xapakTepHO BBICOKOE BHYTPHUBHIOBOE

pa3Hoo6pa3He IO MpHU3HAKaM OKpPACKU BEICTATUBHBIX U I'CHCPATUBHBIX OPTraHOB. TaK, N3BCCTHBIM



MPUMEPOM YaCTUYHOTO allbOMHM3MA sTAMeHS (DEHOTHITMYECKU MPOSBIISETCS Kak Oemasi oKkpacka
KOJIOCKOBOHM 4YeIlIyH, I[BETKOBOH dYemlyd (JIEMMBI), VIIEK M, YaCTUYHO, CTeOJiT W 0OyCIOBIICH
Mmyranuei B rede Alm, okann3oBaHHOM B KOPOTKOM Iuieue xpomocombl 3H sumens. CTpykTypa
rena Alm, OenkoBbI MPOIYKT, €ro (YHKIHMH W KOHKPETHOE BO3JCHCTBHE, MPHUBOJIAIICE K
YaCTUYHOM yTpaTe Xjopoduiia, 10 CUX MOp HEU3BECTHBI. Mexay Tem, MyTaHTHas ¢opma reHa
Alm  npeacraBiasier  co0OH  MOAXOMAIIYIO  MOJACAb Ul  NOHUMAHHS  MEXaHH3MOB
KOOPJAMHUPOBAHHON palOTHl SAEPHBIX U XJIOPOIUIACTHBIX T'€HOB, YYaCTBYIOIIUX B CHHTE3E U
pacnipenenenun xjaopodusia. M3ydeHne MyTaHTHBIX PAacTEHUN C YAaCTUYHBIM aJIbOMHU3MOM
MMOMOXXET TMPOSICHUTh JIeTATM MEXaHU3MOB KOOPJMHUPOBAHHOTO JIEHCTBUS SNEPHBIX U
XJIOPOTUTACTHBIX T€HOB, HEOOXOIMMOTO I MPABHJIBHOTO (HYHKIIMOHUPOBAHUS XJIOPOIUIACTOB
[Woodson, Chory, 2008]. MyranuTt stumens mo reny Alm siBriseTcst oHHM M3 TaKuX 0OBEKTOB.
CrnenoBaTenbHO, aKTyaJdbHBIM  SIBIISIETCA  YCTAHOBJICHHE  CTPYKTYpPHO-(PYHKIIMOHATBHBIX
ocobenHocTei reHa Alm, BeIsIBIICHHE U aHATTH3 TEHOB, TU(P(EPEHIIHATBHO IKCIPECCUPYIOIIUXCS B
3aBUCHMOCTH OT HAJIMYHUS B TCHOME HOPMAJILHOTO HJIM MyTaHTHOTO ayiesst Alm.

Hpyrum npumMepom sBisieTcst (GOPMHPOBAHKUE YEPHOM OKPACKH KOJIOCKOBOW M I[BETKOBOM
Yelryii M TepuKapra suMeHs, OOYCIOBICHOE aJUlelibHbIM BapuaHTtoM reHa BIp, koTopsrii
JIOKQJIM30BaH B JUIMHHOM IuTeue Xpomocombl 1H. BenkoBwIil MpOAYKT 3TOTO IeéHa Ha JaHHBIN
MOMEHT He u3BecTeH. U&pHas oKpacka dacTed LBETKa B PACTEHMUSX STOW JIMHUM BbI3BaHA
COJIEp’)KaHHEM B HHUX AJUNIOMEJIIAHWHOB — YEPHBIX PACTUTEIbHBIX MUTMEHTOB MOJIU(PEHOIBLHOU
npupoasl. Takum oOpasom, reH Blp sBisercs moaxopsiieir MOIENbIO AJIsl BBISBJICHHUS paHee
HEU3YYEHHBIX WUIU c1a00 WM3YYEHHBIX METa0OJIMYECKHUX M TEeHHBIX CeTel pacTeHui, K KaKUM
OTHOCHUTCSI MyTh CHHTE3a AaJIOMEJIaHHMHOB. MenaHUHBl K€ SBJISIOTCS AaHTHOKCHUIAHTAMH,
3alMIIAI0T CeMEHa PACTeHHH OT MEXaHHMYeCKUX IMOBPESKICHUI M MOpaKeHUs MapazuTamMu U
natoreHamu. Takum oOpa3om, cojep:kaHue MEJIaHUHOB B 000J0YKaX 3€PHOBKU SUYMEHS MOXKET
OBITh CENIbCKOXO3SICTBEHHO BKHBIM MTPU3HAKOM.

Jlns perneHus JAaHHOM 3ajaud MPEACTABISETCS MEPCIEKTUBHBIM MPOQHUINPOBAHUE
TPAHCKPUIITOMA COOTBETCTBYIOIIMX COPTOB M JIMHUM SYMEHS C TIOMOIIBKD MacCOBOTO
BBICOKOIIPOU3BOAUTEIBHOTO  CEKBEHHpOBaHHUS. J[Is 3TOro  MCmons3yroTcst  Tatopmbl
CEeKBEHHUPOBAHMsI BTOPOTO MOKOJICHUS B MPUMEHEHUH K ToTanbHOU MaTpuuHOii PHK opranmsma
win Ouosormueckoro oOpasma. Jta TexHolorus HocuT Ha3BaHue RNA-SE(; 3KCIepHUMEHTSI

TaKOro Tulla TCHEPUPYIOT Oounbine O0O0BEMBI HAaHHBIX, KOTOPBLIC TpC6YIOT JalbHEHIIIeH



KOMIBIOTEpHOH 00paboTku M aHanmu3a. Jus STux uenedl ObuiM pa3paboTaHbl pa3TUYHBIC

IIPOTPaMMHBIE IIPOYKTHI.

Henv u 3a0auu

Lenb paboThl — BBISBICHUE T'€HOB, aCCOLMHUPOBAHHBIX C (POPMUPOBAHHEM YaCTUYHOTO
aTbOMHM3MAa M MEJaHW3Ma y KOJIOCa SYMEHs, Ha OCHOBE OMOMH(DOPMATHUECKOTO aHAIIN3a
TPAHCKPUIITOMOB copTa Bowman u noutu uzorenusix sunuit i:BWAIM u i:BwBIp, BoisBacHne
(YHKIIMOHAJIBHBIX 0COOEHHOCTEHW 3THX T'€HOB U UX POJIM B META0OJIIMYECKUX MYyTAX OMOCUHTE3a
MMUTMEHTOB.

JIst mocTMKEHUs JAaHHOW 1eNTM OB TTOCTABJICHBI CIASAYIONINE 3a1a4Uu:

1. CdopmupoBarth  BBIYMCIUTENbHbIE KOHBEHEpHl C  HCIOJb30BAHHEM  MPOTpaMM
OuonH(OpPMATUYECKOTO  aHaIW3a  TPAHCKPUNTOMHBIX  JaHHbBIX RNA-seq s
PEKOHCTPYKIIMHU U aHaJIN3a MOCIEI0BATENbHOCTEN TPAHCKPHUIITOB.

2. PazpabotaTh moaxon /Ui OLEHKM KayecTBa KOHBEHEpPOB MPOrpaMM, MCIOIb3yEeMbIX IS
aHanu3a JnaHHbIX RNA-S€(, W HaWTH ONTUMaJbHBIE TapaMmeTpbl I 00pabOTKH
TPAHCKPUTITOMHBIX OMOJIMOTEK STUMEHSI.

3. OmpenenuThb reHbl, SKCIIpeccupyromuecs nuddepeHmansHo y suMeHs copta Bowman u
auamii :BwAIm u  i:BwBlp, mnpoBect (QyHKIHMOHAIBHBIMH aHAINW3 IMOJYYEHHBIX
g depeHnnaibHO SIKCIPECCUPYIONINXCS TEHOB, BHIIBUTh TEPMUHBI T€HHOW OHTOJIOTUU U
MeTaboIMYeCKHe MyTH, CTATUCTUYECKU 3HAYMMO O0OTalIEHHbIE JJIsl 3TUX T'eHOB.

4. TlpoBectn mouck ¥ (YHKIMOHATIBHBIA aHaIN3 TPAHCKPUIITOB, OOHAPYKEHHBIX B

TPAHCKPUIITOME HUCCIICAYCMbBIX J'II/IHI/II‘/'I, HO HC aHHOTUPOBAHHLIX PAHCC B TCHOMC SA4YMCHSI.

Hayunana nosusna

B nannoi#t pabote BepBble ObLT MPOBEIEH TPAHCKPUIITOMHBIA aHAIN3 MOYTH W30TE€HHBIX
JUHUHN SYMEHS, KOHTPACTHBIX 10 OKpacKke Kojoca. I'eHbl, MOHMXKaIOIIKNe 3KCIPECCUIO B JIEMME
stamens uHuE i:BWAIM, xapakrepusyroleiicss albOMHIU3MOM KOJIOCA, TI0 CPABHEHHUIO C JIEMMOM
suyMeHs. copra Bowman, B3sSTOro B KauyecTBE KOHTPOJIS, CBSI3aHBbl C CHHTE30M XJopoduiia u
¢dorocuHTe30M. ['eHbI, MOBBIIIAIONINE SKCIPECCHIO B 3TON JIMHUM, CBSI3aHBI C MPOTEOJIM30M U
3allUTHBIM OTBETOM. B Tpanckpuntome mmHuM 1:BWAIM Obul 0OHapyXeH TpaHCKPUNT,
OTCYTCTBYIOLIMI B TPaHCKPUITOME JIEMMBI sluMeHs copTa Bowman, koaupyromuii OelKoBbIif

IIPOAYKT, coaepmamﬂﬁ JOMCHbI HpOXI/IGI/ITI/IHa. Hezapucumas OKCIICpUMCHTAJIbHAsT HPOBCPKaA



I10Ka3aJia, YTO I'€H, KOJUPYIOLIUI 3TOT TPaHCKPUIT, JOKAJIN30BaH B KOPOTKOM ILIEYE XPOMOCOMBI
3H stumenst.

['eHbl, MOBBIIAIONIME IKCIPECCUIO B THMHUU staMeHs 1:BwBIp o cpaBaenuro ¢ coprom
Bowman, 3aneiictBoBaHbl B METAa00JM3ME JKUPHBIX KUCIOT, apOMATUYECKHMX aMUHOKUCIOT U
M30IIPEHOUOB. ['€Hbl, MOHMKAIOUIUE SKCIPECCUIO B 3TOM JIMHHUM, YYacCTBYIOT B OMOCHHTE3E
xnopoduiuta 1 porocunTese. I'eHbl, JOKaIM30BaHHbIE B IIACTUAHOM T'€HOME, IOHM)KAIOT CBOIO
IKCIIPECCHIO B JIeMMe siaMeHst inauu i:BwBIp.

Hcnonb3oBaHne HECKOJIBKMX KOHBEHEpOB OMOMHPOpMaTHUECKON 00paboTKU OMOINOTEK
RNA-seq ¢ mocienyrommm BbIOOpOM Haubojiee ONTUMAIBLHOTO KOHBEWepa i KOHKPETHBIX
JAHHBIX IMO3BOJISIET JOCTUYH OOJIBbIIIEH TOYHOCTHU B OTIpeesieHnn MU PepeHITnaTbHON SKCITPECCHH
reHoB. Vcrnonb30BaHHE HECKOJIBKUX COOPIIMKOB TpaHCKpHNTOMa (e NOVO u Tociemyroiiee
0o0ObEeTMHEHNE TIOJYYCHHBIX COOPOK B OJHY IIOBBHIMIAET TOYHOCTh W UYYBCTBUTEIHHOCTH B

OTIpe/IeNIeHUU TPAHCKPUIITOB.

Teopemuuecmm U npakmudeckasn 3 Havumocmbs

B pabore mokazaHa BaXHOCTh HCIIOJNB30BAaHHUS MHOXKECTBCHHBIX KOHBEHEPOB LIS
ononHpopmarrueckoit 0opadoTku RNA-seq ¢ mocnenyronumM oT60poM HanboJiee ONTUMATLHOTO
KOHBeHepa MO psdy XapaKTePUCTHK. IJTO TO3BOJSIET IOJYYHTH OO0Jiee TOYHBIC OICHKH
maddepeHnnanbHON  dKcpeccudn TeHOB W ux m3odopm. Tarxke MokazaHa BaXHOCTb
UCIIOJIb30BAHUSI MHOXKECTBEHHBIX COOPIIMKOB TpaHCKpurnToma de NOVO ¢ mociemyroriei
KOMIIOHOBKOM TIOJTYYE€HHBIX PE3YyJIbTaTOB B OJIHY THOPUIHYIO COOPKY, YTO TOBBIIIAET TOYHOCTb
OTIPENICIICHUS] CTPYKTYPBI TPAHCKPHIITOB.

B pabote HabmromaeTcss H3MEHEHHE YKCIIPECCHH ICHOB B JIEeMME stuMeHst iuHue i:BwAIm,
XapaKTePU3YIOIIEHCS YaCTHYHBIM AJIbOMHU3MOM, IO CPAaBHEHHIO ¢ copToM Bowman, u nokaszaHo
y4acTHe '€HOB, MOBBIIIAOIINX SKCIPECCUIO B THHUH i:BWAIM, B 3a1iMTHOM OTBETE U IPOTEOIH3E.
J171s TeHOB, IOHIKAIOIINX SKCIIPECCUIO B 3TOM JIMHUMU, TOKa3aHa CBS3b C CHHTE30M XJIOpO(dusuia
u ¢orocurrezom. B Tpanckpuntome muHHH 1:BWAIM o0OHapykeHBl TPaHCKPUNTHI, HE
MIpeJICTaBJICHHbIE B TPaHCKpUIToMe copta Bowman. OauH u3 TakuxX TPaHCKPUIITOB KOIHPYET
MenTHA, CcolepXamuid B CBOEM  cocTaBe JIOMeH mpoxubOutuHa. HezaBucumas
OKCIEPUMEHHUTATbHAS TMPOBEpKAa TMOKa3ala, YTO TeH, KOAMPYIIIUKA OTOT TPAHCKPHUINT,

JIOKAJIM30BAaH B KOPOTKOM IIJICYC XPOMOCOMBI STUMCHSA 3H.



beul mpoBenéH aHanM3 TPAaHCKPUNTOMA SUMEHS IIOYTH M30reHHOW JmHuM 1:BwBIp,
XApaKTEPU3YIOLIEHCS MEJTaHU3MOM KOJI0ca. I'eHbl, MOBBIIAONIME SKCIIPECCUIO B JIEMME SYMEHS
aunauM 1:BWBIp, ydacTByroT B MeTabOJIU3ME KHUPHBIX KUCIOT U apOMATUYECKMX aMUHOKHUCIIOT.
I'eHbl, MOHMXKAOUINE JKCIPECCHIO B ATOM JIMHU, yJacCTBYIOT B OHMOCHHTE3e XJIopodmuia u
dortocunTese. JlaHHbIe pe3ynbTaThl MO3BOJSAIOT MPEINOJIOKUTh yJacTHE IUIACTUI B IIpOIEcce
CHMHTE3a MEIIAHWHOB B KJIETKax JIEMMbl s4MeHdA. JlanpHeiinee wuW3ydeHHE MEXaHU3MOB
T€HETUYECKOTO KOHTPOJISI CHHTE3a MEJIAaHWHOB SBISECTCA IEPCHEKTHBHBIM IS CO3JAHMS

CENbCKOXO35MCTBEHHO BAXKHBIX COPTOB.

Memooonocusn pabomui

B HacTosiee Bpems MMUPOKO MCTIOIB3YIOTCA METObI TPAHCKPUIITOMHBIX UCCIIEIOBAHUM,
OCHOBAHHBIX Ha MAacCOBOM MapayjieibHOM cekBeHnpoBanuu maTpuuHbix PHK (RNA-seq). Ot
METO/Ibl TO3BOJIAIOT KOJIUYECTBEHHO OLIEHUTh YPOBHH SKCIIPECCUU M3BECTHBIX T€HOB OpraHu3Ma
U PEKOHCTPYUPOBATh UX IOCJIEIOBATEILHOCTH, a TAKKe OOHAPYXKHUTHh DKCIPECCHIO paHHEE He
AHHOTUPOBAHHBIX T'eHOB. BaxHbiM npumenueM merona RNA-seq sABisSeTCS MOUCK 3HAYUMBIX
pa3nuuuii B ypOBHSX IKCIPECCHUU T'€HOB B UCCIIEyeMbIX 00pa31iax, uTo B AajbHEHIIEeM MO3BOJISET
BBIJIBUHYTH NPEANOJI0KEHUS 0 (PYHKIIMOHATBLHON CBS3M OTIENIbHBIX T'€HOB U (PEHOTUITUUECKHX
nposiBiieHu opraHu3smMoB. Kpome Toro, ¢ mnomonipto RNA-seq CTaHOBHUTCS BO3MOXKHBIM
oOHapy)KMBaThb pa3jiludsg B [OCJIEIOBATEIbHOCTSIX KOHKPETHBIX TE€HOB Yy HCCIEIyEeMbIX
OpPraHU3MOB, YTO TAKKE MOXKET CIYKUTh IOBOJIOM JJIs IPEAIIOJIOKEHNUM O CBA3M I'€Ha U PU3HAKA.
Takum o6pazom, wmetonq RNA-seq mpenctaBisier coOOMl HaleKHBIK HWHCTPYMEHT JJIs

HCCICOAOBAaHUA MCXAaHHU3MOB Q)YHKHHOHI/IpOBaHI/IH OTACJIbHBIX I'CHOB N I'CHHBIX ceTei y paCTeHHﬁ.

Honoofceuuﬂ, 6blHOCUMDbBLE Ha 3auiumy

1. [Ipemnoxen METOA ONTUMU3ALNU BBIYUCIUTENHEHOTO KOHBelepa ISt
OMOMH(POPMATHYECKOTO aHalu3a SKcrepuMeHTOB RNA-seq, MOBBIMIAOMUI TOYHOCTH
OlIeHKU U epeHIINaTbHON aKTUBHOCTU T'€HOB, KOTOPBIII OCHOBaH Ha HCMOJIb30BaHUU
JAHHBIX HE3aBUCHUMOM BepH(PUKALMU HU3MEHEHUs SKCIPECCHM TeHOB ¢ nomoinbio OT-
TTLIP.

2. ®opmupoBanue yacTuyHOTO Aedummra xnopoduiia B konoce ssaumens (Hordeum vulgare
L.) myranTHOU mrHuM i: BWAIM compoBok1aeTcsi NOHMKEHHEM YPOBHS SKCIIPECCHH TEHOB

(bOTOCI/IHTC3a, 33p06H01"0 AbIXaHHUAd U YCBOCHHUS a30Ta, a TAKIKC aKTUBAIlMEH B KJIETKax
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000JIOYKM 3€pHOBKH TI'€Ha, JIOKAJM30BAaHHOTO B KOPOTKOM Iuiede Xxpomocombl 3H wu
KOJMPYIOIIETO OeNTOK C TOMEHOM MPOXHUOUTHHA.

3. dopMupoBaHUEe MEJTAaHUHOBOW OKpackKH Kolsioca suMeHs B JimHuu i:BwBIp cBsizano ¢
MIOBBIIICHUEM D3KCIIPECCMM TI'€HOB B IIEpUKaple 3€pHOBKM M IBETKOBOW Yellye,

Y4aCTBYIOIIUX B ouocuHTE3E O-AUXUHOHOB U (beHI/IJIHpOHaHOI/IIIOB.

Anpobauus pe3ynomamoe

Pesynbrartel nuccepraliluoHHONM pabOThl OBLIM MHPEJICTaBICHbBl HAa KOH(PEPEHLHUSX:
PlantGen2017 (Anmara, 2017), BricoxonpousBoautensnoe CekBeHupoBanue B [eHOMHKe
(HoBocubupck, 2017), BGRS-SB (HoBocubupck, 2018), koarpecc «bHOTEXHOTOTHS: COCTOSIHHUE
1 nepcrekTusbl pa3BuTHs. Hayku o xusnn» (Mocksa, 2019), CBB-2019 (bynanermr, 2019).

[To pe3ynapTaTaM AMCCepTAlMOHHON pabOTHI OBIJIO OMYOJIMKOBAHO 4 CTaThU B JKypHaJax,
WHJIEKCUPYEMBIX B 0a3ax gaHHbIX Poccuiickuit Manekc Hayunoro [{utupoBanus, Scopus u Web

of Science.

Jluunwtii 6k1a0 agmopa

ABTOpoM ObUT TIpoBenN¢H OMOMHGOPMATHYECKHI aHamW3 OWOJMOTEK KOPOTKUX
NPOYTCHUI: (QWIbTpalus, KapTUPOBaHWE, TMOACYET YPOBHEH OKCIIPECCHH, TMOHMCK H
GbYHKIMOHATBHBIH aHATH3 AU GEepeHIINATBEHON KCIPECCHH, PEKOHCTPYKIIHS TpaHCKpunToma de

NOVO, HTEpHIpETalMs IOJIYYCHHbBIX JAHHBIX
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I'nasa 1. O030p JuTepaTypbl

1.1 SflumeHsb U ero 3KOHOMHUYeCKasi 3HAYUMOCTh

Slumens (Hordeum vulgare L.) — Bug pona sumenn (Hordeum L.), npuHamiexamui K
Tpube [Tmennnmensie (Triticeae) cemeiicTa 3naku (Poaceae L.). SlumeHs sBIsSETCS OTHOJIETHUM
TPaBSIHUCTBIM PACTEHUEM, UMEIOIIMM COLBETHE THMA Kojoc. [noa sumens — 3epHoBka. [lyig Buja
ssamenst H. vulgare xapakTtepHO caMOOMbIICHHE.

SluMeHp ObUT OJTHUM U3 MEPBbIX JTOMECTHIIMPOBAHHBIX PACTEHUM, U BO3JENIBIBAJICS yXKe
okosio 10000 ner Hazax Ha Tepputopun Hyru [lnomopoausi, To ecth coBpeMeHHOTO bikHero
Bocroka u Erunra [Sreenivasulu, Graner, Wobus, 2008; Willcox, 2005]. Crneapr sumens
oOHapy)XeHbl B OCTaTKax MHUIIM M3 HEOJUTHYECKUX TIOCEJICHU Ha STOW TeppuUTOpuH,
JaTHPOBAHHBIX HAYaJOM IIECTOTO ThICA4YeneTHs 10 Hamied spel [Gonzalez Carretero,
Wollstonecroft, Fuller, 2017]. dyra Ilmomopoausi cyuTaeTcss MECTOM OJOMAIIIHUBAHUS ITOTO
pactenus [Mascher u ap., 2016]. OmgHako, TakKe BBICKA3bIBAIOTCS MPEATIONOKEHHS, YTO TIMEHD,
KaK U MHOTHE JIpyrue KyJbTYPHBIC PaCTeHUs, UMeeT nosnduieTndeckoe mporcxoxaenue [Chen
u gp., 2012c]. Tmnmote3a o mMOMUPUICTHIECKOM TMPOUCXOXKIACHUH KYIbTYpPHOTO SUMEHS
BoicKazpiBanuch emé H. M. BaBwioBbiM B KHUTE «LIeHTphl BO3HMKHOBEHMSI KYJIbTYPHBIX
pacrenuii» [BaBuios, 1926, ¢ 84]. B monb3y 3TOM rHMOTE3bI TOBOPAT JAHHBIC ICHETHYECKUX
uccinepoBanuii [Molina-Cano u ap., 1987; Wang u ap., 2016]. B kadecTBe IOMOIHUTEIBLHBIX
[IEHTPOB OJOMAIlHUBAHMs sTYMEHs Has3biBaroT Mapokko [Molina-Cano u ap., 1999], Ddwuomnuro
[Molina-Cano u mp., 2005], Tuber [Chen u ap., 2012a]. Yka3siBaeTcs BO3MOKHOCTh MEPEHOCA
TE€HOB MEXIYy Pa3HbIMH COPTaMH slUMEHs ellé OKOJIO BYX ThICSY JIET Ha3aj 3a CYET TOPTOBIU
3epHoM Mexay Kurtaem u bimxnum Bocrokom no Benukomy Ill€nkosomy Iyt [Wang u np.,
2015]. OmHako, Apyrue aBTOPHI 3asBISIFOT O MOHO(PHIETHYECKOM MTPOUCX0KICHUU KYJIbTYPHOTO
sumens [Badr u gp., 2000]. Takum 00pazoMm, TUCKYCCHMHM O LIEHTPaxX OJOMAIIHUBAaHUU 3TOTO
pacTeHus BeAyTcs A0 CHUX TOp.

B namm nHM suMeHb — 4YETBEPTAsl MO BaXXKHOCTH 3JIAKOBasi CEIbCKOXO3SHCTBEHHAS
KYJIbTypa, yCTymaromas mo o0bEmMaM BeIpAIMBaHUS M3 BCEX 3JaKOB TOJBKO MIICHUIIE, PUCY U
Kykypy3e [https://www.fao.org/faostat/en/]. B 2021 roay, cornacuno manueiM FAOStat, mommanm,

Ha KOTOpPbBIX BO BCEM MHPEC BBICCUBAJICA AYMCHBb, COCTAaBJIAIN 49,5 MJIH T CKTapoOB
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[https://www.fao.org/faostat/en/]. KpynueimuM Hpou3BOIUTEIEM SUMEHS B MHPE SBIISCTCS

Poccuiickas ®enepanus [https://www.fao.org/faostat/en/].

CrpaHa
B Poceus

& OcranbHbie cTpaHbl

Puc. 1. (A) — xonoces stumens, cineBa HanpaBo: TuHusg Clho 4196, myrant G07-014, copt
Morex; MN300paKeHue B3ATO u3 0asbl aHHBIX GrainGenes
[https://wheat.pw.usda.gov/ggpages/bgn/38/bgn38cover.htm] (b) — miommaay, Ha KOTOPHIX B

pasHBIX CTpaHaX BeIceBajcs sumeHb B 2021 romy, mus ra [https://www.fao.org/faostat/en/].

Coneprxanue Oenka B 3epHE — BaKHBIH IPU3HAK KAYECTBA 3€PHOBBIX KYJIBTYpP, B TOM YHCIIE
1S sStTuMeHsl. 3€pHa STUMEHs C BBICOKUM COJiepKaHueM Oellka MOAXOIAT Ul KOPMOBBIX HYXI, B TO
BpeMsi Kak 3€pHa ¢ HU3KUM cOJepkaHueMm Oenka — ais nuBoBapeHus [See u np., 2002]. B
OCHOBHOM JIJIs1 TMBOBAPEHMSI MCIIOJIB3YIOTCS 3EpHA STUMEHS ¢ cojiepxkanueM Oenka 9,5% - 11,5%
[Guo u gp., 2016]. bosbmas 4acTe IPOU3BOAMMOIO SYMEHS UCIIOJIB3YETCSI B KOPMOBBIX LIEIIAX,
IIPUMEPHO OJIHA TPETh — JUUIs IPOU3BOJICTBA NIMBA U CIIUPTA, IS IPOJOBOJIBCTBEHHBIX LIEJIEH — B
JECATH pa3 MEHBIIIE.

Slumenb uMeeT OOJIBIIOE 3HAYEHHE KaK MPOJOBOJILCTBEHHAs KYJIbTypa JJIS HACEIEeHUs
HEKOTOPbIX cTpaH Adpuku U A3uu. Ho B mocneaHue rojapl BO3pacTaeT HHTEPEC K SUMEHIO Kak
UCTOYHUKY NUTATEJIbHBIX BEUIECTB M B CTpaHaX, [JE€ SYMEHb paHEE IPEUMYLIECTBEHHO
paccMarpuBaics JMIIb KaK HMCTOYHMK KOPMOB M CBIpbS JUISI CHUPTOBOM M IMBOBApEHOM
npoMblIeHHocTH — B ['epmannu, @pannun, CIIA u ap. ctpanax. Bo3Hukmmii uHTepec cBa3aH

C NOIYIISIPHBIM TPECHIOM (I)YHKI_II/IOHaJIBHOI‘O nutanusa. Hanmuue B 3CPHOBKEC AYMCHSA BBICOKOTO
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coJiepKaHusg OMOAKTUBHBIX BEIECTB, B YaCTHOCTU — MOJU(EHOIBHBIX COCAMHEHUH, BKIIOUUIIO
ero B psiJl MpOAyKTOB Ui (yHKIMOHaIbHOro mutanus [Pihlava, 2014].

Heo0x0omuMo0 OTMETHTH, YTO SUYMEHBb SIBISIETCS KYJAbTYpPOH, YCTOMYMBOW KO MHOTHUM
HeOIaronpusTHBIM (pakTopam cpejibl, TaToreHaM M BPEAUTENSAM, YTO AAa&T MPEHMYIIECTBO 3TOU
KYJIbTYpEe Ui BBIPALIMBAHUS B LIMPOKOM JIUANa30HE MOYBEHHBIX M KIMMAaTO-reorpauueckux
YCIIOBH, a CJEIOBaTeNIbHO CTaBUT B psijJ HauOoJee TEepPCHEeKTUBHBIX KYIbTPY JUIS

YIOBJIETBOPEHHS MTUIIEBBIX TOTPEOHOCTEH pacTyiero HaceneHus mianetsl [Newton u ap., 2011].

1.2 T'enom stuMeHst

S4umeHsb, UMEIOIINI JUTUIOUIHBIN TeHOM (2n = 2X = 14), — ynoOHBII MOJCIBHBINA 00BEKT
JUTSl TEHETHYECKUX MCCIIEA0BAaHMIT 3)1ak0B TpUObI TritiCeae u B 4aCTHOCTH JUTS MIIIEHUIBI MATKOM,
MMEIOIICH TEeKCAlJIOWAHBIA TeHOM. Pe3ynbTarel, MOTydeHHBIE TPH HCCICIOBAaHUU SUMEHSI,
HarpuMep, MO BBISBICHHBIM TE€HETHUYECKHMM MEXaHU3MaM YCTOWYHMBOCTH K HEOIArompUsITHHIM
YCIIOBUSAM OKPYXaeroIlel cpeibl, MOTYT OBITh Jlajiee UCII0JIb30BAHBI B UCCIIEJOBAHUSIX MIIICHHUIIBI
[Dawson u mp., 2015].

Kak u y nieHuIs;, XpoOMOCOMBI STYMEHSI UMEIOT JI0CTaTOYHO OOJIBIINE pa3Mephl 3a CUET
BBICOKOTO cojiepxaHus (pakuuu noBTopstouuxcs nocienosatensHocteit (I111), xapakrepuoro
s Tpubsl Triticeae. Haumensinuii pasmep B cOopke reHoma siumenst Bepcuu IBSC_v2 umeer
xpomocoma 1H, 558 mnH. map ocHoBaHuii, HamOoJbIUMi — Xpomocoma 2H, 768 muH. map
ocHoBaHui. OOIMI pa3Mep reHoma OIleHUBaeTCs Kak 5,5 mupa. nap ocHoBaHui. Jlonroe Bpemst
007b1110H pazmep XxpoMocoM U Bbicokast 10J1s [111 ocnoxHsmm cekBeHupoBaHue 1 COOPKY MOJTHOTO
renoma ssumens [Sreenivasulu, Graner, Wobus, 2008].

B 2006 romy Obu1 ocHOBaH MPOEKT MeXIyHapOJHOW MHHUIIMATUBBI CEKBEHHUPOBAHUS
renoma Sumens (International Barley Genome Sequencing Consortium, IBGSC). B xoze pabot
o 3ToMy mpoekty B 2012 roay ObuiM MpOBEACHBI CEKBEHHPOBAHHE M COOpPKAa F€HOMa SYMEHs
usorennor nuaud Morex [IBGSC, 2012]. [dns cOopku ObuUtM HCHONB30BaHbl 571 ThIcsua
HCKYCCTBEHHBIX OaKTEpHaTbHBIX XPOMOCOM. bbu1o cobpano 9265 KOHTHUTOB co 3HadeHreM N50
paBHbIM 904 ThICSIY map OCHOBaHM, UMEIOIINX CyMMapHYIo JUIMHY 4,98 MilpA. nlap OCHOBaHMIA.
Taxxe, TOMHBIA T€HOM OBLT CEKBEHHPOBAH METOAOM JPOOOBHKA C MOMOIIBIO MIATHOPMBI IS
CeKkBeHHpoBaHUs HOBoro mnokojieHus Illumina GAIIX. 6437 kOHTHroB ObUIM TNPHUBS3aHBI K

KOHKPCTHBIM MO3UIUAM Ha XpOMOCOMAX SAYMCHS. OTH KOHTUTH UMEIOT CYMMApHYIO IJINHY 4,56
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MJIpJ Map OCHOBaHMM, 4TO oleHMBaeTcs kak 90% oT Bcero pasmepa reHoma siumeHs. B atoit
coopke 26159 n0KkycoB OBUIM C BBICOKOH CTENEHBIO JOCTOBEPHOCTH aHHOTHPOBAHBI KAaK T'€HBI,
pUYEM aBTOPBI OTMEYAIOT UX KaK I'€HbI «C BBICOKOM CTENEHbIO YBEPEHHOCTW». B TO ke Bpems,
emé€ 53220 nokyca BbIAEIEHBI KaK T€HbI «C HU3KOM CTETIEHbIO YBEPEHHOCTH.

IMomumo stOrO, reHomBbI coptoB Barke, Morex, Igri 1 Bowman Obumn cekBeHHpOBaHBI ¢
nomortibio mpudopos Illumina GAIIx u Hiseq 2000, u resom stamenst muanu Haruna Nijo ObLt
cekBeHUpoBaH ¢ momomnibio miaatdopmbel Roche 454 GSFLX Titanium. [lanee, momydeHHbIE
6ubnuoreku cukBeHcoB JIUHUN Morex, Bowman u Barke npouuu ¢unbsTpanuio no kauecTBy u
coopky de novo ¢ nmomomsio nporpammbl CLC Assembly Cell v3.2.2 [IBGSC, 2012]. Coopku
ObUTH TIPOBEJEHBI IO COCTOSIHUSI KOHTUTOB €O cpeaHuMu anuHamu 700 map ocHoBaHuii, 736 map
ocHOBaHWN W 856 map ocHoBaHmii ana JmHMM Morex, Barke u Bowman cooTBeTcTBEHHO.
KommaecTBo kOHTHTOB coctaBmseT 2,67 miH, 2,74 MuH u 2 MiH s tuaANA Morex, Barke u
Bowman cooTBeTcTBEHHO.

PaGoThl MO CEeKBEHMPOBAHUIO I'eéHOMA SUMEHS Ha 3TOM HE 3aKOHYMINChH, U 4Yepe3 5 JeT
OblIa BBIMMYIIEHA HOBasi Bepcus cOopku renoma [Mascher u ap., 2017]. ABTOpbI CEeKBEHUPOBATH
87 TBHICSY MCKYCCTBEHHBIX OAKTEPHAIBHBIX XPOMOCOM, TOJIYYUB B CyMMe 4,5 TpUIJUIMOHA Tap
ocHoBaHWK. OHHM COCTaBWIM U3 CEKBEHHUpOBaHHBIX BAC-kioHOB cymnep-ckaddoyiasl co
3HavueHneM JUTMH NS0 paBHbIM 1,5 MiH. map ocHoBaHuid. Cynep-ckaddosiabl ObUTH OTHECEHBI K
KOHKPETHBIM TO3UIIUSAM Ha (U3HYECKOW KapTe XpomocoM ¢ nomoinbio POPSEQ-Mapkepos. B
uTore OblIa MoJlydeHa cOopKa CyMMapHOW JMHOM 4,95 Mip/. map OCHOBAaHMM, U3 KOTOPBIX 4,54
TOYHO JIOKaTU30BaHbl Ha XpomocoMmax. bwimm ompenenensl 83105 moTeHUMANbHBIX TEHOB,
BKutouast 39841 6enoK-KOIUPYIOIIHii TeH.

SluMeHp sBNSETCS TOIXOASIICH MOJENbIO MJs HCCIEAOBAHUS TEHETUKH 3JIaKOB U
0COOCHHOCTEH TeHEeTUYECKOTO KOHTPOJISI PEaKIIUi PACTeHUN Ha U3MEHSIOIIUECS YCIOBHSI CPEJIb

[Dawson u ap., 2015].

1.3 buoaorus miacTug

[InacTuapl — MOTYyaBTOHOMHBIE OPraHOUblI, BCTpEUAIOLIMECS B KIETKaX PAaCTeHUH M
HEKOTOPBIX MpocTteimux. Kak v Apyroil TUN MOJTyaBTOHOMHBIX OPraHOUIOB — MUTOXOHJAPUU —
MJIACTUABl UMEIOT CBOM F'€HOM, KOTOPBII MHOTJa TAKKE HA3bIBAIOT “miacToM”. B mimactugax ecthb

COOCTBEHHBIHM afnrapart TPpaHCKPUIIOUK I'CHOB U allllapaT CUHTE3a 6CJ'IK8., COCTOSIIHUN 13 pI/I6OCOM
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npokapuoTrdeckoro tuna — 70S. OHM OTZENEHbI OT LIMTOIUIA3Mbl KJIETKH-X035IMHA IBYXCIOMHOMN
MeMOpaHo# u ciocoOHbI k aenenuto [Cackett u ap., 2022]. B cBeTe Bcero 3Toro, Ha CeroAHAIITHUI
JICHb CYMTAeTCs OOIIETPU3HAHHBIM, YTO IUIACTHIIBI TMOSIBHIUCH B PE3yJbTaTe SHAO0CHMOHO3a
paHHEH DJYKapMOTHYECKOW KIIETKM CO CBOOOJHOXXMBYIIEH NMaHOOakTepueil. B kauecTse
uaHoOakTepuii, HanboJiee ONMM3KUX K MOTEHIMAILHOMY CBOOOJIHOKUBYIIEMY MPEAKY TUIACTH
COBpEMCHHBIX pacTeHwmii, HaspiBaroT Gloeomargarita lithophora [Ponce-Toledo u ap., 2017],
OJTHAKO B IIEJIOM 3TOT BOIIPOC Ha CETOTHSIIHUMN JIeHb 0cTaéresi OTKphIThIM [Lewis, 2017].
TpaHCKpUNIIMOHHBIN anmapar IacTui npexacrasieH asyMms tunamu PHK-nmommmepas.
[TepBorit Tunm — PHK-nonuMepasa OakrepuaabHOTO THUIIA, COCTOAIIAs U3 TSATH CyOBEAWHUI], B
pabote KoTOpoi ydacTBYHOT curma-daktopsl [Pfannschmidt u ap., 2015]. Cybwenununpl 3Toi
MoJIMMepa3bl KOJMPOBAHBI T'€HAaMH, JIOKAJU30BAaHHBIMU B IJJACTOME, B TO BpEMsl Kak IE€HBI,
KOJUpYIOIIHe curMa-(akTopbl, JJOKaIM30BaHbl B SIEPHOM I'€HOME KJIETKH-X03si1Ha. [pyroil Tun
— onanocyorenuanyHbie PHK-mommmepasbr ¢aroBoro Tuma, KOTOphIE, B CBOIO OUYEpeb,
noapazaensaroTcss Ha Tunbl RpoTp, RpoTmp [Emanuel u ap., 2004]. TlepBoiii u3 3Tux OEIKOB
MocJie CUHTEe3a Ha pubocoMax B IUTOIIa3Me KJIETKH HampaBisieTcsl B TUIACTUABI, BTOPOH MOXKET
ObITh HampaBJCH KaK B IUIACTHABL, Tak W B muroxoHapuu [Hedtke, Bdrner, Weihe, 2000].
CymectByer Takxke Oenmok RpoTm, KOTOpBIA CXOX IO CTPOEHUIO C TEPBBIMH ABYMsI, HO
HaIpaBJII€TCS MCKIIOYUTEIBHO B MUTOXOHAPUU. ['€HBbl, KOOUpYIOIIHE BCE TpU ITHX Oelika,
JIOKQJIM30BaHbI B AJICPHOM I'€HOME pacTUTeNbHOM KieTku [Demarsy u np., 2006]. Ilnactuaaeie
PHK-nonumepasbl ObLIM Ha3BaHBI MO MECTY JIOKAIM3AIMK T'€HOB, KOJUPYIOIIUX UX OEIKU —
komupyemasi saepHbiM  reHomoM (Nuclear-Encoded Polymerase, NEP) u koaupyemas
wactugabiM reHoMoM (Plastid-Encoded Polymerase, PEP) PHK-nonumMepasbl, cooTBETCTBEHHO.
[locne OTKpBITHA JBOMCTBEHHOW MPUPOIBl TPAHKPUIILIMOHHOTO armapara IUIacTH]
M3HAYaIbHO OBLIO BHICKA3aHO MPEMOJIOKEHNE, YTO 3TU TUIIBI ITOJIMMEPa3 pa3anyatoTcs 0 CBOUM
¢dyuxuumsm [Hajdukiewicz, Allison, Maliga, 1997]. Ipennonaranoce, uto NEP Tpanckpubupyer
TeHBl, CBS3aHHBIE C TPAHCKPUMIIMOHHBIM ¢ TPAHCISIHMOHHBIM ammapaTamMu IUIacTHU,
cooTBeTcTBeHHO — reHbl PEP, rensl pubocomubIx 6e1koB u TeHbl TpancnoptHbix PHK mnactua.
PEP e, kak cuuTanoch, TPAaHCKpUOMPYET TEHBbI, CBSI3aHHBIE C CHHTE30M XJopoduina u
¢dorocuHTe30M. B COOTBETCTBUU € ATHUM, T€HBI IJIACTOMA IMOJAPA3ACsUIM Ha TPU KaTErOpuu -

TpaHckpuOupyemblie uckimountenbHo PEP, TpanckpuOupyemblie uckmountenbHo NEP, u rensi,
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CIIOCOOHBIC TPAaHCKPUOMpPOBAThCS M TOHM, W Apyrod mnonmmepasamu [Hajdukiewicz, Allison,
Maliga, 1997].

Opnako B nanpHEHmeM OBUIM TMOJYYEeHBI CBHJIETEIBCTBA, OMPOBEPrafoOlIUe 3Ty TOUKY
3peHns. Tak, B MpOIUIACTHAAX B KJIETKAX CYXHX CEMsSH PACTCHHH YK€ MPHUCYTCTBYIOT
TPAHCKPHUITHI T€HOB, Koaupyromux Oenkn PEP, M mpomcxomuT TpaHCKpHIIUS HEKOTOPHIX
IJIACTOMHBIX TeHOB [Emanuel u np., 2004].

HecmoTpst Ha TO, 9YTO IJIacTUABl HMMEIOT COOCTBEHHBIM TE€HOM, OH CYIIECTBEHHO
peaylUpOBaH, U COJIEPKUT B OOJIBIIMHCTBE CIIy4aeB OKOJIO cTa TeHOB [Borner u np., 2015]. Tlpu
ITOM, MPOTEOM ILIACTHJ COJCPXKHT, KaK MpaBuio, Okoyio 3-4 Teicsu OenkoB [Zoschke, Bock,
2018]. BonbIIMHCTBO M3 ATUX OEIKOB KOIUPOBAaHBI T'€HAMH, JIOKAIN30BAHHBIMU B SIICPHOM
rerome [Khan, Lindquist, Aronsson, 2013], 1 mociie ciHTE3a Ha pudOoCOMax B IIUTOILIA3ME KICTKH
JOCTABJISAIOTCS B TUTaCTHABI. OCHOBHOW MEXaHM3M TPaHCIOPTa OENKOB B IJIACTUIBI — OEIKOBEIE
KOMILJIEKCBI, Ha3bIBaeMble ‘“TpaHCIOKOHHBIE KOMILJIEKChl BHYTPEHHEW M BHelIHed memOpan”
(Translocon Inner-Outer membrane Complex, TIC u TOC, cootBercrBenno) [Richardson,
Singhal, Schnell, 2017]. benku xomimiekca TOC 0moO3HAIOT KOPOTKHE CHUTHAJbHBIC
MOCJIEI0BATEILHOCTH, BCTPEYaIOIuecs y OeJIKOB, HAlPaBIIsieMbIX B IIACTU/IBI, U IEPEMEIIAIOT UX
B MEXMEMOpaHHOE IPOCTPAHCTBO, OTKyAa OENOK, NMpU HaJIMYWU y HEro JPyroil CUrHaIbHOU
MOCJIEI0BATEIILHOCTH, TIepeMeIiaeTcs B cTpoMy ¢ momoinbio komiuiekca TIC [Sadali u ap., 2019].

[locnenoBarenpbHOCTh IJIACTOMA, BXOJAIIME B HEr0 TE€Hbl M HUX OTHOCUTEIbHOE
pacIioyoKEeHUE SBJISIOTCS ABOJIIOIHOHHO KoHcepBatuBHBIMH [Amiryousefi, Hyvdnen, Poczal,
2018]. Bonee Toro, um3ydeHHe HE(POTOCHHTEIUPYIOUIMX MAPA3UTUYCCKUX PACTCHUH, TEHOM
KOTOpPOTO B CHUJIy UX Mapa3uTU3Ma OKa3bIBAETCS CYHIECTBEHHO PEIylMPOBAHHBIM, MOKA3bIBAECT,
YTO HX IJIACTOM COXPaHSET CBOIO CTPYKTYPY, XOTS U MOKET ObITh PEAYLIMPOBaH el CUIbHEE —
mwiactoM B kietkax Epifagus virginiana comepxur 42 reHa, ¥ HE UMEET I€HOB, CBSI3aHHBIX C
dortocunTe3oM u otoasixanueM [Ems u ap., 1995]. B reHome netkoBoro pacrenus Rafflesia
lagascae Blanco ne Oblia 0OHapy»KeHa MOCIIEN0BATENbHOCTD IIACTUAHBIX XpoMocoM [Molina u
ap., 2014]. OgHako, 4yTO HECMOTpPsS Ha 3TO, IJIACTUIBI B KiIeTKax paddie3suu Ho-rnpexHeMy

COXPAHAIOTCA.
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Puc. 2. Ilnacrom ssumenst. KpacapiM 11BeTOM O0TMe4eHBI TeHbI prbocomMubix PHK, uépubim

— renbl TpaHcnopTHbIX PHK, cunuMm — Oenok-koaupyromye reHsl.

ITnacTuabl UMEIT HECKOJIBKO YCTOMYMBBLIX (POpM, Hambojiee W3BECTHAS M3 KOTOPBIX —
XJIOPOILIACTBL. B XjIopormiacrax coaepKUTCs XJI0pOoQHLI, KOTOPBINA MPUAAET KIETKAM PAaCTEHU
3eM€HYI0 OKpacKy M JaéT UM CIOCOOHOCTh K (porocuHTedy. OMHAKO, MOMUMO XJIOPOILIACTOB,
W3BECTHO MHOMKECTBO JPYIMX YCTOWYMBBIX (OPM IUIACTHJ: IPOIUIACTHJIBI, STHOILIACTHI,
XPOMOILIACTHI, JIEHKOIUIACTHI, TEPOHTOILIACTEI M JIPYTHE.

B xiteTkax 3apoibliiieii pacTeH i TIACTHIBI TPEACTABICHBI B KadecTBe mporutactua. OHu
coJepkaT BEe3WKYJbl, HO He Twiaakouasl [Pogson, Ganguly, Albrecht-Borth, 2015]. Tlo mepe
Pa3BUTHUSA TUIACTUIBI, TPOJIAMEUIIPHOE TEJIO TpaHC(HOPMHUPYETCs CHavyala B OCHOBHYIO JIAMEILTY,
U3 KOTOpOW TOTOM (OPMHUPYIOTCS MEJKHE TpaHbl, KOTOpbIe Jajice MpeoOpas3yloTcsl B
MOJIHOpa3MepHbIE TpaHbl. 3areM, B (a3e CO3peBaHHMs 3€pHA, OHM Ha KOPOTKOE BpeMs
TpaHC(HOPMHUPYIOTCS B XJIOPOILIACTHI, B PE3yJIbTATE YETO CeMeHa CIOCOOHBI K (DOTOCHHTE3Y H

YCBOEHHIO YIIIEKUCIIOro Tra3a. Jlanee, B aze BHICBIXaHUsI, XJIOPOILIACTHI eI PepeHIIUPYIOTCS U
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TpaHC(OPMHUPYIOTCS B J0ILIACTHI, OECLBETHBIE U HE CIOCOOHBIE K (POTOCHUHTE3Y, U OCTAIOTCS B
atoii popme mo mpopacranusi cemsiH [Allorent u ap., 2013]. Tlocae 3TOTO 30IIACTHI B KIETKAX
nmobera pacTeHUS TPAHCPOPMUPYIOTCS CHOBA B XJIOPOIUIACTHI, CIOCOOHBIE K ()OTOCHUHTE3Y, B TO
BpEMsi KaK B KJICTKAaX THIIOKOTHIISL U KOPHSI OHU TPaHC(HOPMUPYIOTCS B aMIIIOIuIacTel [ Demarsy u
ap., 2012].

MHO0eCTBO MOJICKYJI HAIpaBISICTCS U3 IUTOILIA3MbI B IUIACTUIBI, HEKOTOPbIEC M3 HUX
CIIOCOOHBI BIUSTH Ha IKCIPECCHIO TeHOB Iactia. OIHAKO, MPU 3TOM TAaKXKE M M3 TUIACTHJI B
[UTOTIA3My TOCTYIACT ENbId PSAA COCAMHCHHUH, KOTOPhIC BIHUSIOT HA 3KCIPECCHUIO SACPHBIX
TCHOB. DTH BEIIECTBA HA3BIBAIOT PETPOTPAIHBIMH CHTHajJaMHu. VI3BECTHO, YTO B Ka4yecTBe
pPETpOTrpaHbIX CHUTHAJOB BBICTYMAIOT TaKUE COEIUHEHUs, kak Mg-nporonoppupun I[X.
BeienstoT perporpaiHbie CUTHAIIBI, CBSI3aHHbIE C:

1) MeTabonuTaMu U3 MyTH CUHTE3a TETPAITUPPOJIOB;

2) 3KcIpeccued MIacTHIHBIX TeHOB;

3) akTUBHBIMU (hOpPMaAMU KHUCIIOPOa;

4) HapymieHne MeTaboIM3Ma IIacTU/I.

B OCHOBHOM 3TO CBSI3aHO C OTBETaMHU Ha CTPECC M KOHTPOJIEM JACATEIHHOCTH ILIACTH]
[Hernandez-Verdeja, Strand, 2018].

MHorre MyTaHTBI, B KOTOPBIX HapylIeHO pa3BUTHE IUIACTUI, TUOHYT emé Ha CTaauu
sambpuona [Shi, Theg, 2013]. JIeTaapbHOCTh 3THX MYTaLlMii HA CTAJAUN SMOPHOHA TOBOPUT O TOM,
YTO K THOEIM OpraHW3Ma NPUBOJUT HE OJHEPreTHYECKHHA TOJOJ HW3-32 HECIOCOOHOCTH
(OTOCHHTE3UPOBATh, @ HEKHE NMPUHIMITMAIBHBIC HAPYIICHUS Pa3BUTHS KJICTOK, CBS3aHHBIC C
HapyIiIeHus MK pa3Butus miactu [Pogson, Ganguly, Albrecht-Borth, 2015]. Beiaenstot Tpu THia
JIOKAJIM30BAHHBIX B IUIACTHAX OEJIKOB, MyTAallMM B F€HaX KOTOPBIX CBSI3aHBI C SMOPHUOHAIBHOM
neranpHOCTRIO y Arabidopsis thaliana (L.) Heynh. — dbepmenTsl, He0OXOqMMBbIE AJISI CHHTE3a
AMHMHOKHCIIOT, HYKJICOTHJOB HJIHM JKUPHBIX KHUCJIOT; OEJKH, YYacTBYIOIIME B TPAHCIIOPTE H
Mo IU(pUKAITIK OSITKOB B IJIACTUIAX; OCJIKH, yJaCTBYIOIIUE B TPAHCISAIUK B TutacThaax [Bryant u
ap., 2011].

Takum 00pa3oM, MIacTHIBI OKAa3hIBAIOT OIPOMHOE BIMSTHHE HAa PACTHTENBHYIO KIETKY, Ha
pPacTUTENbHBI OPraHU3M B II€JIOM U JaK€ Ha DKOCHCTEMBI, BBIACISS JIETYYHE COCAMHEHMS,
KOTOPBIE YIaBIMBAIOTCS APYTUMH PACTEHUSIMU U MOTYT BIIUSITh Ha X MeTabomu3Mm [Bobik, Burch-

Smith, 2015]. Bo3MoxHOE OOBSICHEHUE 3TOTO — TO, YTO IUIACTHJIBI BBICTYIIAIOT B POJIM IICHTPA
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YYBCTBUTEIBHOCTH PACTHTEIBHON KIETKH K OKpyxatoum ycinoBusiM [Chan u ap., 2016]. B
MEHSIOINXCA YCIOBUAX CPEIbl PACTCHHUsS JOJDKHBI COXPAaHATH CIOCOOHOCTh K (DOTOCHHTE3Y,
MO3TOMY C DBOJIOIMOHHON TOYKM 3pEHHS OIpPABIAHO, YTO IUIACTH[IBI, /i€ HENOCPEICTBEHHO
MPOUCXOIUT (DOTOCHHTE3, U SBJIAIOTCSA ceHcopamu (GakTopoB okpyxaromieit cpeas [Nikkanen,
Rintaméki, 2019]. Oxnako npupoia oOpaTHBIX CHTHAJIOB, MOCTYHAONUX U3 IUIACTH B SIPO U
BIIUSIIONUX HA DKCIIPECCHIO SIICPHBIX TEHOB, JI0 CUX IMOp JO KOHIAa He m3ydeHa [Liebers u jp.,
2017]. B To ke Bpemsi, 3TO SIBISICTCS MPUHIUIHATIBHBIM BOTIPOCOM OHOJIOTHH pacTeHui [Xiao u

1p., 2012].

1.4 Anb0nHU3M pacTeHni

B mpomecc ¢orocuHTE3a BOBIEYEHO OTPOMHOE KOJIMYECTBO OenkoB. CyIIeCTBYIOT
nanHble, uTo y A. thaliana mo Tpetr Bcex reHOB MEHSIIOT CBOFO 3KCIIPECCHIO B OTBET HA U3MCHEHHE
ycinoBuit ocemernst [Chen u ap., 2010]. bonpmrast gacte 3TUX O€IKOB KOJUPOBAHBI T€HAMH,
JIOKAJIM30BAaHHBIMH B SIZIEPHOM T€HOME, OJTHAKO HEKOTOPBIC 3aKOIUPOBAHBI B I'eHaX IutacToma. B
pe3yibTare, Ui JOCTH)KEHUSI CTEXHOMETPHYECKOTO PAaBHOBECHS OCJIKOB, YYaCTBYIOIIUX B OJHOM
U TOW K€ peaKiHH, HeoOXOIuMa TOYHAs KOOPIWHAIMS SKCIPECCHH IUIACTUIHBIX U SACPHBIX
T'CHOB.

[TomuMoO TEHOB, y4acTBYIOIIUX B (DOTOCHHTE3E, OOJBIIOE WX KOJUYECTBO BOBJICUCHO B
mnporece OHOCHHTE3a XJIOPOGHIIOB, KOTOPHIH MPOUCXOAMT B miactuaax [Brzezowski, Richter,
Grimm, 2015]. IlepBbie cTaguu OHOCHHTE3a XJIOPO(HILIA COCTOAT B CHHTE3€ MPOTOnopduprHa
IX 13 5-aMUHOJIEBYJIMHOBOW KHUCIOTHL. ['€HbI, Koaupyroomme (GpepMeHThI, BOBICYEHHBIC B TOT
IpoIIecC, JIOKAIUW30BaHbl B simepHOM reHome. [lamee, ¢depment Mg-xenaraza (EC 6.6.1.1)
KaTanu3upyeT HPUCOEJUHEHME HOHAa MarHus Mg®" k Monekyne mnpotonoppupuna IX, B
pesynbTare yero oopasyercs Mg-nporonopdupun 1X [Brzezowski, Richter, Grimm, 2015]. B To
&Ke BpeMs, GpepMeHT mporonopdupus/konponopdupun deppoxenaraza (4.99.1.1, xopotko Fe-
XenaTasa) KaTaJu3upyeT MpUcoeMHEHHEe HOHa kene3a Fe?" k Monexyne npotonopgupuna IX ¢
obpasoBannem rema [Woodson, Perez-Ruiz, Chory, 2011]. Dti mpoiecchl MPOUCXOIIT B
ractuaax. Takum 00pazoMm, Mpolece CUHTe3a XJIOPOo(GUIIa B PACTUTEIBHBIX KIETKAaX CONPSIKEH
C CHHTE30M reMa, mpu 3ToM (DEepMEHT, KaTaJu3upYIoIuii oOpazoBaHue rema — Fe-xenarasa —
KOHKypUpyeT 3a cyOctpar ¢ Mg-xenara3oi, KOTOpas KaTalu3UpyeT BaKHYIO CTaJHIO

MeTa00JIMYECKOro IMyTu 00pa3oBaHus XJIOpOHILIa.



20

Hanee, Mg-niporoniopdupun X B pe3yiapTare HECKOIBKHUX PEAKIHM mpeoOpasyercs B
XJIOpOPWUIHI @, KOTOPBIA ¢ ToMoIIslo (epmenta xmopodwmmun a-cunarasel (EC 2.5.1.62)
srepuduuupyercs ¢ puron qudochaTom, KOTOPHIH ajiee BOCCTAHABIMBAETCS 110 TPEM JTBOWHBIM
CBSI3SIM, M Tak oOpasyercs xiopodpmwnn a. Puton audocdar odpasyercss B KIIETKaX pacTCHUH B
pe3yibrare paboThl (PepMEHTOB META0OIUIECKOTO MyTH OMOCHHTE3a METHIIPPUTPUTON ocdara
[Rodriguez-Concepcion, Boronat, 2002]. Dtor MeTabOJUYECKHiA IyTh, JIOKAIW30BAHHBIN B
IUIaCTH/IAX, HA4YMHAeTcs C  TOTO, 4YTO B XOAE  Ppeakuu,  KaTalu3upyeMoi
neokcukcmiozopocharcunarazoit (EC 4.1.3.37), rmunepansaerua-3-gpocdar B3anMOICHCTBYET ¢
MUpyBaTOM ¢ 0Opa3oBaHHEM JEOKCUKCHIIO30(ocdara U BbIJICICHUEM YIIIeKUcaoro rasa. Jlanee,
MocJie yepenbl peakiuii, oopasyrotcs u3onentui audocdar (IPP) u ero msomep aumerunammn
mipochar (DMAPP), B3aumHble MpeBpalieHUs] KOTOPBIX KaTalu3UpyloTcs (epMeHTOM
m3oneHTmwIandochaTnzoMmepazon (EC 5.3.3.2). B pe3ynprare NENCTBUS
repanmirepannandocdarcuarazer (EC 2.5.1.29) u3 stux coemuHeHni oOpasyercss (GHUTONT
mudocdar, KOTOPBIA, Kak OBIJIO CKa3aHO paHee, BCTYIAET B PEAKIIUIO C XJIOPOPUILIHIOM d, B UTOTE
o00pazys xsopoduiI a.

Paborta merabomuueckux mytei cuHTe3a TeTpanupposoB u MEP nomxna ObITH TOYHO
KOOPJIMHUPOBaHA, IOCKOJIbKY HAPYLIEHNUE COOTHOLIEHUS TPOAYKTOB 3TUX ITYTeH B KJIIETKaX MOKET
MPUBECTH K HAKOIJICHUIO IMPOMEKYTOUHBIX MIPOAYKTOB CHHTE3a XJIOpOoHIa, TaKHX, Kak
nporonopdupus | X wuim npoToxsiopoGuuInI @, HEKOTOPbIE U3 KOTOPBIX TOKCHYHBI [Rodriguez u
ap., 2013]. O6paboTka pacteHuit hocHoMULIUTUHOM, KOTOPBIH OJOKUPYET paboTy MyTH CHHTE3a
MEP, npuBOIUT K JIETAIbHOCTH HA CBETY, KOTJa NPEIIIECTBEHHUKH XJIOpOQHIIa MOTYT
CHUHTE3UPOBAThCA, HO HE B TEMHOTE, KOTJa CHUHTE3 IMPEALICCTBEHHHKOB XJIopoduiia He
MIPOUCXOUT, U HE MPUBOJAUT K JICTATHHOCTH B TOM CIlydae, €Cli IMyTh CHUHTE3a TETPaNUPpPOIIOB
Toxke OnokupoBansl [Kim u ap., 2013b]. OtMeTum, 4To mpoTOXIOPOPIILTHA OKCUIOPEAYKTa3a U
HEKOTOpble Apyrue (GpepMeHThl U3 MyTH OMOCHHTe3a XJIopoduiuia GyHKIMOHUPYIOT TOJIBKO Ha
ceery [Wu u nip., 2018].

MexaHu3Mbl pa3BUTHUS TUTACTUI, CHUHTE3a XJIopodwiia U XJIOPOQHII-CBA3BIBAIOIINX
0elKoB, KaKk M Jpyrux OEJIKOB, NMPUHHUMAIOIIMX YydacTHe B (DOTOCHHTE3E, MMEIOT OTPOMHOE
3Ha4YeHUUE JUI ’KU3HU HE TOJILKO pacTeHUil, HO U Bcell 6nocdepsnl. [ToaToMy qaHHBIE MEXaHU3MBI
B TEUEHHE YK€ JIOJITOTO BPEMEHH OBUIM TMPEAMETOM MPHUCTAILHOTO BHUMAHUS HAy4yHOTO

COO6H_ICCTB€L I[J'IH HCCIICAOBAHUA OTUX MCXAHU3MOB MHCIIOJIB3YHOTCAd MYTAHTBI C HApPYIICHHUEM
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CHUHTE3a XJIopoduiia, UMCIOIINE aThOMHOCHBINA, YaCTUYHO aTbOMHOCHBIN, OJICAHO-3CIEHBIA H
KEJITOBAThIM (DEHOTHUIILI. Y PA3TUYHBIX PACTEHUH OMUCAHBI Pa3HOOOpA3HBIC T'e€HBI, MYTAIIUH B
KOTOPBIX CBSI3aHBl C HApPYUICHWSIMH CHHTE3a XJIopoduiia ¥ TPUBOAAT K OOpa30BaHHIO
QTBOMHOCHOTO, JKEJITOBATOrO WK OnenHo-3enénoro ¢penotunos [Bae u ap., 2001; Chen u np.,
2009a; Tang u np., 2018; Toshoji u ap., 2012; Zhang u ap., 2018]. [ToMuMO TE€HOB, KOAUPYIOITUX
OeJKM, BOBJICYEHHBIC B ITyTh OMOCHHTE3a XJI0PO(HILIA, BRIIEISIOT U IPYTHE — T€HBI, KOJIUPYIOIIHE
Oenku miIacTUaHbIX pudbocom [Qiu u ap., 2018], mentarpuxonentuasl [Liu u ngp., 2018],
(dhepMeHTHI U3 TyTH OMOCUHTE3a MyPUHOBBIX HYyKJIeoTHI0B [Cao u ap., 2019] u npyrue.

[MomynsipHbIM 00BEKTOM TakKoro poja wuccienoBanuii smisercs A. thaliana. Bbeuio
WCCIIEZIOBAHO MHOYKECTBO MYTAHTOB OSTOTO pACTEHUS, UMEIOIMUX (EHOTHN, TaKk WIH HHAYe
CBSI3aHHBIX C HapyIIeHHEeM chuHTe3a xnopoduiia [Casanova-Séez u ap., 2014; Martinez-Zapater,
1993; Sakamoto, 2003; Waters u ap., 2006]. 3HaunTeIHHONH BEXOW B WCCICIOBAHWM CHHTE3a
XJI0opoduIuIa, Pa3BUTHS TUIACTH]I M BIMSHUS WX CHTHAIOB Ha paboTy sSAEpHOTO T€HOMa CTajo
oTkpeiTHe B 1993 rony y apabuaorncuc TpéX MyTaHTOB, Y KOTOPBIX IKCIPECCHS SACPHBIX TEHOB
Cab u Rbsc ne 3aBucut ot craauu passurus miactun [Susek, Ausubel, Chory, 1993]. ®enotumn,
HaOIIOJaeMBbIi Y 3TUX MYTaHTOB, ObLIT Ha3BaH "paccoriacoBanre reHoMoB" (Genomes uncoupled,
cokpaménHo 'gun'). Kak Obl10 ycTaHOBIEHO BHOCHEACTBHM, MHOTHE JpYyrue siiepHbIe TEHBI,
KOJUPYIOIINE CBSI3aHHBIE C (POTOCHHTE30M OCJKH, TaKK€ HE M3MEHSIOT CBOIO AKCIPECCUIO B
pacTeHusx ¢ gun-(heHOTHUIIOM, €CJIM B KJIETKaX 3TUX PACTeHUN HApYyIIAeTCsl Pa3BUTHUE IJIACTU]L U
cunte3 xnopopumwioB [Garnik w ap., 2019]. TI'enpl, Myranuum B KOTOPHIX MPHUBOIMINA K
(hopMUPOBaHUIO TaKOTO (DEHOTHUIIA, TIO AHAJIOTHH C 3TUM (EHOTHIIOM OBLIM Ha3BaHbI gunl, gun2
u gun3.

Briociencreue Obutd OOHApY)KEHBI IPyrHe MyTaHTbhI, uMeromue ¢penotun gun [Larkin,
Brown, Schiefelbein, 2003; Mochizuki u mp., 2001; Woodson, Perez-Ruiz, Chory, 2011]. Ha
CETOJHSIIHUN JACHb OMUCAHO IIECTh MYTaHTOB, UMEIOIKX GeHoTun gun. JlanpHeime paboThl
MO3BOJIMIIM OXapaKTePU30BaTh reHbl JUN M MPUBS3aTh UX OEIKOBBIE MPOAYKTHl K KOHKPETHBIM
ouonormueckum  pyHkmusamM. e  gunl koaupyeT  JIOKAlM30BaHHBIM B IUIaCTUAAX
neHTarpukonenTuaHbIi 6enok [Koussevitzky u np., 2007]. IlozgHee OblI0 yCTaHOBIIEHO, YTO 3TOT
0eNoK yJacTBYeT B Peryisiiuu OMocuHTe3a TeTpanuppolioB [Shimizu u nap., 2019]. OcransHbie
Th T€HOB JUN KOAUPYIOT PePMEHTHI, IEHCTBYIOIIHE HAa Pa3HBIX CTAIUSX META00IMUECKOTO MyTH

OMOCHHTE3a TeTPAMUPPOJBHBIX COEIWHEHWH. QuN2 KoaupyeT TeMm-okcurenady 1, gun3 -
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(bUTOXpOMOOUIMH CHHTa3y, U QuUN6 - miactuanyio deppoxenarasy [Chi, Sun, Zhang, 2013], to
ecTb (PepMEHTHI, YUaCTBYIOIINE B BETBH CHHTE3a I'eMa 00Iero myTu OMOCHHTE3a TETPATUPPOJIOB.
I'ensr gun4 1 gUN5S KOAUPYIOT, COOTBETCTBEHHO, D- 11 H-cyObe qunuIIbI Maruuii-xenarassl [Larkin,
2016], To ecth mepBoro (epMeHTa B BETBU CHHTE3a XJIopoduiuia oOmiero mytd OHMOCHHTE3a
TETPAMUPPOTHHBIX COCAMHCHU.

Apabunornicuc — HE €IWHCTBEHHBIM OOBEKT, WCIOJIH30BAHHBIA JUIS HCCIICTOBAHUS
PETYISINH Pa3BUTHUS ITACTH/I M SKCIIPECCUH CBSA3aHHBIX C ATUM IMTPOIIECCOM T€HOB. J[J1st 3TOM 1emu
WCTIOJIB3YIOT MHOKECTBO JIPYTUX PACTEHUH, B TOM YHCIIe 371aKu. PaboThI MpoBOASTCS HA KYKYpY3e€,
KaKk Xopomio u3ydeHHOM oObekre [Rodriguez u nap., 2013]; Ha puce, kKaKk Ha BBICOKO
BocTtpeboBaHHOM oOBekTe [Cao u mp., 2019; Liu u ap., 2018; Qi u ngp., 2018]. Ho taxxe
JOCTaTOYHO OOJBIIOE KOJMYECTBO HCCIIECIOBAHUN HCIHOJB3yeT B KadecTBE OHOJOTHYECKOTO
o0bekTa ssamensb [Hess u ap., 1994; Landau u ap., 2007; Prina, 1996; Prina u ap., 2003].

HNmeHHO Ha s;laMeHe OBUIO TPOBENEHO HCCIEeNOBaHHE, KOTOPOE IMO3BOJIMIO BBIJIBHHYTH
TUIOTE3Y O BJIMSHUU SKCIPECCUU I'€HOB IJIACTHJA Ha AKCIpeccuio reHoB siapa [Bradbeer u mp.,
1979]. ABtopsl HabOmOmANKM yMEHbBIIEHHE KoyndecTBa (pepmeHToB (ochopubynokuHassl u D-
rmnepanpaerua-3-pochar NADP+ okcumopeaykrassl B KieTKax O€JIBbIX JUCTHEB PACTCHHMA
STAMEHsI MyTaHTHBIX THHUHN Saskatoon u albostrians. O6a 3Tux ¢pepMeHTa KOAUPOBAHKI SIICPHBIMHU
reHaMH, WX CHUHTE3 IPOUCXOJUT HA LUTOIIA3MaTHYECKHX pUOOCOMAaxX, JIOKAJIM30BAaHbI 3TH
(dbepMeHTHI B IiacTuaax. B GenbIX IUCThAX OBYX 3TUX MYTAHTHBIX JIMHUHN SIUMEHS MJIACTUABI HE
coJepkar xyuopodusuia, U X pa3BUTHUE MPOUCXOAUT aHOMalbHO. M3 3TOrO aBTOpHI Caenaiu
BBIBOJI, 4YTO COCTOSIHHE IUIACTUJ MOKET BJMATH HA OSKCIPECCHIO SIIEPHBIX T'€HOB, YTO
MIPOTUBOPEUMIIO CYILIECTBOBABILIEH B TO BpeMsl Mapaaurme, COrjJacHO KOTOPOW TOJBKO paboTa
SJIEPHBIX TEHOB MOTJIa BIHATHh Ha pabOTy T'€HOB MOJIyaBTOHOMHBIX OPTaHOMJIOB, HO HE HA00OPOT
[Ellis, 1977]. DTa paboTa moJjoxuia Ha4yalo U3y4eHUIO TAKOTO SIBJICHHUS, KaK 00paTHBIC CUTHAJIBI
u3 iactua B siapo [Borner, 2017].

MyTaHThl, UMEIOIIUE ONUCAHHBIM BbIIIe (DEHOTHUN gun, OBLTM TaKkKe OOHAPYKEHBI Y
sumens [Gadjieva u np., 2005]. TlToMmumo 3T0OrO0, OBUIM HUCCIIEAOBAHBI APYrHMe MYTAHTHl SUMEHS,
HUMEIOIIME YaCTUYHO aTbOMHOCHBIN, OJIeJHO-3eNEHBIN WK JKenToBaThii (heHotunbl. [Hagemann,
Scholz, 1962; Meller u ap., 1997; Qin u ap., 2015; Svensson u ap., 2006].

Bcé oTO0 TOBOpUT O TOM, YTO SUMEHb — MEPCIEKTHBHBIA OOBEKT ISl JaibHEHIero

HU3YUCHUA PA3BUTHUA IIIACTU, CUHTC3a XJ'IOpO(I)I/IJ'IJ'Ia, O6paTHLIX CUTHAJIOB U3 IJIACTU/[ B AP0, U
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TCHETUYECKON pPEryisiiié BCEX 3TUX MpOIeccoB. Takxke OTMETHM, YTO BO MHOTHX paloTax,
HaIpaBJICHHBIX HA U3y4CHUE Pa3BUTHS TUIACTH]I, CHHTE3a XJI0pO(riIa U peryisiuy U HapyIeHHH
3THX TPOIECCOB, MPOBOIUTCS MPO(UIMPOBAHNE TPAHCKPUIITOMA PACTEHHS C ENBI0 M3Y4YCHUS
OKCTIPECCHU T€HOB, CBS3aHHBIX C (POTOCMHTE30M M CHHTE30M XJIOPO(HIUIA, a TAKKE OCTATbHBIX
reHoB. J{Jst 3TuX 1enel B pa3HbIX paboTax MCIOMB3YIOTCS Kak MUKpouunnsl [Griibler u mp., 2017;
Rodriguez u ap., 2013], Tak U MaccoBoe MapauieIbHOE CEKBEHHPOBAHUE TPAHCKPHUIITOMA C
MTOMOIIIBIO0 CEKBEHUPOBAHUSI HOBOTO TMOKoJIeHUs, To ecTb RNA-seq [Gang u np., 2019; Nguyen u
ap., 2014]. B tom uncne sxcnepuMenTsl RNA-seq npoBosTCS U Ha SYMEHE B Ka4eCTBE 00bEKTa

[Bian u ap., 2019; Tan u ap., 2019].

1.5 Mesianu3M pacTreHni

PacturenbHple MUTMEHTHI BKITIOUAIOT OOJIBIION HA0Op COSTMHEHNH, CO3AI0ITUX OKPACKY
OT/ICNIbHBIX OpPraHOB pacTeHWil. B To BpeMs kak ocHOBHas (yHKIMs Xjopoduuia, Hanbosee
pacrpocTpaHEéHHOTO PACTHUTEIHHOTO THIMEHTa Ha 3eMJjie, COCTOMT B YJIaBIMBAaHUU SHEPTHUH
(OTOHOB, YTO JeNaeT BO3MOKHBIM Tporecc (OTOCHHTE3a, IPYrue MHUTMEHTHI BBITIOTHSIOT
MHOJKECTBO Pa3HOOOpa3HbIX (QyHKIMUA. Pa3Hble THUIIBI OKPAcCKW OPTaHOB M TKaHEW B PACTEHUSX
CO3/IAIOTCSl  PA3IMYHBIMH XHUMHYECKHMH coeuHeHusMH. OpuH #3 Hamboyiee MIHMPOKO
IIPEACTaBICHHBIX KJIaCCOB PaCTUTEIbHBIX MUIMEHTOB — (paBonou sl [Mierziak, Kostyn, Kulma,
2014]. C xumu4eckoi TOUKH 3peHust (pIaBOHOMIBI IPEACTABIISIOT COOO0M MPOU3BOIHBIE (hIIABOHA,
TO €CTh T€TEPOIMKINYCCKHE COSAMHEHHs MoM(eHoNIbHON npupobl. M3BecTHO Oosiee NEBATH
ThICTY (pIaBOHOMAHBIX coemuuenuii [Buer, Imin, Djordjevic, 2010]. DTi mUrMeHTHl MPUAAIOT
OpraHaM pacTeHUH pa3JIMYHbIC TUIBI OKPACcKH: (PUOJICTOBYIO, CHHIOI, KOPUYHEBYIO U JIPYTHE
[Zhu, 2018]. [Tomumo co3maHust OKpacku, (IABOHOMIBI TAKXKE BBIMOJIHSIIOT APYrue (QYyHKIUH B
pacTeHMsIX, TaKUE Kak 3aluTa OT maroreHoB [Wang u ap., 2022] u aOMOTHYECKHX CTPECCOBBIX
¢akropos [Ghitti u ap., 2022], perynsius Tpancnopra aykcuna [Peer, Murphy, 2007] u npouwue.

[Tomumo ¢maBoHOHIOB, TEMHYIO OKpacKy oOpraHaM pacTeHHd MOTYT MpHIaBaTh
MeJTaHUHbI. MelaHuHbI — OOMIMPHBINA KJIacC XUMHUYECKUX COSAMHEHUN — MPOU3BOIHBIX (PEHOJIOB
[Tarangini, Mishra, 2014]. MenanuHbl BcTpeyaroTes y OakTepuii, rpuOOB, paCTCHUI U KHUBOTHBIX
[Kim, Uyama, 2005]. MenaHuHbI, BCTpEUAIOIIAECS B PACTCHUAX, HA3bIBAIOT «aJNTIOMEJIAaHUHBIY,
TOrJa Kak y JPYTMX TaKCOHOMHYECKUX TPYII BCTPEYAIOTCS APYrde THUNBI MEIaHUHOB —

¢deomenannnbl u Helipomenanuubl [Charkoudian, Franz, 2006] y >KMBOTHBIX, SyMEIaHUHBI Y
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KUBOTHBIX, OakTepuii U rpuboB. [Ipu 3TOM, amyIOMETaHMHBI TaK)KE BCTPEYAIOTCS Y TPHOOB H
OakTepuil.

AJTOMEITaHWHBI, MEXaHU3M HX CHHTE3a U €r0 PeryJIsaIus y PaCTeHUH U3yUeHBI XYKE, 4eM
OMOXMMMS U TEHETUKA CHHTE3a JPYruX TUIIOB MEIAHWHA y MPOYMX TAKCOHOMHYCCKHUX TPYIIIL.
N3ydyeHnto ayuioMelaHWHOB OBLIO yICIIGHO MEHBIE BHHMAHHS, YeM W3YYCHHUIO JPYTHX
pacTUTENnbHBIX NUrMeHTOB [Varga u 1p., 2016], mockonbKy ajulOMeNaHWHBI, KakK IpaBUiIo,
MPEJICTABICHBl B PACTEHUSX OJJHOBPEMEHHO C JPYTMMH TUTMEHTaMH, ¥ (QYHKIIHOHAI
QIJIOMEJIAaHWHOB JIOJITO€ BpeMsi OBLI HE SICEH. B IeoM ke, XUMUYECKHE HCCISIOBAHUS ITHUX
BEIIECTB 3aTPyJHCHBI HHU3KOH pACTBOPUMOCTHIO MEIIAHWHOB B OOJBIIMHCTBE ITHPOKO
ucnoap3yembix pacrBopureneir (Park 2007), 4To oCIOXKHSET UX BbIICIEHUE; OJJHAKO, METAaHHHBI
XOpOIIIO PAacTBOPUMBI B MIENOYHBIX pactBopax [Kamei m ap., 1997]. Hakonen, MoeKysbI
AJIOMEIIaHUHOB, B OTJIMYHEC OT APYTHX THUINOB MEIaHHWHA, HE COJCp:KaT aTOMOB a30Ta [Solano,
2014]. o 3Toi¥i MpUYUHE AJUIOMEIaHUHBI paHee HE OTHOCWIM K YHCIYy MeJlaHMHOB. CUYHMTANOCH,
YTO MEJaHWHBI >KMUBOTHBIX MPEICTaBISAIOT Topa3fo OONbIIMA OHMOJIOTHYECKUIl MHTEpec, 4eM
MEJIaHUHBI TIPOYUX Tpymn opranu3moB [Prota, 1980]. B cBeTe Bcero mepeunciieHHOro BUAHO, YTO
aJlJIOMEJIaHUHBI JI0 HEJIaBHETO BPEMEHHU He NMPUBJIeKald BHUMaHUs UCCliejoBaTeNeil.

Kak cnenctue, OMOXUMUSI MEIAHWHOB M MYTH UX OMOCHHTE3a ObLIN JIydlle U3y4eHbl Y
rpu6os [Butler, Gardiner, Day, 2009; Eisenman, Casadevall, 2012; Pal, Gajjar, Vasavada, 2014],
oakrepuii [Herndndez-Romero, Solano, Sanchez-Amat, 2005; Kelley u ngp., 1990], a takke y
KUBOTHBIX [Bourgeois u ap., 2016; Galvan, Solano, 2016], B Tom uncie y uenoBeka [ltou, Ito,
Wakamatsu, 2019; Sitiwin u ap., 2019]. CuHTe3 BCeX H3BECTHBIX THUIIOB MEJIAHMHOB, 34
UCKITIOYCHHEM aJUIOMEIaHUHOB, HAYMHAETCS C €AWHCTBEHHOTO MPEAIIESCTBEHHUKA — THPO3UHA
[Cao u mp., 2021; D’Alba, Shawkey, 2019]. Oxnako, ecTb cooOiieHuss 0 HaOMIOACHUN CUHTE3a
MeJIlaHWHA C MCII0JIb30BaHUEM TpUNTO(aHa B KaUeCTBE MPeIIIeCTBeHHUKA B OakTepuu Rubrivivax
benzoatilyticus JA2 [Ahmad u np., 2020].

OTnUYUTENbHON K€ YepTOl alJIOMENaHWHOB SIBJIETCS TO, YTO Y ATHX COCIMHEHUN HET
€IMHCTBEHHOTO MpEANIeCTBEHHUKAa — B Ka4ecTBE MPEANIECTBEHHUKOB Pa3HBIX aUIOMETaHHMHOB
BBICTYNAIOT KaTexoJ, XUHOHHI U 1,8-muruapokcunadranen [Cao u ap., 2021; D’ Alba, Shawkey,
2019]. CunTe3 aJuTOMETaHMHOB OCYINECTBIISCTCS MOTH(EHOIOKCHIa3aMH.

B mnHacrosmmii MOMEHT W3yYeHHE aJUIOMEJaHWHOB, IIpollecca WX OWOCHHTE3a U

MEXaHHU3MOB I'€HEeTHUYECKOM peryisiun KaXXeTcCsl NCPCIICKTUBHBIM HAIIPAaBJICHUCM. IlosBmstroTcst
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JaHHbIE O (YHKUIUSAX aAUIOMENAIMHOB M HMX BaXHOCTH Ui BBDKMBaHUS pacteHuil. Tak,
JUIOMEJIaHWHBI, HaKaIUTUBAIOMIKEeCs: B 000JI0UKe CEMSH MOJCOTHEYHUKA, MPEIOXPAHIIOT X OT
nopaxeHus TMYMHKaMu HacekoMbix [Pandey, Dhakal, 2001]. V apoy3a Citrullus lanatus Matsum.
& Nakai ycremHo mpopociu 86,5% cemsiH U3 uucia TeX, B 000JI0YKE KOTOPBIX COJEPIKUTCS
00JIBIII0€ KOJTMYECTBO MEIAHMHOB, UTO PUAAET UM YEPHYIO OKPACKY, B TO BpeMsI KaK CPE/Ii CEMSH
CO CBETJION 000JIOUKOW M MaJIbIM COJIEp’)KaHWeM MeJaHHHA ToJabKo 37,5% ycnemHo mpopociu
[Mavi, 2010]. MenanuHbI, 5KCTparupoBaHHbBIC U3 CEMSH apOy3a, MOKa3bIBAIOT AaHTHOKCHIaHTHBIC
U aHTHOaKTepuaJbHBbIE CBOWCTBA, U 3aJEpKUBAIOT kEcTkoe uinmydeHue [Lopusiewicz, 2018].
Takum 006pazom, MeTaHUHBI UMEIOT KaK Ba)KHOCTb JIJISl BBDKMBAHUS U YCIIEIIHOTO Pa3MHOKEHUS
pacTeHus, Tak U IPAKTHUECKOE MPUMEHEHHNE B Pa3HbIX BUJAX MIPOMBIIIJICHHOCTH.

VY JKUBOTHBIX MEJIaHWHBl CHHTE3UPYIOTCS M HAKaIUIMBAIOTCS B OCOOBIX KIIETKaX —
MeJaHOIuTaX. MeTaHOUThI — NEHIPUTHBIE KIeTKU HelposkToaepmel [D’Mello u ap., 2016]. ¥V
pacTeHui ke CelMaTu3UPOBAHHBIX KJIETOK, COAep KaIllUX METaHUHbI, HET. PaHee cuuTanock, 4To
CHUHTE3 U HaKOIUICHHE aJIJIOMEJIaHHUHOB MPOUCXOJUT B MEKKIETOUYHOM IpocTpaHcTBe. OOHAKO,
MOCJIETHUE JaHHbIE MOKA3bIBAIOT, YTO BHYTPUKIIETOUHbIE 001acTh (pryopecueHuu xiaopoduiia
U MeJlaHWHAa B KJIETKaxX MepuKapna y pacTeHUW SUMEHs JIMHUU, OTJIMYAloMIecs 4acTUYHBIM
MeJIaHU3MOM KoJioca, coBmanaioT [Shoeva u mp., 2020]. D10, BKyne ¢ JOKaIu3anuen 00JIbIIOro
KOJIMYECTBA PACTUTENBHBIX monudeHosokenaa3 B mmiaactugax [Boeckx u ap., 2015] u
MPUCYTCTBUU B IJIACTHAAX OOJBIIOTO KOJIMYECTBA (DEHOJIBHBIX COEAWHEHUH, SBISIOUIUXCS
MpeAIeCTBEHHUKAaMH MeJIaHWHA U cyocTpaTom i nosmdenonokcuaas [Boeckx u ap., 2017a],
MO3BOJISIET TPEANOJIOKHUTh, YTO y SYMEHS MEJaHWH CHUHTE3UPYyeTCs M HaKalIuBaeTcs B
mwiactuaax. B cBsi3u ¢ 9TUM ObLT MPEUIOKEH HOBBIM TEPMUH, XapaKTepU3YIOLIUN TIaCTU/IbI, B
KOTOPBIX MPOUCXOAMT HAKOIUICHWE MENaHMHOB — MenaHoruiactel [Shoeva u mgp., 2020]. Ha
JAHHBIA MOMEHT HE YCTaHOBIIEHO, Y BCEX JIM PACTEHUU HAKOIUICHHWE MEIAHUHOB MPOUCXOAUT B
IUTACTU/AX, WJIM K€ 3TOT MpoLecC yHUKaieH ais sumeHs [Shoeva u ap., 2020]. B nenowm,
TJIacTUHAS JIOKATHM3AIlHsl aJUIOMENaTHUHOB U OENKOB, YUAaCTBYIOIIMX B IYTH UX OMOCHHTE3a,
MO3BOJISIET MPENOI0XKUTh, YTO CHHTE3 MEIAHUHOB B PaCTEHUSX TpeOyeT TOYHON KOOpAMHAIMH
MEXAY IUIaCTUaMH U sIpoM. B TakoM ciydae, U3ydeHHe 3TOro MpoLecca MOKET MPOJIUTh CBET
Ha T€HETUYECKUE MEXaHU3Mbl CBSI3M JIBYX T'€HOMOB — IUIACTUJHOTO U SIIEPHOTO — U THIIBI

CHUT'HAJIOB, KOTOPBIMH OHU 0OMEHHBAIOTCH.



26

1.6 MeToabl TPAHCKPUIITOMHBIX HCCIEI0BAHUI

[TonsiTHe «TpaHcKpunTOM» OBLIO BBeneHO B 1997 rogy u ObUIO ompeaeneHo Kak Habop
BCEX I'€HOB, SKCIIPECCUPYIOIIMXCS B JAaHHOM MOMYJISAIUHN KIETOK, BKIIIOYas [10CIEA0BATEIbHOCTh
M KOJIMYECTBEHHBI YPOBEHB IKCIPECCHU KaXKAOro u3 3Tux reHoB [Velculescu u ap., 1997].
[lo3gHee ObuTO Tarkke CGHOPMYIMPOBAHO CIENYIONMIEE OIpPENeIeHUEe TpPAaHCKpUNTOMa —
COBOKYIIHOCTb BCEX TPAHCKPUIITOB, NPUCYTCTBYIOIIMX B KJIETKE Ha ONpeAcNEHHOW CcTaauu
pa3BUTHUS WM B OnpeeiaéHHbIX (pusnonorndeckux ycnosusx [Wang, Gerstein, Snyder, 2009].
Jtoro ompenaeneHus OyneM MPUACPKUBATHCS B JalibHEHIIIeM B TaHHOW pabote. Tpanckpumntom
BKJIIOYAaeT B cebst Habop Bcex Oemok-komupytonux PHK, mpencraBneHHbIX B OHOJIOTHYECKOM
oOpa3sue, pudocomubsie PHK, mansie sapsimkossie PHK, mukpoPHK, nnuHHBIE HEKoaupytomive
PHK u mpyrue Bumst PHK [McGettigan, 2013]. TpaHCKpHNTOM BBIMOJIHSIET POJIb CBSI3YIOIIETO
3B€Ha MEX]y T€HOMOM OpraHu3Ma U ero gusnueckumu xapaxkrepuctukamu [Velculescu u ap.,
1997], u nokaspiBaeT mTUHAMUKY 3kcrpeccun reHoB [Dong, Chen, 2013], mostomy u3ydeHue
TPAHCKPUIITOMA MOXET MPOJUThH CBET Ha 0COOEHHOCTH pabOThI FTeHOMa

HccnenoBanus TpaHCKpUNTOMa HAayalducCh ¢ nosiBieHreM TexHosoruu I[P B peanbHOM
BpEMEHH, TO3BOJIABIIEH KOJIMYECTBEHHO OLEHUTh YPOBEHb MPEICTaBICHHOCTH KOHKPETHOIO
TPaHCKpUIITa B OMOJOrMYECKOM oOpasiie. DTa TEXHOJOTUs SIBISETCS OTJIMYAeTCS BBICOKOU
TOYHOCTBIO, HO SIBJIIETCS BPEMSI3aTPATHOM, TaK KakK MO3BOJISIET OLEHUBATH SKCIPECCUIO TOJIBKO
otnenbHbIX reHoB. Kpome Toro, ans nposenenus [P B peasibHOM BpeMeHH HEOOXOIUMO UMETh
nH(pOpPMALIMI0O O TIOCIEeI0BAaTEIbHOCTH HCCIeAyeMoro reHa. JIpyroil skcnepuMeHTalbHON
TEXHOJIOTHUEH OLIEHKH YPOBHS TPAHCKPUIIIIUU T€HOB SIBIIETCS CEPUNHBIA aHAU3 SKCIPECCHH
renoB (SAGE, Serial Analysis of Gene Expression) [Velculescu u mp., 1995]. 3arem, Ha
MPOTSHKEHUH  JOJTOTO  BpPEMEHU JOMHHHPYIOIIEH TEXHOJOTMeH B  TPaHCKPUITOMHBIX
UCCIeIOBAaHUAX ObLIM MUKpouHuIibl [Schena u ap., 1995]. MuKpouumns! OlIEHUBAIOT SKCIIPECCUIO
OJIHOBPEMEHHO JIECATKOB THICSY TE€HOB, YTO IO3BOJSET HCCIENOBaTh BECh TPAHCKPUIITOM
opraHuzMa OJHOBpeMeHHO. OJHako, 4YTOOBl MCCIIENOBATh 3KCIPECCUI0 TE€HAa C IOMOIBIO
MHUKPOYHIIa, HEOOXOIUMO 3HATh MOCJIEJOBATEIBHOCTh 3TOrO '€Ha B MOMEHT Pa3pabOTKH YuIa.
Kpome Toro, MUKpO4MIIbI HE MO3BOJISIFOT ONPEAEIATH MOCIEI0BATEIBHOCTH UCCIIENYEMBIX T€HOB
1 0OHApYXHUBaTh HOBBIE MOJIUMOP(HBIE JTOKYCHI.

B 2005 roxy Oblia aHOHCHpOBaHa mepBasi iargopma A BEICOKOPOU3BOAUTEIHHOTO

cekBeHupoBanus (High-throughput sequencing wiun next-generation sequencing, NGS) — 454 GS
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FLX Genome Analyzer [Margulies u ap., 2006]. B 2006 roay Obu1a 0ny0JMKOBaHa IepBasi CTaThs
[Cheung u np., 2006], onmceiBaromas npuMmeneHre NGS 17151 ceKBEeHUPOBaHHS TPAHCKPUIITOMA.
TexHoytorHsi, OCHOBaHHAsI Ha BBIJICJICHHHM W CeKBeHUpoBaHWU ToTanbHOU MPHK o0pasma, Oblia
Ha3zBaHa RNA-seq. RNA-seq BBITOJHO OTIWYAETCSI OT MHUKPOYHUIIOB TE€M, 4YTO HE Tpelyer
MPEIBAPUTEIIFHOTO 3HAHUS W3y4aeMbIX IIOCJIEOBATENBHOCTEH, a 3HAYUT, MOXKET OBbITh
WCIIOJIb30BaHA ISl U3YYEHHS TPAHCKPUIITOMUKN HEMOJETBHBIX OpraHu3MoB. UyBCTBUTEIHHOCTD
RNA-seq Bbime, dem 4yBcTBUTENbHOCTh MHUKpouunoB. RNA-seq pa€r Oosiee TOUHbBIE
KOJIMYECTBEHHBIE JIaHHbIE 00 YpOBHSX 3Kcmpeccun TeHoB U m3odopm. Haxonern, RNA-seq
Tpedyet mensbInero konmuectsa PHK ans nposenenus sxcnepumenta [Mantione u ap., 2014]. Kak
CJIEJICTBHE, 9Ta TEXHOJIOTHS 3aHsJIa MECTO MUKPOYHMIIOB Kak HamOojiee 3(PGEeKTUBHOTO METOJa
TPaHCKpUNTOMHBIX HccienoBanuii [Shendure, 2008]. RNA-seq wucmonb3yercst ajisi TOHUCKa
g depeHInatbHOM 3KCIPEecCU T€HOB U M30(OpM, TMOMCKAa HOBBIX TI'€HOB, OOHApPYXKEHUS
MOJIMMOP(HU3MOB, CEKBEHHPOBAHUS TPAHCKPUTITOMOB HEMOIEITEHBIX OPTaHU3MOB.

Ha ceromnsmmamii 1eHb CymiecTByeT Oo0JbIlioe pasHooOpazue ruiathopm  ais
CEeKBEHHPOBAHMsI HOBOTO IMOKOJIEHHUS, METOJIOB MOJATOTOBKM MaTepHalia il CEKBEHUPOBAaHUS U
KOHKPETHBIX MpuiIoxkeHui metoaa. Bapuanun RNA-Seq BkitouaroT cekBeHupoBanue Mukpo-PHK
[Aldridge, Hadfield, 2012], npodumuposanue prbocom [Ingolia u mp., 2009], cekBeHHMpOBaHKE
MPHK c¢ 3' kxonma um wmHorume apyrue. OTMeTruM, 4YTo BCE OOJIbIIEE pa3BUTHE TOJydaeT
CEKBEHUPOBAHUE TPETHErO IMOKOJIEHUs C HcrnoJib3oBaHueM Miatdopm Pacific Biosciences u
Nanopore, 4yTO JAenaeT UX aKTyaJbHBIMH JJIi TOYHON HUICHTHU(PHUKAIMU BApUAHTOB CIUIAMCHHTa
[Bleidorn, 2016; Gupta u ap., 2015]. OnHako, naHHBIH 0030p CPOKYCHPOBAH Ha KIACCHUYECKOMN
texnosoruu RNA-seq, 6uonHbopMaTnyecKkoM aHANIM3€e JTaHHBIX CEKBEHUPOBAHUS U IPUMEHEHUU

TCXHOJIOTHUH K UCCIICAOBAHUAM PACTUTCIIbHBIX TPAHCKPUIITOMOB.

1.6.1 IlinaTdgopmMbl VI CEKBEHHPOBAHUS BTOPOIr0 MOKOJICHUS

[Tnar¢opMbl CEeKBEHMpPOBAHUS BTOPOTO TOKOJIEHHSI NOJIYYMJIM Haubojiee IIHPOKOe
pacnpoCTpaHEeHUE B MOCIEAHUE TOAbI, KPOME TOTO, CIEAYET OTMETUTh, YTO OHU UCIOJIb30BAIKNCh
JUI TeHepalui SKCIEPUMEHTAJIbHBIX JAHHBIX B HacTosIled paboTe, MO3TOMY B 0030pe MBI
yI€IUM UM OCHOBHOE BHUMaHHUe. Ha JaHHBIN MOMEHT CyHIECTBYET HECKOJBKO IPOU3BOANUTENEH
wiatpopM JUIsI BBICOKOTIPOM3BOJMTENIBHOTO CceKBeHUpoBaHus. Haubonee pacnpocTpaHeHb

wiatopMbl Takux npousBoauteneil, kak Illumina, Applied Biosystems, Roche, BGI, Qiagen,
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Thermo Fisher Scientific. OHM pa3nuyaroTcs N0 NPUHIUITY JEHCTBHS U HMEIOT CBOH

ocobeHHOCTH. PaccMOTpUM HEKOTOpPBIE U3 ATHX TUIATGOpM moapoOHee.

TexHosnorus cekBennposanus Illumina

[Tnar¢popmer  Illumina  TpagWUIMOHHO  HCIOJB3YIOT  CEKBEHHPOBAHWE  TAapHBIX
MOCIIEIOBATEIBHOCTEH. J[JIsI 7TOTO CEeKBEHNPYEMBbIii T€HOM/TPAHCKPHUIITOM (hparMeHTUPYETCS, U K
KOHLIaM I0JIy4eHHBIX (PparMEeHTOB MPHUILKBAIOTCS pa3Hble afantepsl. Jlanee nocienoBareasHOCTH
UMMOOMIIM3YIOTCSI HAa  MOJJIOKKE, Ha  KOTOPOW  3aKpeIyIeHbl  OJUTOHYKJICOTH/]IBI,
KOMILJIEMEHTapHbIe Kaxa0My U3 agantepoB. [locienoBaTeNbHOCTH aMIUIM(DUIMPYIOTCS B XOJI€
MoctukoBorr [IIIP mo oOpa3oBaHus KIacTEpPOB WACHTHYHBIX IIOCIEAOBATEIIBHOCTEH, TJIE
BIIEPEMEIIKY TECHO PpACIOJIOKEHBl NPsIMblE W KOMIUIEMEHTAPHBIE IOCJEN0BATEIBHOCTH.
COOTBETCTBEHHO, B 3aBUCUMOCTH OT HAIPaBJICHUS LENU KaXI0W KOHKpeTHOW Mosekyisl JHK,
OJIMH U3 JBYX aJanTepoB OyJeT KOMIUIEMEHTApHO CBS3aH C 3aKpeIIEHHBIMU Ha TMOJUIOXKKE
OJIMTOHYKJIEOTHIaMH, B TO BpEMsI KaK BTOpOH Oy1eT HaXOIUThCs Ha CBOOOHOM KOHILIE MOJIEKYJIBI.
Jlanee B Kamepy CEKBEHUPOBaHHs JI00aBISIOTCSA IpaiiMepbl, KOMIUIEMEHTApHbIE OJHOMY U3
anantepoB. OHU CBSI3BIBAIOTCS C AJalTEpPaMH, PACHOJIOKEHHBIMH Ha CBOOOJHBIX KOHIAX, U
IIPOUCXOJUT CEKBEHUPOBAHUE B X0J€ cUHTe3a. [locie npoxoxaeHns peakuy CUHTE3UPOBaHHbIE
KOMIUIEMEHTapHbIE LEMU YAAISAIOTCA U3 PEAKUHOHHON cMecH, M J00aBIAIOTCS IpaiMepsl,
KOMIUIEMEHTapHbIE BTOPOMY ajantepy. Peakius cekBeHupoBaHus noBropsiercs. Takum o6pazom,
JUIA KOKIOTO M3 KJIACTEPOB IOCIEN0BATEIBHOCTEN, CONEPKALIUX IPSIMbIE M KOMIIJIEMEHTAPHBIE
nenu JIHK, 3anuceiBaroTcs 0jHa 3a Ipyroi JBe MOCIeN0BaTeIbHOCTH, COOTBETCTBYIOIINE KOHIIAM
JNIMHHOTO (pparMeHTa. Mlcxoas U3 M3BECTHBIX JJAHHBIX O METOJIe (hparMeHTAILlUH, MOKHO CYAUTh
O TOM, Ha KakOM YyJaJ€HMM JApYyr OT JApyra B I'€HOMHOH mnocienoBaresnbHocTH uin MPHK
HaXOJATCSl CEKBEHUPOBaHHbIE (pparMeHThl. BoJIbIIMHCTBO M1aTGOPM MO3BOJIAIOT CEKBEHUPOBATh
TaK)K€ U HENapHbIE IPOYTEHUS, B ATOM CiIydae IPOCTO IPOIYCKAETCS CTaAusl CEKBEHUPOBAHMUS
IIOCJIEOBATEIBLHOCTA CO BTOPOIO ajanrepa. JTO YCKOpSET NPOLECC CEKBEHUPOBAaHUSA, HO B
pe3yibTaTe CeKBEHUPYIOTCA TOJbKO KopoTkue ¢parmentsl PHK, uro 3atpymHsier cOopky
TpaHckpunroma de NOVO Ha ux ocHoBe. IIpolecc CEeKBEHMPOBaHMSI HYKJICHHOBBIX KHCIOT Ha
wiatpopme lllumina cxemarnyHo Mokas3aH Ha pUCYHKE 3.

[Tpu cexBenupoBanun Ha ruatgopme lllumina Mmoxxer Bo3HHKATh OIIMOKA M3-3a TOTO, YTO

CHUT'HaJI, I/ICHyCKaCMHﬁ OJITHUM KJIAaCTCPOM MOJICKYII, BO36y)K,[[aCT ABa NCTCKTOpPa OJHOBPEMCHHO.
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OTO NPHUBOAWT K IYIUIMKALMK OTIENIBHBIX IMPOYTCHHUH, TO €CTh, (PAKTHUECKH, HEKOTOPHIE
MIOCIIEIOBATEIbHOCTH HYKJIEMHOBBIX KHCJIOT OKa3bIBaIOT CEKBEHHPOBAHBI JIBa pa3a BMECTO
omuoro. Takoi 3¢ ekt Ha3pBarOT ontudeckor ayrumkanuei [Klepikova u ap., 2017]. UtoOst
pemuTh 3Ty MpoOJieMy, HCIOJB3YIOT —KBa3HCIy4YalHbIE OJHTOHYKJICOTHIHBIE METKH,
MIPUILKMBAEMbIE K CEKBEHUPYEMBIM mocienoBaTesnbHOCTsIM [Arnaud u np., 2016]. B pesynbtare,
OoOHaApyXHUB OJMHAKOBBIE MPOYTEHHS C OJUHAKOBHIMH METKaMH, MOXHO C YBEPEHHOCTHIO
YTBEp)KIaTh, YTO ATO — ONTHUYECKHE AYIUTMKAIMHM, W yOaIsaTh ux u3 OmOmmorek. Taxke,
OYTUTUKAIUSIMU MOKHO OOpOThCsl OMOMH(POPMATUUECKUMU METOIaMU.

[lepBoil u3 mnatgopm nuHeNKu, pazpaboTaHHOl KomnaHue Solexa, crtana miuatdopma
Genome analyzer. DTta mnargopma CEeKBEHHpOBaIa MOCIEAOBATEIBLHOCTH JIHHON 1o 30-35
OCHOBaHUH Ha Kak10# u3 kKoHIOB ¢parmenta [JHK. [IpoGonmoaroroBka 3annMana okoJio 6 4acos,
nocie yero paboTa cekBeHaTopa TpeboBasia oT 2 10 3 cyrok. Ilnardopma renepuponana o 1
MUJUIMAp/a Map OCHOBaHWN 3a OAMH 3amyck. M3-3a manoil [uymMHBI (parMeHTOB MPOYTEHHI
miaropMa HCIOJb30Balach it pecekBenuposanus [Fox, Filichkin, Mockler, 2009], moucka
nosumopdusmoB [Trick u ap., 2009], co3aanus TpaHCKpUITOMHBIX mpoduiei [Wu u ap., 2010],
morcka MukpoPHK [Chen u ap., 2009b], ChlP-seq [Johnson, Mortazavi, Myers, 2007; Lefrancois,
Masopust, 2009], oaHako OBUTH ¥ OTBITHl CEKBCHUPOBAHUS M COOPKH OaKTepHalbHBIX T€HOMOB
[Farrer u ap., 2009].

B nmansneitmem xommanus Solexa Oputa npuobperena kommnanuei Illumina, mocie dero
CEKBEHATOPBI ATOM JIMHEHWKH BBIMyCcKaIuch UMeHHO 1o OpermoMm lllumina. Haubosee nHoBas u3
pazpaboTtannbix kommnanuei [llumina miardhopm — NovaSeqX. Dra nnatdopma reHepupyet a0 6
TPWLTUOHOB Map OCHOBaHM U 20 MUJUTMAPAOB MAPHBIX MPOUTEHUN AnuHamMu 10 250 ocHOBaHMIA

3a OJIMH 3aIycCK, TpeOys Ha 3TO MeHee JIByX CyToK [emea.illumina.com].
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Puc. 3. CxemMa CeKBEHHpPOBAHHS HYKJIEHHOBBIX KHCIOT Ha rutatdopme lllumina. (A) —

MOJrOTOBKA OMOJIOTHYecKoro Marepuana, pparmentanus kIHK u npummBanue aganrepos. (b) —
UMMOOMIIM3as (pparMeHTOB Ha TMOMIOXKKE, amIutuukaims ¢ momornipio [TLP mo mpuHIMmy
«wvoctukay. (B) — mommoxka c¢ kmactepamu amIumuIMpoBaHHBIX ¢parmentoB. (I) —
CXEMAaTUYHOE MPEJICTABIICHUE PETHCTPAIMU JETEKTOPaMU CBETOBBIX CHUTHAJIOB OT KIIACTEPOB,
ClIeBa HAIIPaBO, CBEPXY BHU3: JIBA JICTEKTOPA, BOCIIPHHUMAIOIINX YETKHIE [[BETOBBIC CUTHAIIBL; JBA
JIETEKTOPa, BOCIPUHUMAIOIIUX CUTHAIBI OT OJHOTO M TOTO )K€ KJIacTepa, 3a CUET Yero CO3JaroTCs
ONTUYECKUE AYIUTUKAIMH, JIETEKTOP, BOCIPUHUMAIONIMA CUTHAIBI OT JIBYX KJIacTEpOB
OJTHOBPEMEHHO, M3-32 YEr0 CO3JAI0TCS IOMEXH; JCTEKTOp, HE NMPUHUMAIOUIMA CHUTHAJIOB IPH

aMILTU (DUKAITUH.

TexHosorus cekBenupoBanusi Roche 454

ITnardpopma Genome Sequencer, co3nanHas B 2005 roay xommnanuedt 454, mosaHee
npuoOpeTéHHOi komnanueil Roche, onupaercss Ha NMPUHIKIBI MUPOCEKBEHUpPOBaHus [Langaee,
Ronaghi, 2005]. IlepBonauansho cexBenupyemast JJTHK wmu x/IHK pasnmensercs Ha ¢pparmeHThI
JUTMHAMM 710 1 THICSIYM Map OCHOBAHMIA, MOCIIE Yero K (pparMeHTaM MpUIIMBAIOTCS aJanTepbl, U
OHM UMMOOWIIM3YIOTCS Ha MUKpOTpaHyjlaX. MUKpOrpaHyIbl 3aT€M BHOCSITCS B OTCEKH 00BEMOM

OKOJIO 75 MHUKOJIUTPOB, KaXKJbIM M3 KOTOPHIX MOXET COAEPKATh TOJIBKO OJHY MHUKpOrpanyiy. B
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xoJ1e sMynbcrnoHHOTO [TIP mpoucxoauT aMrmuduKkanus Kaxaoro U3 TaKix UIMMOOMIIN30BaHHBIX
¢parmenToB. Ilocie 3Toro Ha TUIANIKY, HA KOTOPOH HAXOIATCS OTCEKHM C MHUKPOTPaHYyJIaMH,
MOOYEPENHO HAHOCATCS HEOOXOAMMBIC JJIi CEKBEHMPOBAHMUS KOMITOHEHTHI. HyKieoTu bl
NOOABJSAIOTCS B PEAKIHOHHYIO CMECh 10 OTACIbHOCTH. IlpW TpHITUBAaHUK OYEPETHOTO
HYKJICOTH/Ia K CEKBEHHpyeMOMY (pparMeHty Bbiiensercss nupodocdar u u3mydaeTcss CBETOBOU
CUTHAJI, KOTOPBIA YJIABIMBAETCS CEHCOPOM. Takoi CHTHajl CBUJIETEIBCTBYET O MPUCOCTUHEHUU
HYKJICOTH/Ia K CHHTE3UpyeMoil 1enu. Tak Kak HyKJICOTHAbI JOOABISIOTCS MO OJHOMY, CHUCTEMa
MOXET OTIPEICTUTh, MPUIITUBAHNE KAKOTO MMEHHO HYKJICOTH A TPOU3OIILIIO B KAXKJIOM U3 OTCEKOB.

B mnepBom »skcnepumeHTe 3a OAMH 3aIlyCK, JUJIMBIIHICS OKoJIO 4 4YacoB, OBLIO
ceKkBeHHpOBaHO OKo0yi0 300 ThICAY TpOUTeHUH cpeaHerl mIMHOM okosio 110 ocHoBaHwmii, 4TO
CyMMapHO cocTaBmuiIo 33,5 MUJUTHOHA MTPOYNUTAHHBIX OCHOBaHui [Margulies u ap., 2006].

[To cpaBuenuto ¢ rarpopmamu SOLID u [llumina rexnonoruu 454 mo3BoJIsIA TOJTy4aTh
MpOoYTEeHUsI OOJIBIIIECH TMHBI, TO3TOMY OHH MO3UIIMOHUPOBAIHICH KaK HAHOO0JI€E TTOIXOISATITUE ISt

de noVOo c60pKK TE€HOMOB M TPAHCKPUIITOMOB.

Texnousorust IonTorrent

[Tnatdopma IonTorrent Proton/PGM sequencer oTimuaeTcs OT OCTAJIBHBIX IIATGOPM
NGS no npunnumy cBoeit padotsl. CexkBeHatopsl lonTorrent ynaBiMBaroT HE CBETOBOM CUTHAII, a
n3meHeHue pH B siueiike, copepxkalleil MUKpOTrpaHyily C MPUIIATHIMU KOIUSMU CEKBEHUPYEMOTO
¢bparmMenTa reHoMma/TpaHckpunToma. [IpuHIMNMATBEHO TOArOTOBKAa MPOO K CEKBEHHUPOBAHUIO
cxoka ¢ TakoBoit juig mnatgopmsl 454 — JIHK wim PHK dparmentupyercs, k Hell mpUITUBAIOTCS
aJlanTepbl, MPU TMOMOIIU KOTOPHIX 3aTeM (parMEHThl UMMOOWIM3YIOTCA Ha MHKpPOTpaHysax.
I'panynsl pa3HOCATCS 1O MHUKPOCKOIIMYECKMM syeiikaM Ha mnojioxke. Ilpoucxoaut
amrundukarus pparmeHToB ¢ nomoirsio 1P, B pe3ynpTaTe yero kaxaas MUKpOrpaHylia HECET
Ha cebe okosio 1 MuH. Konwit ogHOTO (hparmenTa. Ha mumamky ¢ sigeiikamu, B KOTOPBIX HAXOAATCS
MUKPOTpaHyybl, TOOYEPETHO BHOCATCS PACTBOPHI HYKJIEOTHUJIOB KAXIOrO M3 YETHIPEX THIIOB,
BcTpeyaromuxcs B nocienoarensHocTsx JIHK — anennna, TuMuHa, unto3uHa u ryanuHa. [lpu
BCTPaWBaHUU B CHHTE3UPyEMbIE KOMIUIEMEHTApPHbBIE 1€MW HYKIeOTHAA BhiaeiseTcs noH H', u
JOKalnbHOE M3MeHeHue pH ymaBiauBaeTcs CUCTEMOi, U3 YEro Jenaercs BbIBOJ O TOM, KaKoOil

HMCHHO HYKJICOTU ObLI HpI/ICOCI[I/IHéH K Ka&XKI0OMY KOHKPETHOMY (I)paFMCHTy.
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B pesynbraTe cexkBeHupoBanus mo TexHosoruu lonTorrent Proton/PGM  mnuna
CEKBEHHPYEMBIX (hparMeHTOB OOJIBIIIE, UM 110 CPABHEHUIO ¢ TAKMMH TutaThopmamu, kak lllumina
(mo 600 nykneotumos, cpeansisi quHa okojio 180). OmHako 3THM MPOUYTEHUS] MMEIOT OoJiee
BBICOKYIO 4acTOTy OIIMOOK TMpH ONpelesieHuu HykieoTuaoB. Kpome Toro, pasmep
CEKBEHHUPYEMBIX OMOIMOTEK KOPOTKUX MPOUYTEHHUM, CO3AaBaeMbIX IIATPOPMOI, CPaBHUTEIHHO
HEBEIUK (MWUIMOHBI OJMHOYHBIX IPOYTEHUH IO CPAaBHEHMIO C JECSITKAMU WM COTHSAMU
MUJUIMOHOB MapHBIX MPOUYTEHHH, co3gaBaeMbIx miaTdopmamu Illumina). Oto nenaer mnardpopmy
IonTorrent mnoaxoasiiuM CpeACTBOM JUIsl CEKBEHUPOBAaHUA (parMEHTOB s cOOpKHU
TPaHCKPUNITOMOB/(pparMeHTOB TeHoma U moucka J/IOI'0B u HOBBIX TeHOB/M30()OpM, HO OHa
OKa3bIBaeTCs MeHee moaxosmieit s moucka SNP. Kpome toro, minardopma ctpamaer ot 6osee

HHU3KOT'O Kau€CTBA OMPECACIICHUSA ci1abo MPEACTABIICHHBIX TPAHCKPUIITOB.

Texuoaorus ABi SOLID

OtnenpHO cnenyer paccMmotperh Tuargopmy SOLID, pa3paboTaHHyr0 KoMmIaHUEH
Applied Biosystems, mno3gHee mpHOOpeTéHHONW KommaHued Invitrogen. OTIUYUTEIBHON
0COOEHHOCTBIO MIIAT(OPMBI ABISETCS OMOXMMUS CEKBEHHUPOBAHUS, peanu3yemasi Mpu MOMOIIN
nurazHor peaknuu [Cloonan u ap., 2008]. Bmecto ompeneneHus KaxAaoro OTIEIHHOTO
HYKJIEOTHJAa MIPOUCXOAMUT OINpeAeNieHuEe MNapbl HUIYHIUX MOCIeA0BaTeIbHO HYKIEOTHI0B. B
CEKBEHATOpPE HCIONb3YIOTCA CBETAIIMECS METKH 4YeThIp€x 1BeToB. Kakaomy u3 1LBETOB
COOTBETCTBYIOT UEThIpE Mapbl HYKJICOTHJIOB, pa3jiMyarolivecs Kak IEepBOi, Tak U BTOPOM
no3uiuedl. B kauecTBe CTapTOBOM TOYKM CEKBEHHUPOBAHUS BCETJla MCIOJb3YeTCS HYKICOTH]
THMUH, BXOJAIIUI B COCTaB aJianTepa, MPUIIMBAEMOr0 K OJIMTOHYKJICOTHIAM MPH MOJArOTOBKE K
CeKBEHHpOBaHMIO. TakuMm oOpa3oMm, TP HW3BECTHOM TEPBOM HYKJIeOTHUae (TUMHUH,
MpUHAUISKAIIUHN K aJanTepy) NOJy4eHHYIO TOCIeI0BaTeIbHOCTh HU(P BOZMOKHO MEPEBECTH B
MOCJIEJIOBATETFHOCTh HYKJICOTHAOB, OJIHAKO OOBIYHO TAaKOUM OImeparii He MPOBOJIUTCS, TaK Kak
KaXK7ast OITMOKa CEKBEHUPOBAHUS B OJIHOM M3 MO3UIIMI B cepearHe (hparMeHTa mNpuBeaeT K TOMY,
YTO OCTaBIIAsCS 4YacTh (hparMeHTa OyAeT MepexoAupoBaHa oOmKO04YHO. Bmecto 3toro, amns
BBIpaBHHUBaHUS (PparMeHTOB Ha MaTpUIly pe(epeHCHOro reHoMa CO3/1al0TCsi UHAEKCHl TeHOMa,
MpeJICTaBIsieMbIe B TOM ke (hopMare mocieaoBaTeIbHOCTH (P, Kaxkaas U3 KOTOPBIX 0003HAYAET

HAynue nmoapsa ABa HyKJICOTUAA.
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JIOCTOMHCTBOM 3TOH IUIaT(OPMBI SIBIISIETCSI BBICOKAash TOYHOCTb CEKBEHHPOBAHUS,
00yCJIOBNICHHAsE OCOOCHHOCTSIMU CEKBEHUPOBAHHMS — KaXKIBIH HYKICOTHA (PaKTUUYECKH
MIPOYHTHIBACTCS ABAKIBL. DTO TAKXKe IO3BOJIACT JIETKO OTJIMYUTH OMIMOKH CEKBEHHPOBAHUS OT
HACTOSIINUX OJHOHYKJICOTHIHBIX OJUMOPPHU3MOB, TaK Kak B IEPBOM Cllydae OT pedepeHcHOM
MOCIIEIOBATEIILHOCTH OTJIMYACTCSI TOJBKO OJWH M3 JABYX CHUTHAJIOB, COJEPKAIIUX JAHHBIN
HYKJIICOTHUJI, BO BTOPOM e — OHM 00a. M3-3a 3Toro SOLiD BO MHOTO MO3UIIMOHUPOBAIaCh UMEHHO
kak miaatgopma ansg noucka OHIL. Ognako mMeHHo 3Ta cnenuuyHocTs muatdopmel SOLID
SIBJISIETCSL U OAHUM U3 €€ HelocTaTkoB. [leficTBurensHo, oOpaboTka nanubeix RNA-seq TpeOyet
OOJIBIINX BBIYMCIUTENBHBIX MOLIHOCTEW M 3 dekTuBHBIX anroputMoB. [Ipu 3tom miargopma
SOLID — enuHCTBeHHas, 3alMCHIBAIOIIAs CEKBEHHPYEMYIO IMOCJIE0BATEIBHOCTh B I[BETOBOM
KOJZIe, U TIEPEKOIMPOBAHNE B CTaHAaPTHBIC HYKIICOTHIHBIE SBISICTCS HEXKETATEIbHBIM IIaroM H3-
32 OMMCAHHOW BBIIIE BO3MOKHOCTH TOJYYEHHUS MOJHOCTHIO OIMTHOOYHON IMOCIIEI0BATEILHOCTH.
Kak HerpynHO MOHSTH, MporpaMMHoOe oOecrieueHue, oOpalaThiBarolllee CTaHAAPTHBIE TaHHBIE
CEKBEHUPOBaHUs, Hampsmyro ¢ naHHbiIMH SOLID paGotate He moxer. He Bce pazpaboTumku
peanu3yloT B CBOMX MPOIYKTaX OMIIMI0O 00pabOTKH NaHHBIX B (hopmaTe IIBETOBOTO Koja. M3-3a
ATOTO MpOrpaMMHOE obecrieueHre, 00padaThIBarOIIee TaHHbBIE ATOU TIaTPOPMBI, MEHEE Pa3BUTO
10 CPaBHEHHUIO C MPOTPAMMHBIM OOECIeYeHUEM, CIOCOOHBIM 00pabaThIBaTh JaHHBIC APYTHUX

wiatgopmM B popmaTe Mocie0BaTeIbHOCTH HYKJICOTUIOB.

Texnonornsa BGI

BGI group 6s11a ocHoBaHa B 1999 rofy uist yuacTusi B IpOeKTe CEKBEHUPOBAHUS FeHOMA
yenoBeka. B 2015 romy xommanus Bbeimyctuna cekBeHarop BGISEQ-100, mocne dyero
nocinenoBanu 1argopmel BGISEQ-200 u BGISEQ-500. Taxke, MGI - mnoapasaeneHue
komnanuu BGI — co3nanu anerepHatuBHy0 BeTKy cekBeHaropoB MGISEQ-2000 u MGISEQ-200
u MGISEQ-T7. CexBenupoBanue Ha miatdopmax BGI ocymiecTBisiercs ¢ HOMOLIbIO TEXHOJIOTHH
DNA nanoball sequencing, koTopas 3aKjtoyaeTcsi B JIUTMPOBAHUH aJanTepoB K 000MM KOHIIaM
¢parmenta JJHK win PHK. [Tnardopmbl nogiepKuBaroT CEKBEHUPOBAaHUE KaK OJTHOKOHIIEBBIX,
TaK U MapHbIX (ParMeHTOB PA3IUYHBIX AIUH. [Ipog0KUTENBHOCTD OJJTHOTO 3aITyCKa COCTABIISET

110 48 yacos.
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TexnoJsiorus Qiagen

B 2011 romy xomnanus Intelligent Biosystems BbimycTHina uiathopmy IS
cexBeHnpoBanus MAX-seq. B 2012 roay Intelligent Biosystems 6butn iproOpeTeHsl KOMITaHHEH
Qiagen, koTopas 3aTeM BBITyCTHIIA CBOIO maTdopmy GeneReader, ocHOBaHHYIO Ha miaTdopme
MAX-seq. [eiictBue 31Ol I1UarGopMbl OCHOBAaHO HAa CEKBEHUPOBAaHUM IyTEM CHHTE3A.
@®parments! JJHK nnn PHK ummoOunn3yroTcss Ha MUKPOCKOIIMYECKUX TpaHylax, IOCJE Yero
Yepe3 PpEeakIMOHHYI0O CMECh MPOMBIBAIOTCS PACTBOPHl HYKIEOTHUIOB, MOIU(MUIIMPOBAHHBIX
dbmroopodopamu, ceruGUIHBIMEU 17151 KaXI0T0 U3 YeTHIPEX HYKIeoTH0B. [locne BcTpanBaHus
HYKJICOTH/Ia B CHHTE3UPYEMYIO II€Th PAacTBOP C OCTAJIbHBIMH HYKJICOTHIAMHU BBIMBIBACTCS, U
MPOUCXOJUT  oTuieruieHue  ¢Guaroopodopa, UYTO COMPOBOXKAAETCS CBETOBBIM  CHUTHAJIOM,
YIIaBIMBAEMBIM JIETEKTOPOM.

[To cocrosauto Ha 2019 rom crnemyer oTmeTuTh, uto Tuiatdopmbl 454 m SOLiID
UCTIONB3YIOTCs KpaiHe penko. [lmatdopmer lon Torrent, GeneReader u BGI Takxke 3anumMarot
CPaBHUTEIHLHO MAIIYIO YacTh pbIHKA. Takum oOpa3om, [llumina romMmuHupyeT Ha peIHKE TUIATGOPM
st NGS. C oHO#M CTOPOHBI, 3TO 00eCTIeYrBaeT HEKOTOPYIO CTaHIAPTH3ALUIO JIJIs1 OOJIBITUHCTBA
MIPOM3BOJIMMBIX HCCIIEIOBAHUM, U YHUPHUIUPYET TpeOOBaHUS K MPOrPaAMMHOMY OOECIEeUEHHUIO.
Onnako ecTh MHEHHE, 4TO Apyrue rmiaatdopmel, B yactHocTd lonTorrent, Moryr mydmie, yem
[llumina, moaxoAUTh A7 pElIeHUs] HEKOTOPBIX crenuduueckux 3agad B oTAeIbHBIX RNA-Seq
skcriepuMenTax [Lahens u ap., 2017]. Kpome Toro, ObuI0 MOKa3aHoO, YTO, MPH CEKBEHUPOBAHUH
moenbpHoro pacrenus A. thaliana, mo kauectBy npousBoaumbeix pe3yiabratroB BGISEQ-500 ne
yerynaet [llumina HiSeq4000, u, cienoBatensHO, MOKET UCHOJB30BATHCS ISl PEILICHUS TEX JKe

3a/1a4 He ¢ MeHblel addekTuBHOCTHIO [Zhu 1 1p., 2018].

1.6.2 Xox s3xcnepumenta RNA-seq

ITockonbky 00paOoTKa M aHadM3 SKCHEpUMEHTANbHBIX AaHHBIX RNA-seq TpeOyroT
OO0JIBIIMX BPEMEHHBIX 3aTpaT, a caMO MPOBEAECHUE HKCIIEPUMEHTAa - MaTepHAlIbHBIX BIIOKECHUM,
OOMBIIOI BaXXHOCTBIO OONamaeT craaus IuiaHupoBanus dkcnepumenrta [Conesa u ap., 2016].
Crofa BXOJIUT BBIOOP IUIaT(OPMbI CEKBEHHPOBAHUS, METOJa MPOOOMOATOTOBKH, KOJIWYECTBA
CEeKBEHHPYEMBIX 00pa3I0B, BKJIIOYAs KOJMYECTBO OMOJOTMUYECKUX MOBTOPHOCTEW, W, KOHEUHO,

BLI60p COOCTBEHHO MaTcpuraia 1jid CCKBCHUPOBAHUSA, TO CCTh OHOJIOrMYECKOTO 06’bCKTa, cTaguunu
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KU3HEHHOTO LUKJIA, METO/1a 00OpabOTKH Ui MOJYYEHHUs JKEeIaeMOoro pe3ylbTaTa, BEIOOp opraHa
niv TKaHu Juis Beiaenenust PHK uis nocnenyromero cekBeHupoBaHus.

B nepsbix sxcnepumentax RNA-seq Ouosiornueckue noBTOPHOCTH MOTJIM OTCYTCTBOBATb,
B HEKOTOPBIX CIy4asX NPUMEHSUINCh TEXHUYECKHE MOBTOPHOCTU. OIHAKO C TE€YEHUEM BPEMEHU
cTaja OYeBHIHONH HEOOXOIMMOCTh MCIIOIB30BAaHHUS OMOJIOTHYECKIX TIOBTOPHOCTEH [T CO3/IaHuUs
BBIOOPKH 3HAYEHHUH SKCIIPECCUH KAKIOTO TeHa B KaXI0M OHOJIOTHYECKOM 00pasIie.

B nuTeparype BcTpeuaeTcsi TOUKa 3peHUs 0 IPEAIOUYTUTEILHOCTH O0JIBIIEr0 KOJIMYECTBA
OMOJIOTMYECKUX TOBTOPHOCTEN U OOJIbIIEH IITMHBI IPOYTEHUI Mepel IITyOMHON CEKBEHUPOBaHU,
TO ecTh pa3mMepoM oubaroTek [Robles u np., 2012; Wang u ap., 2011a]. [Tpu aTom apyrue aBTopsbI
YKa3bIBAIOT, YTO, XOTS MaJloil TJIyOMHBI CEKBEHUPOBAHUS U JIOCTATOYHO Ui MOJCUETA BBICOKO
MIPE/ICTAaBICHHBIX TPAHCKPUIITOB, YBEIUYEHHE TIyOMHBI CEKBEHHUPOBAHMS IO3BOJIIET TOYHEE
MOJICYMTHIBATh YPOBHU TPAHCKPHUIIIIUK T€HOB CO ciaboit sxcrpeccueit [Hou u np., 2013]. Takum
00pa3zoM, MOCKOJIBKY CYIIECTBYIOMHNE TIaTGOPMEI, B TIepBYI0 ouepeapb [llumina, mpemocTaBisioT
C Ka)XXJI0¥ CIeAyIOIe MalllnHOM sl CEKBEHUPOBAHUS YBEIHMUEHUE KOJIMYECTBA CEKBEHUPYEMBIX
MIPOYTEHH, ¥ BKYIIE C BBICOKOH CTOMMOCTBIO KaXKOT0 3aIlyCKa CEKBEHATOPA, B HACTOSIIIEE BpeMs
B OOJIBIIMHCTBE 3KCIEPUMEHTOB HCMOJIB3YIOTCSI TPU MOBTOPHOCTU KaXJIOTO OMOJOTHYECKOTO
oOpasria.

MynbTUIUIEKCUHT CEKBEHHUPYEMbIX OMONIMOTEK MOXET CHU3UTh CTOMMOCTH MOJyYEHUS
oaHou 6mbmmoTeku [Smith u ap., 2010]. Ilpu MyTbTHIIEKCHHTE B TIpoliecce MPoOOTIOArOTOBKH K
¢dparmentam kJIHK mpummBaroTcst ONMMTrOHYKJICOTHIIbI, YHUKAJIbHBIC IS KaXIOW OTACIbHON
oubnmuoreku — "mTpux-kosl". [locie cekBeHnpoBaHUs KaXK0€ MPOYTEHHUE MOXKET ObITh OTHECEH
K KOHKPETHOI OMOIMOTEeKe Ha OCHOBAHHMM CBOET0 MITPUX-KOJA. ITO MO3BOJIIET CEKBEHHPOBATH
00JbIIOE KOJIMYECTBO OMONMOTEK 3a OJUH 3alycK cekBeHatopa. J[ns Hambosbliedl TOUYHOCTH
PE3yNbTAaTOB HY)KEH OalaHC MEXKIy MTyOMHOW CEeKBEHHUPOBAHUS U KOJUYECTBOM OMOJIOTHYECKHX
MIOBTOPHOCTEH, J€Tali KOTOPOTrO 3aBUCAT OT KOHKPETHOIO 3KCIEPUMEHTa, OJHAKO B JIHOOOM
ciydae nyuiie Opath 4 wnm Oonbie moBTopHOcTed [Lamarre m mp., 2018]. Jlns cpaBHeHUS
OKCIPECCUU TEHOB B OMU3KOPOJCTBEHHBIX OpraHU3Max JOCTAaTOYHO TPEX MOBTOPHOCTEH Ha
KKl 00pasel, B TO BpeMs Kak Jii MEHee CXOXKHX OpPraHu3MOB (CpaBHEHHE KYIbTYpPHBIX
COpPTOB M IUKHUX COPOJANYEH, U3ydeHHE PACTCHHI U3 YAaNEHHBIX MOMYISIH) TpebyeTcs Ooblie

6uonornyeckux nosropuocret [Williams u nip., 2014].
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Hanee mepen wucciemoBatesnieM BcTaéT mpobinema oboramennss MPHK B m3ydaembix
obpasnax. PubGocomnas PHK B HOpme Mmoxer coctaBmsate no0 90% Bceir PHK kmetkwm.
CootBercTBeHHO, s n3ydeHus s3kcnpeccun MPHK, Baxxuno ynanurs pPHK u3 cmecu Ha cranuun
poOOMOArOTOBKU. 3a4acTyro, 3TO pemaercs moiu-A oboramenuem npu Boiaenennn PHK.
Hpyro#t meron ymanenuss pPHK w3 cekBeHMpyembIx OHONMOTEK — HCIOJIB30BaHUE 30H/I-
HanpasjeHHoi nerpamanuu (Probe-assisted degradation) [Archer, Shirokikh, Preiss, 2015]. B
CMECh BBOJSTCS OJIMTOHYKJICOTHIBI, KOMIUIeMeHTapHbie puoocomuHoit PHK, mocne uyero
JBYIIENIOYEUYHBbIE (PparMEeHTHl JAETPAIUPYIOTCA HyKJIea3aMu. B OTAENbHBIX Cly4dasx MOMHMO
MocJyieIoBaTeNibHOCTEN, KomiuieMeHTapHbix pPHK, BBOASTCA Takke mOCIEN0BaTEIbHOCTH,
KOMIUIEMEHTApHbIE Han0OoJee HMHTCHCHBHO OKCIPECCHUPYIOIIUMCS TEeHaM. YIaJIeHHe WX W3
CEeKBEHHUPYEMbIX OHUOIMOTEK YBEIWYMBAET TOYHOCTh OOHApY)KEHHMsI M OIpelesieHus ciabo

MIPEACTABJICHHBIX TPAHCKPHUIITOB.

1.6.3 buonndopmarnyeckasi o00padorka 1anHbIX RNA-seq

Teneps, B CBOIO 04epe/ib, PACCMOTPUM TOAPOOHO cTaTuu OMOMH(OPMATHIECKOTO aHATN3a
RNA-seq, anropuT™Mbl B IpOrpaMMHBIE TTPOAYKTHI, UCIIOJIb3YEMbIe Ha KaXKJIOW U3 ITUX CTaJIWH.
Takke B 3TOM paszfene Mbl IOCTapaeMcsl ToKas3aTh, YTO JUISl KaXKIOW U3 CTaauid
OononHpopMaTHUecKkoro aHaimmza dkcriepuMeHToB  RNA-Seq cymecTByer  MHOXECTBO
MPOrPaMMHBIX pPEUICHHH, KOMOWHAIIMU KOTOPBIX JAIOT OrPOMHOE KOJHYECTBO BO3MOMHBIX
KoHBerepoB s oOpaboTku RNA-Se(, u 4To MpOM3BOAMTEIBHOCTh OTACIBHBIX KOHBEHEPOB
3aBHCHUT OT BXOJHBIX JAaHHBIX. [10 yTBepKICHHIO psifia aBTOPOB, U3 ATOTO CICIYET, YTO B KAXKIOM
KOHKpeTHOM ciydae aisi aHainu3a RNA-seq neobxomumo moadupaTh KOHKpPETHBIM KOHBeliep,

KOTOpLIfI OKaXCTCiA OIITUMAJIBHBIM JJISI HMCIOIIMXCA JaHHBIX.

1.6.3.1 ®unabTpanus 6udaMoTEK

IIpexne Bcero, cieayer oOpaTuTh BHUMaHUE Ha IOCIEA0BATEIbHOCTH ajgantepoB. B
OOJIBIIMHCTBE CJIy4aeB 3TH IOCIIEJOBATEIbHOCTH HE CEKBEHUPYIOTCS, JIMOO OHM YIANSIOTCS
IIPOrpaMMHBIM OOecliedeHrneM B Ipoliecce pa3OMeHus NMpoyTeHui nmo Ombmumorexkam. Tem He
MeHee, UHOT/Ia )parMeHThI a[alTepOB OCTAIOTCS B COCTABE MPOUYTEHUH, BXOAAIINX B OUOIHMOTEKH.
B Takom ciydae HCIONb3yIOTCA MPOrPaMMHBIE CPEACTBA AJIS YAAJIEHHS IOCIIEN0BATEIbHOCTEN

amanTepoB U3 mpouTeHuii oudarorTek [Payad-Milans u ap., 2018]. st 9TO# 1enu City)Kar Takue
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nporpammsbl, kak Cutadapt [Martin, 2011], Trimmomatic [Bolger, Lohse, Usadel, 2014], Fastp
[Chen u nmp., 2018]. OT™MeTuM, YTO 3TH MPOrpaMMbI COBMEIIAIOT B cebe (pyHKUIMM yaaieHHs
amantepoB U GUIbTpAIMK OMOIMOTEK MO KA4eCTBY, JUJIMHAM M IIPOYMM HapaMmerpam (CM. aaiee).

B mpormecce cekBeHHMpOBaHHS KaKIOMY MPOYHUTAHHOMY HYKICOTHUIy (WU, B Clydae
wiatgopmel SOLID, kaxa0# mape mocieoBaTeIbHbIX HYKICOTH/IOB) IPUCBAMBACTCS 3HAYCHUE
kagectBa Phred quality score [Ewing, Green, 1998], paccuuThiBaeMoe 110 ClieaAyroIei Gpopmyiie:

Phred = —log,y P, (D

rie Pe — BeposTHOCTh OMIMOOYHOTO MPOYTEHHS HYKI€OoTHAa. TakuM oOpa3om, 3HaUCHHE

kadectBa 20 03HAYAET, YTO HYKICOTH]] ObLIT IIPOYUTAH BEPHO ¢ BeposTHOCTHIO 0,99; 3HaueHwe 30
— 4TO HYKJETH]I ObUT MPOYNTAH NPaBUIILHO ¢ BeposiTHOCTHIO 0,999, u Tak nanee.

YacTo nccnenoBaTesn yI0BIECTBOPSIOTCS yaJeHUEM U3 OMOIMOTEK CIUIIIKOM KOPOTKUX
Y HU3KOKAYEeCTBEHHBIX MMPOYTEHUH W MPOYTECHUH, COJAEPIKANINX CIUIIKOM OOJIBIIIOE KOJTUIESCTBO
HeOompeAeNEéHHbIX HyKIeoTHA0B [Liu u mp., 2016; Tombuloglu u np., 2015; Yang u ap., 2015].
[Toporu anuH, KayecTBa U COAEpKaHHUS HEONPEIACTEHHBIX HYKIEOTHAOB MOTYT BapbUpOBaTh B
3aBUCHUMOCTH OT KOHKPETHBIX JAHHBIX M IIeJie AKCHEpHMEHTa, HO 4Yallle BCEro YAasIoTCs
MPOYTEHUS CO CpeIHUM KadecTBOM Hmke 20, mmHoi Huxke 50 HYKICOTHUIOB M COJECPHKAHUEM
HeonpeaenEéHHbIX HykiIeoTuoB Bbimie 10%. B ciaydyae cekBeHHpoBaHUs OUONIMOTEK MapHBIX
MPOYTEHUH YAAISAIOTCSA TaK)Ke MPOUTEHUS, HEe UMeroue napsl. OJHaKO B HEKOTOPBIX CIIydasx
POBOAUTCS O0Jiee TIIATEIbHBIA KOHTPOJIb KauecTBa OMOIUOTEK: KOppeKIus K-MepoB, yaaieHue
nyraukanui, ynainenue pudbocomuoit PHK u apyrux nexomupyrommx BumoB PHK, ymanenue
KOHTaMMHAHTOB B BHJC TI'CHETHUYECKOrO0 MaTepHuana dYesjoBeka, Escherichia coli u mpyrux
OpraHU3MOB.

[Ipu BbIOOpE cTpaTeruu pUIBTpaLKU CIEAYET OLEHUBATh Pa3INYHbIe TapaMeTPhl, TaK KaK
¢bunbTpanus TOJBKO MO OJHOMY KaKOMY-THOO MapamMeTpy MOJKET MOBIHUATH Ha KayeCTBO
JanbHeHIero aHanusa He Jy4yimnM oopazom [Williams u ap., 2016]. Tak, ecnu ygpansats no 10
NEPBBIX OCHOBAHUI Ka)KJOT'0 U3 MPOYTEHUH, HE MPUHUMAsi BO BHUMAaHUE 3HAUEHUS KaueCTBa, TO
KonnmuecTBO oOHapyxkeHHbIX [ cHmkaercs Ha 2% [Amaral u ap., 2014]. Imeet cMbIch yaansiTh
MIPOYTEHUS CO CIIMIIKOM MaJIeHbKUMU JUTMHAMH (MeHbIe 20 HyKJICOTHIOB), YTO OCOOEHHO BEPHO
npu padore ¢ miaarpopmamu lonTorrent, koTopsle, B otauuue ot miatdopm Illumina, coznaror
NPOYTEHUS] C HEKOTOphIM pazopocom mnuH [Williams u ap., 2016]. Jpyras ocoOeHHOCTH

mwiargopm IonTorrent — mocreneHHoe MajJeHUE KavyecTBa MO Mepe MPUOMKEHHUS K 5'-KOHIY



38

MPOYTEHHs, YTO TeM OoJjiee 3aMETHO, YeM BBIIIE JUIMHBI MpodTeHui. Tak, A MpOYTEHUH C
mmHaMu 6osee 300 HyKJIICOTHIOB A0JIS HYKJICOTHIOB C KaueCTBOM HibKe 20 MOXKET CTaTh BECbMa
3ameTHON. OpHako, 3Ta mpobieMa MOKET ObITh JIEKO pa3pelinMa, Tak Kak OOJIBIIMHCTBO
nporpamm Uit QUIBTPAIMH Ka4eCTBA MPEIOCTABISIOT BO3MOXHOCTD yIANISATh HYKICOTH/IBI C 5’
KOHLIAa TMPOYTEHUS IOCJIE€ MO3ULMUU IOCIEI0BATEIbHOCTH C OIPENEICHHBIM MOPSAKOBBIM
HOMEPOM, BBIOPAHHBIM I0JIL30BATEIIEM, WIIH XKE HYKJICOTHIbI, UMerolIre kauectBo Phred nmke
3aJIaHHOTO.

B uenom, xoTs punmbTparus nmoHmxkaeT odiee KOJIUYECTBO MPOUYTEHUN B OUOIHOTEKaX,
nocie (GuIbTpaluy Bo3pacTaeT A0l YCHEIHO KapThupoBaHHbIX npourteHuil [Del Fabbro u mp.,

2013].

1.6.3.2 KapTupoBaHnue npouteHuii Ha pe)epeHCHbII TeHOM

K momenty nosiBnenus texnosorun RNA-seq Ob110 pazpaboTaHo OOJBIIIOE KOJUYECTBO
porpamm, CIIy>KaluXx JJIs BRIpaBHUBAHUS [TOCEI0BaTEIbHOCTEH MexK Iy coboit — Blast [Altschul
u 1p., 1990], BLAT [Kent, 2002], MAQ [Li, Ruan, Durbin, 2008a]. Oxnako, Korja mosiBHIACh
3ajaua BBIPaBHUBAHMS MHJUIMOHOB MOCJIEIOBATEIBHOCTEH C JUIMHAMH TOPSIKA HECKOJIBKUX
JIECATKOB HYKJICOTHUIOB Ha mocieaoBarenbHocTh JIHK pasmepom B mosHbIN reHOM (T.€. opsiaka
COTE€H MHUIMOHOB WJIM JaK€ MHIUIHAPIOB HYKJICOTHJIOB), CTAJI0O OYEBHIHO, YTO WUMEIOIIUECS
QITOPUTMBI  HE TMOAXOAAT HU TIO0 T[OKAa3aTeNsM KadyecTBAa BHIPABHUBAHHS, HU TI0
MIPOU3BOIUTEIILHOCTH B OBICTPOJICHCTBHIO.

KaptupoBannem Ha3bIBaeTCsl BBIPABHUBAHHE KaXJOTO TPOYTCHUS OUOIMOTEKH Ha
pedepeHcHy0 (ITOJIHOTCHOMHYIO) HYKICOTHIHYIO TOCIIEIOBATEIBHOCTh. [IOCKOJIBKY KaXKaoe
MPOYTEHHUE IOJIy4aeTCs B pPe3yJbTaTe CCKBEHHUPOBaHMs (parMeHTa KaKOH-IMOO KOHKPETHOMN
MPHK, koTOpbIfi, B CBOIO OdYepelb, NOJydaeTcsl B Pe3yJbTaTe TPAHCKPUIIMH KaKOTO-JIMOO
KOHKPETHOTO T'e€Ha, TO JUI Ka)KIOTO MPOUYTEHUS TEOPETHYECKH MOYKHO OJHO3HAYHO OMPEACTHTh
MIOJIOKEHHE B N'€HOME, KOTOPOMY OH COOTBETCTBYET. B N1€HCTBUTENBHOCTH 3TO OCIOXKHSETCS
HaJIMYUEM TIOBTOPOB, TOMOJIOTHYHBIX T'€HOB, OINMOKaMHU CEKBEHHpOBaHUs. CXeMaTHYHO
kaptupoBanue Oubanorek RNA-seq npesictaBieHo Ha pucyHke 4.

bomsmmacTBo MPHK B miporiecce co3peBaHusi MPOXOAAT CTAAWIO CIUIAWCUHTA, B XOJE
KOTOPOU U3 TPAHCKPHUIITA YIAISIOTCS UHTPOHBI. IHTPOHBI MOTYT HMETh JIJTHHBI JIO ICCATKOB HJIH

AaXE COTCH TbICAY HYKICOTUIOB. B pe3yyIbTaTe, MO3UIHHU, CTOAIMHUEC TI0 COCCIACTBY B
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nocnenoBareabHocTn  MPHK, Moryr ObITh pa3HeceHbl Ha OOJBIIME pAcCTOSHUS B
II0CJIE0BATEILHOCTH F€HOMA. DTO 3HAUUT, YTO, €CJIM IIPOYTEHHUE MOMAIAET HA CTHIK IBYX SK30HOB
B MPHK, s ero ycrnenrHoro kapTHpoBaHUs HA TEHOM HEOOXOIMMO OTPENENUTh JBa Y4acTKa
reHOMa [0 KpasiM MHTPOHA, HAa KOTOpble OyayT KapTUPOBAHBI JABa MOJPAJ MAYIIMX (parMeHTa
npouteHus. Ilepseie miatdopmbl st NGS, ogHako, MMeNM HU3KHE JUIMHBI MPOYTEHHH B
oubmmotekax (25 mykieorunos st SOLID u [llumina/Solexa). 310 oTpakanoch, B 4aCTHOCTH, B
MaJoi Jjoje MPOYTEHHH, MOMaJaBIIMX Ha CTHIKM AK30HOB. [loATOMY paHHHME Nporpammbl AJis
kapruposanus — MAQ [Li, Ruan, Durbin, 2008b], Bfast [Homer, Merriman, Nelson, 2009], BWA
[Li, Durbin, 2009], Bowtie [Langmead u mp., 2009] u Bowtei2 [Langmead, Salzberg, 2012],
Shrimp [Rumble u np., 2009] He yuuThiBaaH TpeOOBaHNE K BEIPABHUBAHUIO TIPOUYTEHHI C Y4ETOM
crutaiicunra. OJJHaKo ¢ pOCTOM JUIMH MPOYTEHUN YBETMUUBACTCS JI0JI IPOUYTEHUH, MTONAAAr0INX
Ha CTBIK 5K30HOB, BIUIOTH JO TOTO, YTO KapTHUpoBaHue Oe3 yué€ra CcIUlaiicuHra aaer
OeccMmbicienHbie pe3yabTathl [Lindner, Friedel, 2012]. beun pa3zpaboTansl mporpammbl — STAR
[Dobin u ap., 2013], TopHat [Trapnell, Pachter, Salzberg, 2009] u TopHat2 [Kim u ap., 2013a],
Hisat u Hisat2 [Kim, Langmead, Salzberg, 2015], GSNAP u3 makera nporpamm GMAP [Wu,
Watanabe, 2005], SeqSaw [Wang wu np., 2011a], na3BaHHble OOOOIIEHHO ‘‘CIIIAWCHHI-
coBmectumbie” (Splice-aware aligners), koTopsie CriOCOOHBI KAPTUPOBATH MPOUYTCHHSI HA TEHOM I10
qyacTaM, 0OHApYyKUBas CIy4au CIUIaiiCUHTa.

Bkpartue, m1s kapTUpOBaHUSI MPOYTEHUI HCHOJB3YIOTCS TaK Ha3bIBaeMble HAayallbHbIC
BbIpaBHHUBaHUA (‘seed’), KOTOpbIE JOJKHBIE TOYHO COBIAAATh B mpouTeHUu U pedepence. [locne
0oOHapyKeHHUS JUTsl KaKJIOTO MPOUYTEHUS COBMAICHHSI C KAKMM-TH0O0 Ha4allbHBIM BbIDABHHUBAHHUEM,
MIpOrpaMMa MbITaeTCsl YATUHUTH BRIPABHUBAHNE MTOVCKOM COBIAJCHHS COCEAHUX HYKICOTHIOB B
npouTeHuH U pedepence. s 3TOro cayxaT X3UIUPOBaHHbIE TAOIHIIBI UM AEPEBbS CYPPUKCOB
[Li, Homer, 2010]. B 1iesiom, cunTtaercsi, 4T0 aaropuTMbl, OCHOBaHHBIC Ha JEPEBbsIX Cy(HHUKCOB,
MIPEBOCXOAT AITOPUTMBI C X3IIMPOBAHHBIMU TaOMUIIAMH IO OBICTPOJEHCTBUIO, HO YCTYMAIOT B
tounoctu [Mielczarek, Szyda, 2016].

Burrows-Wheeler Aligner (BWA) u BowTie ucnons3yior npeodpazoBanue bappoyza-
Yunepa nans cpaBHeHuss cTpok. STAR wucnonb3yeT Tak Ha3blBaeMbli MaKCHMaJIbHBIH
KapTUpyeMblil TpeduKc, SBIASIOMMNACS afanTalueldl MaKCUMalbHOIO TOYHOTO COBIMAJCHHUS
(Maximum Exact Match, MEM), ucnois3yeMoro BO MHOTUX JAPYrUX Mporpammax, Harpumep,

Mummer [Kurtz u ap., 2004] u MAUVE [Darling u ap., 2004]. MakcumMaJbHO TOYHOE
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COBMAJCHUE — TOMOJIOTHYHBIA Yy4acTOK MEXKIy TMPOYTCHHEM U peepeHcoM, KOTOPBIHA

HCBO3MOXXHO IMPOIJINTH 0e3 IOsBJICHHS HECOOTBETCTBHIA.
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Puc. 4. KaprupoBaHue OHOIMOTEK KOPOTKHUX IPOYTEHUH Ha pedepeHCHbI TIeHOM.
[Mudpamu 0603HaueHbI: 1 — PpparMeHT reHoMa opraHu3Ma, CoAepKalluii TpU reHa; 2 — MaTpu4Has
PHK, TtpaHckpubupoBaHHast ¢ TpEX MpPEACTABICHHBIX T€HOB; 3 — OMOJIMOTEKM KOPOTKHX
IPOYTEHUH, MosydeHHble ¢ nomomibio npoueaypsl RNA-seq; 4 — kapTUpoBaHUE KOPOTKHX
IpOYTEeHU Ha pedepeHCHbI TI'eHOM opraHu3Ma. bykBamu oOO3HAauYeHbl MPOYTEHUs: a —
KapTUPOBAaHHBIEC MPAaBUIBHO Oe3 y4éra cIutaiicuHra; 6 — KapTUpOBaHHBIE MPABUIBHO C YYETOM

CHHaﬁCHHFa; B — HC KapTUPOBAHHBLIC, T' — KAPTUPOBAHHBIC OIIMOOYHO.
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TopHat [Kim u np., 2013a] ucnonp3yeT IBYXCTaJMHHBIA AITOPUTM — CHaydaia MpU
oMot Bowtie [Langmead u ap., 2009] uim Bowtie2 [Langmead, Salzberg, 2012] kaptupyrorcs
BCE TMPOYTEHHUs, KOTOpPHIE BO3MOXKHO KAapTHPOBaTh O€3 cCIutaiichHra. 3aTeM ISl OCTaBIIUXCS
MPOYTEHUI TMPOBOAUTCS KapTUPOBAaHHE C YYETOM CIUIAiCHMHTa. DTOT alTrOPUTM CUYHTACTCS
JOCTaTOYHO OBICTPHIM, HO MEHEE TOYHBIM, YeM aHajoru. CXOoxKel CTpaTeruH MPHICPKUBAIOTCS
RUM [Grant u ap., 2011] u RNASEQR [Chen u ap., 2012b].

Dart [Lin, Hsu, 2018b] — mporpamma i KapTHPOBAHHS, HCIIOJB3YIOIIas aJIrOPHTM
pa30uBKH, paHee npuMmeHsBIimiics B mporpamme Kart [Lin, Hsu, 2017] mis xapTupoBaHus
MOCIIEIOBATEIILHOCTEH, pa3pabOTaHHOW TeMHu e aBTopamMu. Dart omepupyer IOKaIbHBIMHU
MakcUMaJdbHbIMH TOYHBIMH coBnaaeHusmMu (Local MEM, LMEM). IIporpamma wumer
MaKCUMAaJTLHO JITTHHHBIA ()parMeHT ¢ Hadaya IMPOYTEeHHUs!, KOTOPBII MOYKHO MOJTHOCTBIO BEIPOBHSTH
Ha pedepeHc 0e3 BCTAaBOK M 3aMeEH. 3aTeM, OIepaiusi TMOBTOPSETCS, HaYMHAS CO CIEIYIOIIETO
HYKJICOTHa IpOoUTeHHsI. Bce 0OHapy)KEHHBIE TaK COBIAJACHUS COPTUPYIOTCS TI0 MX ITOJIOKEHUIO B
reHoMe. Ecnm 11Ba coceHUX COBMAJIeHUS! pa3/ielieHbl PAcCTOSIHUEM MEHbINE, YeM O3HaueHHas
MOJIb30BaTENIeM WJIM 3a/laHHas 10 YMOJYaHHIO MaKCHMallbHasi JJMHA MHTPOHA, TO MpOorpaMma
MIPENIOoJIaraeT, YTo 3TU COBMAACHUS OTPAXKAIOT HCTUHHOE TOJIOKEHHUE TPOUYTEHUS B pedepeHce.

OtpenbHBIE HCCIENOBAaHUSA OBUTM  TOCBSIIEHBl CPAaBHEHUIO IPOU3BOAUTEIHHOCTH
nporpamm it kKaptupoBanus [Engstrom u ap., 2013; Benjamin u ap., 2014; Williams u mp.,
2017]. STAR 00bI9HO BBICOKO OIICHMBAIOT B IIaHE OBICTPOACHCTBHUS U TOYHOCTH [Engstrom u ap.,
2013; Williams u np., 2017]. GSNAP Takke BBIACISAIOT KaK IPOTrpaMMy, UMEIOITYI0 BBICOKYIO
TOYHOCTb, XOTSI M HU3KYIO CKOPOCTh 10 cpaBHeHHI0 co STAR [Engstrom u ap., 2013; Paya-Milans
u 1ip., 2018]. Ilpu a3TOM, 0JIHAKO, YTBEPKAAETCS, YTO, XOTSI BIUSHUE TPOTPaMM JIJIsl KApTUPOBAHUS
MOXXET OBITh OYEHb BEIUKO, CIEAYeT paccMaTpUBaTh UX HE OTACIBHO, & B CBETE€ OCTAIbHBIX
porpaMm, BoBJIeUEHHBIX B aHanu3 AJaHHbIX RNA-seq [Williams u ap., 2017].

B pesynbraTe kapTHpOBaHUs NIPOYTEHUN HA TEHOM OOJBIIMHCTBO MPOTpaMM (POPMUPYIOT
¢aiinel B popmare SAM (Sequence Alignment/mapping). DTo TeKCTOBbII TabMUUHBIN hopmart,
I7le KakJas CTpOKa COOTBETCTBYET KapTHUPOBAHMUIO OJHOTO NMPOYTEHUS HAa OJHY IMO3UIMIO B
TreHOME, U OTPaKaeT XPOMOCOMY, JOKAJIM3alMI0 Ha XPOMOCOME TOrO MeCTa, Kyaa ObLIOo
KapTUPOBAHO MPOUTEHUE, KAUECTBO KAPTUPOBAHUS U HEKOTOPBIE APYrUe MapaMeTphI.

[TomyyeHHoe kapTupoBaHHWE OMOIMOTEK MOXET OBITh MPOAHATM3HPOBAHO IO PSIY

MoKazaTelei 11 OLlEHKH KauyecTBa.
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1.6.3.3 de NOVO peKkoOHCTPYKIUS TPAHCKPUNITOMA

Jlnst aHanu3a TPaHCKPHUIITOMA OpraHusma myrém kaptupoBanus oubmmuorek RNA-seq na
pedepeHcHbIi TeHOM, KaK OMHCAaHO BHINIE, HEOOXOAUMO, YTOOBI MOCIENOBATEIBHOCTh T€HOMA
opranu3Ma Obllla CEKBEHHUPOBAHA, JIOJDKHBIM O0pa30oM PEKOHCTPYHpPOBaHA M JOCTYIHA JUIS
nosb3oBareneil. HecMoTpss Ha TO, 4TO KOJMYECTBO CEKBEHHPOBAHHBIX TI'€HOMOB IIOCTOSIHHO
pacTér, ATOT METOJ OCTa€TCcsl HENOCTYNHBIM JJIi OTPOMHOTO KOJMYECTBA HE-MOJAEIbHBIX
OpPraHU3MOB, YbH T€HOMBI elI¢ He ObLIu cekBeHupoBaHbl [Fu u ap., 2018]. [ns ucciaemnoBanus
TPAaHCKPUIITOMOB TaKUX OPraHM3MOB HCIHOJB3YIOT Takoi Metoa, kak de novo cOopka
tpanckpunroma [Wang, Gribskov, 2017]. Cyre 3TO# mpolenypbl COCTOMT B PEKOHCTPYKIIUU
MOJIHOPA3MEPHBIX MOCIEA0BATEIHLHOCTEN TPAHCKPUIITOB U3 MpouTeHuit oubnuotex. Kpome Toro,
de novo cOopka TIO3BOJISET JaXe UL XOPOIIO W3YYEHHBIX MOJCIBHBIX OPraHU3MOB
oOHapy)XMBaThb HOBBIE TPAHCKPHUMTHI, KOTOPbIE MO KaKUM-JIWOO MpHUYMHAM HE TMONaliu B
MOCJIEIOBATEIbHOCTH PaHHEE CEKBEHHWPOBAHHOTO TpaHCKpUNToMa wiu reHoma [Honaas u np.,
2016].

B Hacrosmiee BpeMs CyIIECTBYIOT ABa MOAX0JAa K PEKOHCTPYKIUH NOCIEN0BATEIBHOCTEN
TPAHCKpHUNTOMAa W3 OMOIMOTEK KOPOTKMX NpouTeHui. [lepBblii — MeTOJ NepeKpbIBAIOLIUXCS
nocienoBarenabHocTei (OLC, Ovelap-Layout-Consensus), Bropoii — meto rpados ae bpéitna [Li
u gp., 2012; Schliesky u nap., 2012]. Meton nepekpbIBAIONIUXCS TOCIEI0BATEILHOCTEH
3aKJIF0YAETCs B [IOTIAPHOM BbIpaBHUBAHUU [TPOUYTEHUH U CO3aHUU OPUEHTUPOBAHHbIX rPpadoB, rae
KaX/blil y3e1 — 3TO OJHO IpoureHue. B kauecTBe péOep BBICTYNAIOT MEPEKPBIBAHUSA MEXKIY
npoureHussMu. TakuM o0pa3oM, MyTh MO rpady MOKa3bIBaeT MOCIEIOBATEIbHOCTb, KOTOPYIO
MOKHO COCTaBUTh W3 IEPEKPBIBAIOIIUXCSA MpoYTeHUil. MeToa nepekpbIBarolMXcs rpados
OoJbllIe NOAXOAUT Ui COOPKHM KOHTUIOB W3 CPaBHUTEIbHO MAaJOro KOJMYECTBA HPOYTCHUH
00O JUTHHBI ¢ OOJIBIIMMH YYacTKaMU IePEKpbIBaHMsI, U, TAKUM 00Pa30M, UCIOJIb3YETCs yalle
s cOopa TOCHeNOBaTeNbHOCTEH, TMOJydeHHbIX MerofoM ChaHrepa, WM METOJaMH
CEKBEHUPOBaHMsI TpeThero nokosienus [Cui u np., 2020].

Bropoit meton 3akmiouaercss B co3naHuM rpada ne bpéitHa, B KOTOpoM BepIIMHAMU
BBICTYINAIOT K-Mephl, TO €CTh MOCIEI0BATEIBHOCTH HYKJICOTHIOB 3a/laHHOM JUTMHBI K. 3aTeM Ha
rpage oTMeuaroTcs Bce MyTH, AAI0IIUe B Pe3ylibTaTe UMEIOIIHNECs B UCIOIb3yeMbIX OMOIMOTEKaX
KopoTkue mnpoureHusa. [locine 3Toro oTmedaroT BCE IIyTH, COAEpXKAllUE HENPEPHIBHBIC

IOCICA0BATCIIBHOCTH MEPCKPBIBAIOMINXCA HpO‘lTGHHﬁ. Takum 06pa30M, HaxogiaT
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MIOCIIEIOBATEILHOCTH KOHTUTOB, KOTOPHIE MOYKHO COOpaTh M3 MPOYTEHUH OMOIMOTEKH. DTOT
METOJI MCIIOJIb3YETCSI BO MHOTHX IporpaMMax-cOOpLIMKax TPAaHCKPUITOMA, Kak, HalpuMmep,
Trinity [Grabherr u mp., 2013], Trans-ABYSS [Robertson u ap., 2010], SOAP-denovo Trans [Xie
u jap., 2014], Velvet-Oases [Schulz u ap., 2012].

Jlig cOOpIIMKOB, OCHOBaHHBIX Ha MeToje rpadoB ae bpéiiHa, cyliecTByeT Ba)KHBIN
napameTp K — amuHa K-mepa, KOTOpbIH COOPIIHMK HCIOJB3YeT s co3aanus rpada ae bpéiina.
OTOT mapaMeTp MOXKET yCTaHABIMBAThLCS MOJIb30BaTENEM MU 3anycKe. YBenuueHue k noppimaer
TOYHOCTH COOpPKH, HO OJJHOBPEMEHHO YBEIUYHMBAET CIIOKHOCTHh BbluucieHus [Fu u ap., 2018].
Opnako, mpu Oojee BBICOKMX K COOpIIMK MOXET He OOHAapyKUTh IEpPEeCceYeHHE MEXIy
MPOYTCHUSMH, €CITH JIJTMHA ITOTO MepeceueHus MeHble K. 3a4acTyro UCIonb3yeTcs Cieayrolmas
CTpaTerusi — MpOBeACHUE MPEABAPUTENBHBIX COOPOK MpHU pa3HBIX 3HaYeHUsIX k, mocie yero u3
MOJIyYE€HHBIX COOPOK IMyTEM KOHKATEHALIUU U YAaJeHUs! N30BITOUHOCTH (CM. HUXKE) COCTABIIAETCS
«meta-coopka» [Wang, Gribskov, 2017]. ITpumep rpados ae bpéitna mpowumocTpupoBaH Ha
pHUCYHKE 5.

[Tockonbky Ha CErOAHSIIHUN JeHb pPa3pabOTaHO JOCTATOYHO OOJBIIOE KOJUYECTBO
POrpamMM, OCYIIECTBIIAIONINX COOPKY TpaHCKpUnTomMa de NOVO, OTebHbIC UCCISIOBAHUS ObLITH
MOCBSIIEHBl BOMPOCY O MPOU3BOJUTENBHOCTH M TOYHOCTH JTHX cOopuiukoB. O030p5l,
paccMaTpuBarole CpaBHEHUE HECKOIBKUX MPOrpaMM Jutsi cOOpKH TpaHCKpunToMa de novo, Kak
MPaBUIIO, BBIJCSIFOT B KaueCcTBE JIYUIINX M3 HUX M Hambojee momysapHeix Trinity [Grabherr u
ap., 2013], SOAPdenovo-trans [Xie u ap., 2014], Velvet-Oases [Schulz u gp., 2012]. Trinity,
MIOMUMO HEIMOCPEJCTBEHHO COOpILKKA, BKIIOYAET B ceOs Takke OONbIION HAOOp YTHIUT s
OIICHKH KayecTBa COOPKH, yIaIeHHsI ClIa00 MPEAICTAaBICHHBIX KOHTUTOB, U IPYTUX MaHUITYIISIIHA
¢ de novo cbopkoii. SOAPdenovo-trans 0TMEUarOT Kak MPOrpaMMy, MOIXOSILYI0 st COOPKU

pPacTUTENBHBIX TPAaHCKpUITOMOB [Payd-Milans u ap., 2018].
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Puc. 5. Tpabder ne bpéiitna, myre 1O KOTOPHIM JaéT TMOCIEIOBATEIHLHOCTH
ATGCATTGCAT. lnunst K-Mepa B 1anHOM ciydae paBHbl: (A) aBym, (B) Tpém. Wintroctparuu
MTOATOTOBJICHBI c TIOMOTIIHIO cepBuca De-Bruijn-Graph-Genome-Visualization

[https://github.com/schostac/De-Bruijn-Graph-Genome-Visualization].

Hakonern, cymiecTByer MHEHHE, YTO HCIOJIb30BAHME HECKOJIBKUX COOPIIUKOB U
JaJIbHEHIIIee CO3/IaHue OJTHOM «MeTa-COOPKH» JOTIOJHUTEIIBHO YITydIIaeT YyBCTBHTEIBLHOCTD H
tounocte Meroxa [Cerveau, Jackson, 2016]. Ilox Mera-cOOpKOW NP 3TOM IOHHMAETCS
COBOKYITHOCTH BceX (e NOVO coOpaHHBIX pa3HBIMH IPOrpaMMaMH KOHTHUIOB IOCJIC YAAJICHUS

M30BITOYHOCTH (CM. HUXKE)

1.6.3.4 Anajan3 kauecTBa COOPKHU

UroObl OLIEHUTh KauyeCcTBO COOPKM TPaHCKPUNTOMA, HEOOXOAMMO, NpEeXJe BCEro,
pa3paboTaTh KpUTEPUH I OLEHKH 3TOro KayecTBa. TpajMIIMOHHO MCIIOJIb30BAINCH KPUTEPUH,
NPUIIEIIINE U3 MPAKTHKH COOPKU FeHOMOB (€ NOVO — KOJIMYECTBO KOHTUTOB, CPEAHSSI JIHHA
comyrcTByronue el mapamerpsl N50 u L50, a Taxke cpe/jHee HOKPHITHE KOHTUTOB TPOUYTEHUSIMH
6ubnmoTek. B reHOMHBIX cOOpKax yBelIWUYeHUE JUIMHBI KOHTUTA U €r0 MMOKPHITHSI TOBOPUT O OoJiee
BBICOKOM KadecTBe. OJHaKO B ciy4yae TPAaHCKPUIITOMHBIX COOpOK, caMo Mo ceOe yBelIndeHue
KOJIMYeCTBa KOHTUTOB M 3HaueHUss N50 He oTpaxaeT YBEJIMYEHHE KauecTBa COOPKH
TPAHCKPUIITOMA, TaK KaK pEaJbHOE KOJMYECTBO TPAHCKPUIITOB M HMX JIUHBI B HCCIEIYEeMOM
TpaHcKpurtoMme MoryT 0bITh HensBecTHBI [O’Neil, Glowatz, Schlumpberge, 2013]. Bmecto 3Toro

npeajaaracrcsa  HUCIOJb30BATb  APYruc¢ mapameTpbl:  O0JIA HpO‘-ITeHI/II‘/’I nus3 6I/I6J'II/IOTCK,
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WCIOJB30BAHHBIX JUII COOPKH, KOTOPHIE 3aT€M YCIEUIHO MOTYT OBITh KapTHUPOBAHBI HA 3TY
cOOPKY; MPEAICTaBICHOCTh B COOPKE MIMPOKO BCTPEUAIOLINXCS T€HOB; KOJIUYECTBO MOJyYCHHBIX B
coopke ynurenoB [Honaas m gp., 2016]. [lng oueHku mepBOro mapamerpa MPOBOIUTCS
KapTUPOBaHNE OMOIIMOTEK HA TIOTYICHHYIO COOPKY KaKOM-TMO0 M3 IPOrpamMMm, OCYIIECTBIISIONTUX
KapTUpPOBaHME TIPOUYTCHHH Ha pedepeHCHble MocieaoBaTeNbHOCTH. CrenuanbHo IS
KOJIMYECTBEHHOW OIICHKH BTOPOTO IMapamerpa Obuia pazpadorana mporpamma BUSCO [Simao u
ap., 2015], koTtopasi MPOBOAUT BHIPAaBHHWBAHKME KOHTUTOB Ha 3apaHee IMOJTrOTOBIECHHYIO 0azy
JAHHBIX, COCTOSIIYIO U3 TIOCIIEIOBATEIHPHOCTEH, XapaKTePHBIX ISl H3y4aeMOi T'pyIbl BUIOB —
KUBOTHBIX, COCYAMCTBIX PACTCHHH WIJIM Jpyrux. basa JaHHBIX TIPH 3TOM COACPKUT 3apaHee
1oI00paHHBIE TOCTIEIOBATEIHPHOCTH, BCTPEYAIONINECS Y BCEX MPECTABUTEICH ATOM TPYNIIBI, U
JI0JIST 9THX TOCJIeIOBATEeIbHOCTEH, MpPE/ICTABICHHBIX B (€ NOVO cOOpaHHBIX KOHTHrax, Haér
MPEJCTaBICHHE O TOJHOTE COOpKH. KONM4ecTBO YHHUTEHOB OIICHMBAETCS IOCIE YCTPaHEHUS
M30BITOYHOCTH COOPKH.

N30bITOYHOCTE COOPKH — HAJIMYKME B HEM KOHTUIOB, MPEACTABISIOUIUX (PparMeHThl WIn
paszHbie GOPMBI OJTHUX U TeX K€ TpaHCKpunToB. [Ipu 3TOM cOOpka pasHbIX W30(opM reHa He
co31a€T M30BITOYHOCTH, B OTINYHE OT apTedakToB COOPKH, ABJISIOMUECS (PparMEHTaMH EITbIX
TpaHCcKpunToB. M30exaTh TMOSBICHUS U3OBITOYHBIX KOHTUTOB B COOpKE MPAKTHUECKU
HeBo3MOxkHO [Yang, Smith, 2013]. /lns ymaneHus U30BITOYHBIX KOHTHIOB CYIIECTBYIOT TaKHe
nporpammbl kak Uclust u3 makera Usearch [Edgar, 2010], u CD-Hit [Fu u ap., 2012]. Koururwu,
OCTaBILIMECS TOCJE yIaleHHUs W30bITOYHBIX, YAaCTO HA3bIBAIOT «yHUTUTH». KoinyecTBO 3THX
KOHTUTOB M HAJIWYHE B HUX OTKPBITBIX PAaMOK CYHMTHIBAHUS (MOCKOJBKY MPOUCXOIUT
PEKOHCTPYKIIHUS MOCIEI0BATEIBHOCTEH TPAHCKPUIITOB, UMEIOLTUX PAMKH CUYUTHIBAHUS) — OJIMH U3
mokasareseit kadectBa coopku de novo.

dakTop, CO3MAMOIIHIA CYIECTBEHHbBIC CJI0KHOCTH JJIsi COOPKH TPAHCKPHUIITOMOB (e NOVO —
koHTamuHanus gyyxepoaHoit JIHK niau PHK. Konturn, cobpannsie U3 uyxepoHOro Marepuana
MOTYT HCKaXXaTh pa3Mep COOpPKM U YPOBHH D3KCIIPECCHHM TPAHCKPHUITOB, YTO CKa3bIBaeTCs
HEraTUBHO Ha oleHke auddepeHunanbHoit skcnpeccun [Schmieder, Edwards, 2011].
CyiiecTByIOT OTAEIbHBIE METOJAbI TIOMCKAa U yAaJeHHWsl KOHTAaMUHAIMH, CBsI3aHHBIE C
BBIPAaBHUBAaHNEM KOHTUTOB Ha TMOCJIEI0BATEIHHOCTH M3y4aeMOro OpraHMu3Ma U MOTEHIIHATbHBIX
koHTamuHaHTOB [Schmieder, Edwards, 2011], BeisiBiiennem anoManuii B CG-cocTaBe U MOKPHITHH

nocnenosarenpHocTel [Kumar m np., 2013] nnm knactepusanueil MOCIIENOBATENBHOCTEH U
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yIaJieHuH Bbinagaromux kiuacrepos [Lafond-Lapalme u mp., 2017]. HekoTopblie U3 3THX METOJIOB
MOAXOJIAT TOJIBKO /Il MOJAEIBHBIX BUJIOB, HEKOTOPbIE HENIPUTOAHBI Ul COOPOK TPAaHCKPUIITOMA
1 XOPOUIO UCHOJIB3YIOTCS TOJBKO /17151 COOPOK T'eHOMa.

Emé omuuM (akTopoM, CO3IAIOIIUM CIIOKHOCTH B cOOpke TpaHckpunroma de novo,
ABIISIIOTCSL COOMpaeMble XMMEpHBbIE KOHTUTH. DTO — apTedakTbl COOpKH, MOIydaeMble H3-3a
HaJIM4us y pa3HbIX T€HOB CXOXKHX JIOMEHOB WJIM TOMOJIOTUYHBIX pailoHOB. Benenctsue 3toro y
MPOYTEHUH, OTHOCSIIMXCS K 3TUM I'€HaM, MOTYT OBbITh NMEPEKPHIBAIOIINECS YUACTKH, U3-3a YETo
COOPILMKHN BOCHPUHUMAIOT MX, KaK YacTH OJHOIO TpaHCKpumTa. [[pyras mpuunHa NOsIBIEHUS
XUMep — OMMOKM amIuiMQuKanuy, co3jarouiue B OMOIMOTEKaX MPOUYTEHUs, COCTOSIINE U3
COEIMHEHHBIX MeXay co00il yacTel Ipyrux nNpouTeHuil. Xumepbl, Kak 1 KOHTAMUHAHTbI, MOTYT
co37aBaTh NIOMEXHU B aJI€KBATHOM aHAJIM3€ MOJyd4eHHOUW cOOpkH. XUMephl MOXHO OINO3HABAaTh,
KapTUPYs KOHTUTY HA TEHOM: KOHTHUTH, pa3Hble YaCTU KOTOPBIX OTCTOSIT APYT OT JApyra Ha OUYeHb
00JIbI1I0€ paccTOsHUE (3aBE0MO OOJIbIlIE JJIMHBI HHTPOHA U3Y4aeMOro BUa) WK KapTUPYIOTCS C
BBICOKOW TOYHOCTHIO Ha pa3HbIe XPOMOCOMBI — CKOPEE BCEr0, XMMEPHBIE MOCIEeI0BATEIbHOCTH
[Honaas u ap., 2016; Wang, Gribskov, 2017]. Takxe, KOHTUTH, pa3HbIe y4aCTKU KOTOPBIX
KapTUpPYIOTCs Ha pazHbie CDS opranusma, BBIICISAIOTCS KaK XUMephl [ Armero u ap., 2017].

Heckonbko mporpamm  Obutd  pa3pa®OTaHbl € LEIbI0  yHaJeHHs  XUMEPHBIX
nocienoBareabHocTel u3 gaHHeix RNA-seq — ChimeraScan [lyer, Chinnaiyan, Maher, 2011],
ChimPipe [Rodriguez-Martin u ap., 2017]. Hakonen, TransRate [Smith-Unna u ap., 2016],
nporpamma, Co3jJaHHas Ul KOHTpoJisi kadecTBa de NOVO cOOpOK, oOecreyrBacT B TOM YHCIIE
OTIO3HAaHHE XMMEPHBIX KOHTUTOB. TransRate Takke CTaBUT B COOTBETCTBUE KXKJOMY COOpaHHOMY
KOHTUTY ONPENEIEHHBIN TPaHCKPUNT W3 4YMCIa AHHOTUPOBAHHBIX MJS JAHHOTO OpraHu3Ma,

OCHOBBIBAsICh Ha JIByHAIPaBICHHBIX Jyqiux coBragenusx (bi-directional best hit).

1.6.3.5 Ouenka ypoBHs IKCHIPECCHH TPAHCKPHUIITOB

Kaxk Ob1J10 CKa3aHO BBIIIE, TPOTPAMMBI ISl KapTHPOBaHUsI (GOPMHUPYIOT Ha BBIXO/E (aiii ¢
pacimpenueM «.sam» (Sequence Alignment/Mapping), B KoTopoM B BH€ TEKCTOBO# TaOIHIIBI
yKa3aHbl BBIPABHUBAHMS BCEX IMPOYTECHHH OMONMOTEKM HAa KOHKPETHBIC MO3UIMU B T'CHOME.
Wndopmanus B daitne SAM 1o3BoJisseT U3BIEYb KOJIMYECTBO IMPOYTEHUH, BHIPABHEHHBIX Ha
OTIPEJICTICHHBI Y4acTOK T€HOMa M OICHUTH T.H. TIOKPBITHE T€HOMa TaKUMH BBIPABHUBAHUSMH

(KOJ'II/ILICCTBO HpO‘{TeHHf/'I, BBIPABHCHHBIX Ha OTAENIbHBII HYKJIICOTU FCHOMa). Ha ocnoBanuu
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UHpOpPMAIMA O CTPYKTYPHOH pa3METKE T'€HOB B TI'C€HOMHOW IIOCIEIOBATEIBLHOCTH, KOTOpas
npencrasiena B (ainax popmara GFF (general feature format) 310 mo3BoJIsieT OLIEHUTH cpenHee
KOJIMYECTBO IMPOYTCHUH, BBIPABHEHHBIX Ha MOCJICAOBATEIBHOCTh KaXKJOrO I'eHa MM JK30HA.
Takue OllCHKHM MOXKHO BBIIOJIHUTB TPH TIOMOIIHX psijia porpaMM, Takux kKak bedtools [Quinlan,
Hall, 2010], HTSeg-count [Anders, Pyl, Huber, 2015], featureCounts u3 makera subread [Liao,
Smyth, Shi, 2014], RSEM [Li, Dewey, 2011].

1.6.3.6 Hopmanu3anusi ypoBHeli JKCIIpeccuu

MHoxecTBO (akTOpOB BHOCSIT HCKakeHUE B HabmomaeMble B skcnepuMenTax RNA-seq
BEJIMYHMHBI SKCIIPECCHH TeHOB. B kadecTBe Takux (DaKTOPOB YIMOMHHAIOT pa3Mepbl OHOIHOTEK,
nmuHBl TeHoB, GC-cocrtaB reHoB. J[ist nanmpHeimer 00pabOTKH JaHHBIX W TMIPOBEICHUS aHAIH3a
MOJyYeHHBIX PE3yJIbTaTOB HEOOXOJAMMO YCTPaHUTH BO3JeicTBHE ATHX (pakropoB. st sToro
MIPOBOIUTCSI HOPMAITU3AINs 3HAUECHHI SKCIIPECCHH, TO €CTh PUBECHUE 3HAYEHUH SKCITPECCHH K
BEJTMYMHAM, CPABHUMBIM MEXy OMOIMOTEeKaMH U MEX]1y T€HaMHU.

[lepBoHauanbHO OBIJIO BBHICKA3aHO MPEAINOJIOKEHHE, YTO OIIEHKU YPOBHEH 3KCHpeccuu
TEHOB, TMOJY4YE€HHblE TIPU TIOMOIIM JKCHEPUMEHTOB IO  BBICOKOIIPOU3BOIUTEIHLHOMY
TPAaHCKPUIITOMHOMY CEKBEHUPOBAHHIO HE MOTPEOYIOT CIIOKHBIX METOI0B HOpMasu3anuu [Wang,
Gerstein, Snyder, 2009]. B nefCTBUTEIBHOCTH K€, MHOXECTBO (DaKTOPOB MOTYT HCKaKaTh
KOJIMYECTBEHHBIE OIICHKU YPOBHEH 3KCIPECCUU T'€HOB, U BIUSHUE HOPMAJIM3AllUd MOXET OBbITh
oueHb Benrko [Bullard u ap., 2010]. Haunbosee oueBuaHbIe - pa3Mepbl OMOINOTEK, JUTMHBI T€HOB,
OTHOCHUTEIILHOE COJIep’KaHHe TPAHCKPUNTOB Hanbosiee HHTEHCUBHO KCIIPECCUPYIOMIUXCS TEHOB
[Rapaport u ap., 2013].

[pocreiimuii BapuaHT HOPMHUPOBAHHBIX 3HAYEHUI ypoBHe kcnpeccun — CPM (counts
per million). B 3toM cnocobGe HOpmanu3amusi MPOBOJUTCS TOJBKO Ha pasMep OHOIHOTEK.

3nauenue CPM BbruuciseTcs no ciemyroiieii popmyie:

X
_ 6. L
CPM; =10° sy—r (2)
j=14
I'me | — ren, mid KOTOpPOr0 IMOJCYUTHIBACTCSI YPOBCHb DKCIIPECCHUU, Xj — KOJHMYECTBO

HpO‘ITCHHﬁ, KapTUPOBAHHLIX Ha I'CH J, N — O6I_I_ICC KOJIMYCCTBO HUCCIICAYCMBIX T'CHOB. Baxno

OTMCTHUTH, YTO B (baKTope pa3Mepa OnMONMMOTEK B JaHHOM CJIyda€ YYUTBIBAKOTCA TOJIBKO TC
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IIPOYTEHMSI, KOTOPbIE YCIIEIIHO KApTUPOBAaHbl Ha TI'€HOM MJIM TPAHCKPUIITOM HCCIIETYyEMOIO
OpraHu3sMa.

Hpyrum (hakTopoM, BIUSIOMIAM Ha OIICHKY YPOBHSI 9KCIIPECCHUHU, OCHOBAaHHOM Ha TOJICUeTe
KOJIMYECTBAa IPOYTEHUH, SBJIsETCsl €ro JuiMHa. JIeHMCTBUTENbHO, IOCKOJbKY Ha CTaauu
¢parmentanmn PHK TpaHCKpHUNTBI M3MeNbYaloTCs, MpeXIe 4eM HayHETCA aMIUM(UKAus U
HETIOCPEJICTBEHHO CEKBEHHPOBAHHME, TPAHCKPHUIT OOJbLICH UIMHBI OyneT pa3OuT Ha Oosbliee
KOJIMYECTBO (parMEHTOB, KaXIbli U3 KOTOPBIX HMMEET IIAHC OBbITh CEKBEHHUPOBAHHBIM.
CnenoBarenbHO, KOJMYECTBO IPOUYTEHHUI, CEKBEHHUPOBAHHBIX C TPAHCKpUNTA KaxXJa0ro
KOHKPETHOTO T€Ha, IPOMOPILUOHATIBHO JUIMHE AAHHOTO TpaHcKputia. Takum oOpa3oMm, YpOBHH

AKCIIPECCUU CIIelyeT HOPMHUPOBATh TaK)Ke Ha JJIMHY I'€HOB 1O cienyomel hopmyre:

X
FPKM; = 10® - ———— 3

I'ne | — rex, 17151 KOTOPOTO MOJICUUTHIBACTCS YPOBEHB dKcIpeccuu; L — amiHa reHa i; Xj —
KOJIMYECTBO MPOYTEHHIA, KAPTUPOBAHHBIX Ha r'eH |; N — 00Iiee KOJIMIeCcTBO UCCIIEAYeMbIX T€HOB.
ITony4yennsie 3Hauenus HassiBatoT FPKM (Fragments Per Kilobase per Million reads) [Mortazavi
u ap., 2008]. FPKM wucnonb3yercs st OMOIHOTEK MAPHBIX MPOYTEHUH U MTOKAa3bIBACT KOJIUYECTBO
MPOYTEHU M3 KaXKJOW Mapbl, KAPTUPOBAHHBIX Ha TeH. Takke, nmpuBoautcs napamerp RPKM
(Reads Per Kilobase per Million mapped reads), kKoTopbiii i MapHbIX OMOIMOTEK OTpa)kaeT
KOJIMYECTBO Map, KAPTUPOBAHHBIX HA T'€H, U, CJIEI0BATENIbHO, COOTHOCUTCS ¢ FPKM kak 1:2. Jlns
HenapHbiX npouyTeHuid 3HadyeHusi RPKM u FPKM cHOHUMHWYHBI.

Taxoke nmpuBoAAT Takoi MeTox HopManu3anuu, kak ERPKM (Effective RPKM), kotopsiii
OTJIMYAETCSA TE€M, YTO BMECTO JUIMHBI TPAHCKPUIITOB WM T€HOB MPUBOAUTCS 3G (EeKTUBHAS ITHMHA
TpaHCKpUnToB. D eKkTuBHAs IIHMHA TPAHCKPUIITA BBRIUUCISIETCS CIEIYIOIIUM 00pa3oM:

ELy;=L;—R,+1 (4)

I'ne ELai — addexTnBHAs 1IMHA TpaHCKPUITA | IPU HOpMATHU3AMU OHOIHOTEKH @, Li —
dbakTryeckas JUIMHA TpaHCKpunTa i, Ra — cpemusist AaMHA MpouTeHHus B OuOmuoTeke a. Jlanee
HOpMaJu3alus MpoBoAUTCA aHanoruuyHo merony RPKM, 3a uckimtoueHHMEM TOTO, 4TO BMECTO
JUTMHBL TpaHcKpunTa Li ucnonssyercs agdextuHas puHa ELi. Dta nonpaska aenaercs, 4ToObl
y4eCcTh, YTO B 3aBHCHUMOCTH OT JUIMHBI MPOUYTEHUS B OMONMOTEKEe pazHas IJIMHA TPAHCKPHUITA
MO>KET MPOU3BOAUTE pasHbIi 3PdexT. Hy)KHO OTMETUTH, UTO TaKO# COCcO0 HOpMAaIU3allUH, KaK

RPKM wnnmu ERPKM, no3BosisieT cpaBHUBATh YPOBHHU IKCIPECCUU I'€HOB B OJJTHOM 00pasiie, B TO
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Bpems kak CPM 1103BoJIIET CpaBHUBATh 3KCIPECCUIO KaK0TO KOHKPETHOT'O I'€Ha TOJIbKO MEXY
oOpasumamu. To ecTh, eciau MOJb30BATENb XOUET PAHXKUPOBATH T'€HBI MO YPOBHSM 3KCIIPECCUHU
BHYTPH OJHOTO 00pa3iia Wik OJHOM OMOTMOTEKH, TO HEOOXOIUMO CIENaTh MONPABKY HA JUINHBL,
takyto kak RPKM wunu ERPKM. Jlna cpaBHeHMsI ypOBHEH 3KcIpeccuu MexIy oOpa3uamuy,
OJIHAKO, TAaKOM IONpPaBKU HE TpedyeTcsi, TaKk KakK JUIMHBI OJHOTO I'eéHa BO BceX oOpasmax
OJINHAKOBBI.

Takxke cymiectByer mMeroa HopMmanusaiuu TPM (transcripts per million) [Li, Durbin,
2009]. ABTOpBbI TpemIaraloT U3MEpITh YPOBEHb JKCIPECCHUHM T'eHA JABYMS METPHUKAMH — JOJIS
HYKJIEOTH/IOB U JI0JI1 TPAHCKPUIITOB OTHOCUTENIBHO BCETO TPAHCKPUIITOMA, IMPUXOJAIIMECS Ha
onpeeNnéHHbIN reH Ui u30opmy. DTH JIB€ BETUUHHBI CBSA3aHbI CUCTEMON U3 IBYX YPOBHEHHII:

7;l;

I

(5)

Vi
-1
n=t{ Y )
j
I'ne |i — nwaa rewa i, vi — A0 HYKJICOTH/IOB, COCTABICHHBIX T€HOM | B TPAHCKPHIITOME,
Ti — JIOJI1 TPAHCKPHIITOB, COCTABJICHHBIX T€HOM | B TpaHCKpUIITOME. B TakoMm ciydae, MeTpHKa
TPM 6yneT BolpakeHa Kak zi-10°. DToT coco6 HopMann3aIMy yIuTHIBAET ABa GakTopa — pasmep
OMONMMOTEKH M JUIMHY KaXKIOTO KOHKPETHOTO TeHa. ABTOpbl TaKKe€ CpPAaBHUBAIOT METOJbI
Hopmaymm3anuu TPM u FPKM u npuxoasT K BBIBOMY, YTO IS TEHOB JUIMHOW | T.I1.0. METPUKH
TPM u FPKM »skBuBanenTHsl. Benuunna sxcnipeccun 1 FPKM nipuMepHO cOOTBETCTBYET OJTHOMY
TPAHCKPUIITY HA KJIETKY Yy Mbllieil [Mortazavi u nip., 2008].

b1 npeuioxkeH emé oauH METO/I, TIO3BOJISIONINI N30aBUTHCS OT OLIMOKH, CO3/1aBaeMOit
pasHuLlel B JUIMHAX TE€HOB: JUIsl MOJCYETa HKCIPECCHM OLIEHUWBATh KOJMYECTBO MPOUTEHUH,
KapTUPOBAHHBIX HE Ha IENbIN I'eH, a Ha Y4acTOK reHa (PUKCUPOBAHHOW JUTMHBI, Hampumep, 250
HykneotuaoB [Bullard u ap., 2010]. ABTOpHI MOKa3anu, 4TO 3TOT METOJ YCTPAHSAET CBA3b MEKIY
JUIMHOW TPOYTEHHS] M YPOBHEM 3HAYMMOCTH TU(PQPepeHIInanbHOW SKCIPECCHH, KOTOPYIO OHU
HaOmonanu panee. OJHAKO, CaMU aBTOPHI MPU3HAIOT, YTO ATOT METO/I CYIIIECTBEHHO YMEHbIIIAET
MH()OPMATUBHOCTh pe3ynbTaToB dKcnepuMeHTa RNA-seq. K mpumepy, mpu Takom moaxoje

HeNb3s HAOMI0ATh SIBJICHUS aJIbTePHATUBHOTO CIIJIAMCUHTA U SKCIIPECCHH U30(OPM.
CyiiecTByeT MeTOJ HOPMAIM3AllMH, OCHOBAHHBIM Ha TMPEANONIOKECHHH, YTO YPOBHU

OKCIPECCHUU HEKOTOPBIX 'CHOB, B YaCTHOCTU — I'CHOB JOMAIIIHECTO XO3HﬁCTBa, JOJDKHBI OCTaBaThbCA
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HEM3MEHHBIMH BO BCEX CEKBEHHPYEMBIX 00pa3nax. B aTom ciydae BeIOMpaeTcs O1H Kakoi-Iiuoo
I'€H, 0XapaKTePU30BaHHBIN KaK I'€H JOMAIIHEr0 X03sCTBa, 0 KOTOPOM TaKk e €CTh JOCTOBEpHAas
nH(OpMAIIHSA, YTO 3TOT T'€H HE U3MEHSET CBOIO SKCIPECCHIO B HCCIIEIyeMbIX yCIoBusaX. HazoBém
3TOT I'eéH HOPMUPOBOYHBIM T'eHOoM. [lociie 3Toro oauH U3 006pa3LoB BEIOMPAETCS KaK CTaHIApT, U
IUTSL KQXKJIOTO U3 OCTAJIBHBIX 00pa3oB K03()(HUIIMEHT HOPMUPOBKH PACCUUTHIBACTCS CIEAYIOIIUM

obpa3zom:
Ka =3 (7)

I'me Xs — ypoBeHBb 3KCHpEecCMH HOPMHPOBOYHOTO Te€Ha B 00pasie, BHIOPAaHHOM Kak
CTaHIapT, Xa — YPOBEHb JKCIPECCMU HOPMHUPOBOYHOIO reHa B oOpasue a. [lanee ypoBHU
AKCIIPECCUU KaXKI0ro reHa B o0pasiie, @ yMHokatorcs Ha K.

Metoast Hopmamm3aiuu Median u Upper Quartile ocHOBaHBI Ha TOACYETE KBaHTHIICH
[Bullard u ap., 2010]. Igs 3TOro BBIUMCISAIOTCS MeIuWaHHOE (B Cllydae HOPMAaJW3AIUH 10
MeJIaHe) 3HAu€HUE YPOBHSI SKCIPECCHHM WM 3HAUEHHUE JJIsi BEPXHEro KBapTWis (B ciydae
HOpMaJIM3alluy 10 BepXHEH KBapTHIIN) IS KaX10i U3 KapTUupoBaHHbIX O6nbauotek. [locie atoro
BBIYHCIISICTCS CpeTHEEe 3HAUCHHUE CPEIU BCEX KBAHTUJIEH, MOJACUUTAHHBIX TAKUM 00pa3oM. 3aTeM,
JUIA KaXJ0ro o0paslia BBIUMCISIETCS HOPMUPOBOYHBIA KO3((UIMEHT, paBHBIM OTHOIICHHIO

Cp€AHCIO 3HAUYCHUA K KBAHTHUIIH, HOﬂCqHTaHHOﬁ JJI1 9TOI'O 06pa3ua:

K =2 (®)

gj

I'me Kj — 370 HOpMHPOBOYHBIH KOIDDUIIUEHT It OMOIHOTEKH |, Jj — MeanaHa (B cirydae
HOPMAJIM3AIIUK TI0 METO/Y MEJIUaH) WIN TPEThs KBAPTUJIb (B CIydae HOPMAJIH3AIMU 110 METOTY
BEPXHEH KBapTHIIN), § — CpPEIHEE 110 BCEM MOCYMTAHHBIM TAKMM 00pa3oM KBaHTWIIsIM. Jlanee Bce
3HAYCHUS SKCIIPECCUH ATOTO 00pa3iia yMHOKAIOTCS Ha MOICYMTAHHBIH JIJI1 HETO HOPMUPOBOYHBIT
kodpdunmenT. OTMEUYCHO, YTO METO]] BEPXHEH KBAPTUJIM UMEET JIydIllue Pe3ysIbTaThl B CIydYae,
ecii 0O0JIBIIOE KOJMYECTBO TEHOB B UCCIIEIYEMbIX 00pa3iiax UMEIOT HU3KHE YPOBHH DKCIIPECCHH,
B IIPOTHBHOM CJIy4ae JOCTATOYHO MCIOJIb30BaTh METOJI ME/IUAH.

TMM (Trimmed Mean of M-values, Yceuéunoe cpemHee M-3Ha4yeHHil) — METOX
HOpMAJIM3alluK, Oa3UPYIOUIMICS Ha MPEANOJIOKEHHH, 4YTO B KAXKIOM HCCICAYeMOM
TPAaHCKPHUIITOME TU(GGEPEHIIMATHPHO SKCIPECCUPYIONUMHUCS SIBJIICTCS MEHBIIAs YacTh T€HOB
[Robinson, Oshlack, 2010]. B atom wmetome yka3bIBaeTcsi, 4TO, XOTS HMCTUHHBIA pa3mep

TPAHCKPUIITOMA, TO €cTh obmiee konndyectBo Moiiekyl MPHK B Ouomormueckom obpasie,



51

HEU3BECTEH, MOXHO OLICHUTh COOTHOLIEHMSI MEXJIy pa3MepamMH TPaHCKPUIITOMOB pa3HBIX
oOpa3uoB. [y HOpMaIH3alKUy MPEKJEe BCEro IMOJCUYNUTHIBAIOTCS 3HAYECHUS M3MEHEHUS YPOBHS

skcnpeccun reHa Mg 1 abcoIOTHBIX YPOBHEHN 3KCIpeccuu TeHa Ag!

Yo
» N.
My = log, - ©
Tgj
N;
Ay =log, ana Yy, Yy #0 (10)

I'me Ygi — HaOmromaeMoe U3 pe3yiIbTaTOB KapTUPOBAHUS 3HAYCHUE IKCIPECCUU T'eHa { B
obpastue i, Ni — oOmuit pasmep OmbmuHoTekn obOpasma i. Oba 3HAYEHHUS 3aTEM YCCKAIOTCS, W
MMOACYUTBIBACTCA B3BCIICHHOC CPEAHEC 3gauenunii M.

OTMmeTHM, 4YTO METO/1bl HOPMAaJIU3allii, OCHOBAHHBIE Ha MOJCUETE pa3MepoB OMOINOTEK, B
psane pabot moaBepratorcs kputuke [Rapaport m mp., 2013; Lamarre u ap., 2018; Soneson,
Delorenzi, 2013]. ABTOpbI YTBEPXAAIOT, YTO HATHYUE OTACIBHBIX T€HOB C BHICOKUMH YPOBHSIMHU
AKCIPECCHH MOXKET COo37aBaTh HCKa)KEHHWE B pasMepe OHUONMOTEK, KOTOpO€ BIMSET Ha
HopMaym3anuo. Jlns moacuéra koaddunmenta ki HopMmanm3zanuu Uil OMOJMOTEKH 1 OHHU

mnmpeajiararoT CHC,I[y}OHII/Iﬁ AJITOPUTM:
nij
m [TTm
v=1 v

I'e nij — 3TO YpOBEHb IKCIIPECCHHU TeHa | B 00pasiie J; M — KOJHYeCTBO 00pasIioB.

(11)

k; = median

HccnenoBanus ¢ 1eNbl0 ONTUMU3MPOBATH MOAXOJ] K HOPMAalM3allMU MPOJOJDKAIOTCS B
Hacrosiiee Bpems. Tak, B 2017 roay ObLT MPeUI0KEH IBYXCTaIUIHBIA METO1 HOpMasu3anuu [Li
u 1ip., 2017], cocrosimuii ©3 HOpMaIU3aUN 3HAYECHU I SKCIIPECCUU KaXI0T0 F'eHa BHYTPHU 00pasiia
U MexIy oOpasuamu. Brauane ypoBHM SKCIIpecCMH KakJIOro TeHa B KaXJIOM oOpasle
HOpMaJu3ytTcs mpu nmomoiu crocodoB Median miu Upper Quartile, onucanusix Boime. [locne
3TOT0 YPOBHHU IKCIPECCHH KAXKJI0TO T'eHa HY’KHO Pa3Je/InTh Ha 3HaU€HHe MeIUaHbI 110 SKCIIPECCHH
3TOTrO TeHa cpeau Bcex OuOnmmotek. Takxke, ObLI mpemiokeH Meron HopMmanuzauun GeTMM
[Smid u ap., 2018], cBs3aHHBIA ¢ KOppeKIMed 3HAUEHHH HKCIPECCHU TIeHa, MOJYYEeHHBIX
ONMCAHHBIM BbIlIe MeToioM TMM, Ha 3HaYeHHe JJIMHBI FeHa.

MHorue nakeTbl, Npou3BoAsANINe MTOUCK MuddepeHnnansHoN skcnpeccuu reHoB - EdgeR,

DESeq, DESeq2, DEXseq (cM. pganee) - HpOBOJST HOPMAlIM3AlMI0 YPOBHEW OSKCIPECCHH
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camocTosTeNnbHO. [losb30BaTento NpeaocTaBIseTcsl BBIOOP U3 HECKOJIBKUX JOCTYIHBIX METO/I0B
HopMayM3aluu. KoHCEHCYC Ha TeMy TOro, KaKOW U3 CYLIECTBYIOIIHUX METOJO0B HOPMAaIU3aLUU
ONTHUMAJIEH JJISl aHalIM3a YPOBHEW SKCIIPECCHM, IOJIyYE€HHBIX U3 3KcrepuMeHToB RNA-seq, B
HACTOsIILIEE BpeMsi HE JOCTUTHYT, XOTS OTJAEIbHbIE AaBTOPHI YTBEPHKAAK, UYTO METO[bI
Hopmanm3zauu TMM u Relative Log npeBocxoasaT no pesysibrataMm octanbhbie MeTo bl [Dillies

u ap., 2013; Maza u np., 2013].

1.6.3.7 Ilouck nudpepeHnnaIbLHON IKCIPECCHU T€HOB

Camoe pacnpoctpanéHHoe npumeHeHue RNA-Seq — uaeHTUUKAIUS T€HOB, KOTOPHIE
CYIIECTBEHHO M3MEHSIOT YPOBHU SKCIPECCHH B IKCIIEPUMEHTAX THIIA «OIBIT-KOHTPOJIb» [Drewe
u ap., 2013]. Takme TeHB Ha3BIBAIOT OSKCHPECCUPYIOOIMUMUCT au(epeHITnaIbHO
(muddepennmanbHo 3xcnpeccupytomnirecs rexsl, J910).

C TOYKHM 3peHHs CTATUCTHKH, UACHTH(GHUKAIMSA TUPPEpEeHIINATHHO IKCIIPECCHP YEOIIUXCS
TeHOB OCHOBaHa Ha MPOBEPKE HYJIEBOM I'MIIOTE3bI O TOM, YTO paclpeesieHue ypOBHEH 3KCIpeccuu
BCEX I'€HOB OJIMHAKOBO, a BCE HAONIOaeMble pazuyMs MEXY YPOBHAMHU SKCIIPECCHHM I'€HOB B
pasHbIX o00pa3nax OOBICHSIOTCS CTAaTUCTHUECKUMHU GuiyKTyauusmu. Jlisg mOpoBepKd 3TOM
TUIOTE3bl HEOOXOAMMO 3HaTh, KAKOMY paclpeiefieHUIO MOAYMHSIOTCS 3HAYEHUS AKCIPECCHUH,
Habmonaembie mpu nomoinu RNA-seq. [lepBriM npearnonoxeHreM ObLIO, YTO TaKUe 3HAUCHUS
noquuHSIOTCA pacnpenencHuto Ilyaccona [Marioni u np., 2008]. Pacnpenenenue Ilyaccona
TaK)Ke MCIOJIb30BAIOCH paHee, YTOObl MOJEIHUPOBATh YPOBHH HKCIPECCUU B MHKPOYHIIOBBIX
skcniepuMenTtax. OmHako OblI0 0OHApYXEeHO, uTo Halmonaemas B JanHbIX RNA-seq nucnepcus
BBIIIIE, YEM 3TO OKUIACTCS [T 3HAUCHH, CIIEAYIONUX pactpeaeneHuto [Tyaccona [Esnaola u ap.,
2013; Love, Anders, Huber, 2013]. D10 siBienune ObLIO Ha3BaHO «U30BITOYHAS AucIiepcus» (Over-
dispersion). B gacTHOCTH, 0Ka3a10Ch, YTO SMITUPHUYCCKOE PACIpPEICICHHE YPOBHEH IKCIIPECCHH
TEHOB M0 pe3ylbTaTaM JKCIEPUMEHTOB BBICOKOMPOU3BOIUTEILHOTO CEKBEHUPOBAHUS JydIlIe
OTMCHIBAETCS 3aKOHOM OTPHIIATEILHOTO OMHOMHAILHOTO pactpeaenenus [Wu, Wang, Wu, 2013],
KOTOpO€ B HACTOAIINI MOMEHT UCHOJB3YyeTCs IJIi MOJEIMPOBAHUS YPOBHEW MOKPBHITHS T'€HOB
npourtenusimu RNA-seq nanbosee vacro [Huang, Niu, Qin, 2015].

Cuuraetcs [Auer, Doerge, 2010], yto HamboJiee MOIXOIAINIMM METOJOM Il POBEPKH
HYJIEBOU THIOTE3bI M OLIEHKH JTIOCTOBEPHOCTH MU depeHIInaTIbHON IKCIIPECCHH TTPU HEOOIBIIIOM

pasMepe BLIGOpOK SIBIISICTCS TOYHBIN TECT d)nmepa. I[pyrI/IMI/I TECTaMU, UCHOJb3YIOIIIUMUCA JJId
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MIPOBEPKH HYJIEBOM THIIOTE3bI, SBJSIOTCS TECT OTHOIIEHUS MPaBIOINON00MS, peaTn30BaHHBIN B
nakerax EdgeR [Robinson, McCarthy, Smyth, 2010], DESeq [Love, Anders, Huber, 2013] u
DESeq?2 [Love, Huber, Anders, 2014], u tect Banbaa [Wald, 1945], peanuzoBanHnslii B makeTax
DESeq u DESeq?2. IlockonbKy orieHKa AudPepeHInaTbHON IKCIPECCUN TTPOBOIUTCS IS BCEX
TeHOB OpraHu3Ma, TO €CTh, KaK MPaBWIIO, Ul JIECATKOB THICSY I'€HOB Pa3oM, Ui KOPPEKTHOTO
OTIpe/IeJICHNS T€HOB, MMEIOIIMX 3HAYMMBIE PAa3IIMUMsl B YPOBHSIX KCIIPECCHUU B Pa3HBIX 00pasiax,
HE00X0IMMO MCTIONIB30BaTh MONPABKY HA MHOKECTBEHHOE CpaBHEHHE. [IJIsl 3TOr0 UCIOJIb3YIOTCS
nomnpaBka boudepponu, nmomnpaska benmxamuHu-Xox6epra u apyrue. Kak u B OTHOIICHUH
HOpMAaJIM3allui, OOBIYHO B TporpamMmax s mowcka J[DI' peann3oBaHbl HECKOIBKO BHJIOB
MONPaBOK Ha MHOXKECTBEHHOE CPaBHEHUE, IPEIOCTABIISAS BEIOOD MOIH30BATEIIIO.

Ha cerognsmHmii 1eHB CymIecTBYeT OOJBIIOE YHCIO TPOTPAMM, MPOBOJSIIMX MOUCK
muddepeHnnanbHON 3Kcnpeccu TeHOB. OTAenbHbIE HCCIeNOBaHUS OBLIM HaNpaBieHbl Ha
CpaBHEHME KayecTBa 3TUX MIPOrPaMM U MOMBITKU BEIOpATh Jiyuiine u3 Hux [Rapaport u ap., 2013;
Rajkumar u ngp., 2015; Williams u ap., 2017]. B uywmcne mydmmx mporpamm ajisi TOHUCKa
middepeHnanbHOM IKCIPECCHH YKa3bIBAIOT MakeThl s si3bika R EdgeR, DESeq?2, limma-voom.
Taxke, ectb ynomuHanus [Williams u ap., 2017] o xoporiei mpou3BOIUTEIFHOCTH U TOYHOCTH
nporpamMMbl  Ballgown, ocymecTBisiioneid peKOHCTPYKIIMIO TPaHCKPUNITOMA W3 JaHHBIX
KapTupoBaHus. HakoHel, B 00JIbIIOM HCCIEI0BAaHUU Ha PeabHbIX, TO €CTh HE CUMYJIUPOBAHHBIX,
naHHBIX ObUTO TokaszaHo [Williams u ap., 2017], 94TO BBICOKOW TOYHOCTHIO OOJIafacT JUHEHKa
nporpamMm Tuxedo, cocrosimas w3 nporpammbl TopHat2 mns kapTuUpoBaHHsS TPOYTCHHM,
nporpammbl Cufflinks mst moacuéra skcnpeccun u Cuffdiff nns moucka JIDI. B To ke Bpems,
MHOTHE aBTOPHI KPUTHKYIOT Pa3JIMYHBIE MPOTPaMMbl U3 3TON JMHEWKH 32 HU3KYIO TOYHOCTH
[Rapaport u mp., 2013; Kanitz u ap., 2015; Rajkumar u ap., 2015].

Onenka kadectBa U 3(PPEKTUBHOCTH KOHBEHEPOB MpPOTrpamMM OOBIYHO MPOBOJATCS HA
CUMYJIMPOBaHHBIX MaHHbIX [Kanitz u ap., 2015; Kvam, Liu, Yaqing, 2012; Yang u np., 2015].
[IporpaMmsbl sl CUMYIISIITME JaHHBIX SKcriepuMeHTOB RNA-Seq mpe1ocTaBisioT MoJIb30BaTEN0
BO3MOHOCTh PETYIHMPOBAaTh MapaMeTpbl CO3[aBAEMBIX CHUMYIUPYEMBIX OHMOIMOTEK KOPOTKHUX
npourenuit [Engstrom u ap., 2013; Frazee u np., 2015; Griebel u ap., 2012]. Takum ob6pasom,
MOJIb30BaTeNh MOXET HCCIEN0BaTh MPOU3BOAUTENBHOCTh KOHBEHEPOB M WX 3aBUCHUMOCTH OT
BXOJHBIX MaHHBIX. s oueHku >PQexTuBHOCTH mMoucKa TupGEepeHIIMaTbHON IKCIPECCUu

UCTIOJIb3yeTCs TaK Ha3biBaeMasl KpuBas ommoOok (receiver operating characteristic, ROC). Ora
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KpHUBasl OTPa)KaeT COOTHOLLIEHUE MEX/y KOJMYECTBOM MCTUHHBIX I0JIO)KUTEIbHBIX PE3YIIbTATOB,
BBIJIaBAEMBIX METOJIOM, H JIOXKHOTIOJIOKHUTEIbHBIX pe3yibraToB. [1nomia s o kpuBoii (area under
curve, AUC) noxkaspIlBaeT TOYHOCTh METOJA; B JAHHOM CIIydae IMOJ TOYHOCTh MOHUMAETCS TO,
HACKOJIbKO A (EeKTUBHO KOHBEHEep OOHApYyKHBAeT TeHBI, HMCHOIHE AU(PPEepEeHIIUATBHYIO
JKCIIPECCHIO.

Ha pucynke 6 mnpuBeneHsl oTOOpakeHHs Ha TpaduKe KpUBOH OMHUOOK TPEX
TUIOTETUYECKUX KOHBEWepoB /s oucka nuddepennuanbHoit skcnpeccun. «Konseitep 1» npu
9TOM TPEICTABIISIET HEKUI UIeaTbHBIN CITydaid, Kora KoHBewep onpenenseT kak JI3I" Bce reHsi,
UMEIOIME B PEANbHOCTH AUPPEepeHInaNnbHy0 SKCIIPECCUH, W IMpPH 3TOM HE BKIIOYAeT B
MHOXecTBO J[DI" HU 0THOTO reHa, He UMEIOIIETO B peasibHOCTH AuddepeHITnaTIbHOM SKCTIPECCUH.
[Tnomane mox kpuBoit paBHa 1. «KouBeiiep 2», HampOTHB, MPEICTaBIAET COOOW Tpoliecc
co3ganus cnucka JOI myrém ciaydaifHOro BeIOOpa T€HOB HE3aBHCUMO OT UX pEalIbHbIX YpPOBHEH
skcnpeccun. IInomanes noxa kpusoit pasHa 0,5. [ peanbHbIX KOHBEMEPOB IPOrpPAMM ILIOMIAIb
OT KpuBOH Jexut B mpenenax ot 0,5 mo 1. YUem sta muomanas BeIie, TeM 00Je€ TOYHBIM U
MIPOM3BOJIUTEIILHBIM sIBIIsICTCS KoHBeiiep [Soneson, Delorenzi, 2013]. Tlpumepom Takoro
KoHBelepa sBisieTcs: «Konpeiiep 3», KpuBas OIMIMOOK KOTOPOTO M300pakeHa CHHUM I[BETOM Ha

pUCYHKE 6.

[Ipu pabGoTe ¢ peanbHBIMH JAHHBIMH HCCIEAOBATEII0 HEU3BECTHO, KaKOE KOJIUYECTBO
T'€HOB B JICCTBUTEIHLHOCTH UMEIOT 3HAUMMBIE YPOBHU SKCIIPECCHUHU, U KaKasi YaCTh U3 HUX 3HAUHMO
U3MEHsIeT JKcrpeccuio. [loaToMy HET BO3MOXXHOCTH OLIEHUTh TOYHOCTH HCIOJIB3YEMBIX
KOHBEMEpOB ¢ MOMOIIbIO KpUBOH onOoK. CreoBaTeNIbHO, TPEOYIOTCS APyriue METOIbl aHaIHN3a.

B uenom, cumrtaercs, 4TO KaxAbIH CYIIECTBYIOUIMI MeToj OuoMH(pOpMATHUECKON
obOpaboTku u noucka /I3 umeer cBOM MpeuMyIIEeCTBAa U HEJOCTATKU, U MPOU3BOJAUTEIHHOCTh
OT/ENIbHBIX KOHBEMEPOB 3aBUCUT OT KOHKPETHBIX JaHHbIX [Conesa u n1p., 2016]. i noctuxkeHus
HauboJiee JIOCTOBEPHBIX PE3yJIbTaTOB PEKOMEHIYeTCs HPOBOJIUTH MOMCK JID HecKonbKuMHU
MeTOoJlaMH, Mocye yero 6epércs nepecedyenue wim oobeauuenue cnuckoB 1000 [Rajkumar u ap.,
2015]. OOBIYHO TEHBI, TMOMAAOIINE B MEPECEYCHUE CIUCKOB, UMEIOT BBICOKHH YpPOBEHb
HKCMIPECCUU U BBICOKYIO IOCTOBEPHOCTD /|, B TO BpeMst Kak reHbl, 00HAPYKEHHbIE TOJIBKO OTHUM
U3 METOJIOB, CKOpPEE BCEro, MMEIOT 3HAYEHHUs SKCIPECCHHM U JocToBepHocTH 1D, Onm3Kkue K

noporoBeiM [Lahens u ap., 2017]. HakoHel, Bce aBTOpPBI CXOJSATCS BO MHEHHUH, YTO Y€M BEHIIIIE
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YPOBEHb AKCIIPECCHU T'eHa XOTs Obl B OJHOM M3 00pasloB, TeM To4YHee OyJeT ompeaeicHa

maddepeHnnanbHas HKCIPECCHS.

1.00-

KOHBElep
Koneefep_1
== KoHBelep_2

KoHeefep_3

AONA_BepHO_NONOKHUTENEHEIX

0.00-

1 ' 1
0.00 0.25 0.50 075 1.00
40NA_NOAHO_NONOAUTENEHEBIX

Puc 6. KpuBbie ommboK 11st TpEX THNOTETHYECKUX KOHBEHEpoB aHanu3a qaHHbIX RNA-
seq. [lnomane Moj KpUBBIMH OIEpaTopa MOKa3bIBACT YYBCTBUTEIBHOCTh M TOYHOCTH PaOOTHI

KOHBEMEpOB

3ak/04eHue 1Mo 0030py JUTEPATYPhI H MOCTAHOBKA 32/1a4H MCCJIeI0BAHUS

B 0030pe nurepaTypbl ObUIM pacCMOTPEHBI MEXaHU3Mbl OOpa30BaHUs CHEHUPUUECKUX
BHJIOB OKPACKH KOJIOCa Y SYMEHS — YaCTHYHOTO aTbOMHU3MA M YaCTUYHOTO Menanu3ma. [lokazana
BOXHOCTh M3MEHEHHUS MUTMEHTAIlMM B JKU3HHM PACTCHUM, BIMSHUSA HAa HMX MPOIYKTUBHOCTH,
aKTyallbHOCTh M3y4€HUsl STUX MpolieccoB. [loka3aHo, YTO MacCOBBIM aHAlW3 TPAHCKPUITOMA
sapisgercs d(Q(QEeKTUBHBIM METOAOM JUIsI W3y4eHHUs TMOJOOHBIX MeEXaHHU3MOB. PaccMOTpeHBI
COBPEMEHHBIE METO/IbI MOTYYCHHSI 1 OMOMH(POPMATUYECKOTO aHAIIN3 TPAHCKPUIITOMHBIX TAHHBIX
y pactenuii. IlokazaHo, 4YTO HECMOTps Ha TIIATEIbHBIE METOJWYECKUE HCCICOBAHMUS,

HpOBeHéHHHC B NOCICAHHUEC TOAbl, KOHCCHCYC O Han0oJIee ONTHMAaIbHBIX METOJaX aHajlIu3a
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naHHblX 9KkcnepuMeHToB RNA-seq no cux mop He nocturHyr. bosnee Toro, HamOosee
OOMIETIPUHATOE MHEHHE COCTOMT B TOM, YTO Haubojee ONTUMAalbHBIM MeToa 00paboTku Oyner
cneuu(UYHBIM I KOHKPETHBIX JaHHBIX. TakuM o00pa3oM, Y4YuTBIBasE MHOTOOOpasue
CYIIECTBYIOIIMX pemeHui s o0paboTku nanubix RNA-Seq, npu aHain3e KOHKPETHBIX TaHHBIX
HE0O0X0MMO TPOBOJAUTH HCCIENOBAaHKE C IIE€TbI0 BbIOOpa Hambosee >PQPEeKTHBHON CTpaTervu
aHaJIM3a MMEIOIIMXCS JAHHBIX. OJTO CTaHOBUTCA eulé Oosiee OYEBHUJHBIM, €CIM IPUHATH BO
BHMMaHHE cleun(uKy HMMeEoLuXcs AaHHBIX, CEKBEHHMPOBaHHBIX Ha miatdopme lonTorrent,
JaHHBIE KOTOPOH OTJIMYAIOTCS OT JAHHBIX OoJiee pacnpoctpanéHusix miatdopm Ilumina mo psimy
apameTpoB.

Hacrosmas pabora HaleneHa Ha UcCieI0BaHUE MOJIEKYIISIPHBIX MEXaHU3MOB aJIbOMHU3MA
U MeJlaHM3Ma KOJIOCa Ha OCHOBE MAacCOBOTO TPAHCKPUIITOMHOIO aHAJIM3a TPeX JUHUI SUMEHS —
M30TeHHON JuHUE BOowman, kotopast IeMOHCTPUPYET HOPMAaJbHBIN (DEHOTHT 10 OTHOIICHHIO K
OKpacke KoJioca, u JuHui 1:BWAIM (dacTruHbIil albOMHU3M [IBETKOBOW YeLIyH U psifa APYTUX
opranos; Alm — albino lemma) u i:BwBlp (Menanu3m nBetkoBoit uemyn u nepukapma; Blp —
Black lemma and pericarp). Takoii aHaaW3 IO3BOJISET H3y4YWTh T'CHBI, BOBJICUEHHBIC B

MeTa0O0JIMYECKUE TTyTH OMOCHUHTE3a TUTMEHTOB.
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I'naBa 2. MaTepuaJjbl 1 METOABI

2.1 buoaoruyeckuii Mmarepuasn

Jlns u3ydeHHsT YaCTHYHOTO albOMHW3MA SUYMEHS I10J KOHTpOJieM siiepHoro rexa Alm,
HYKJICOTUIHAS TIOCIEA0BATEIFHOCTh M MOJEKYJISpHbIe (DYHKIMH KOTOPOTO OCTaBallUCh
HEU3BECTHBIMH, ObLIIa HCITOJIb30BaHA IOYTH-U30TCHHAS JIMHUSA stuMerst 1:BwAIm (uaentudukarop
kosutekiu Nordic GenBank — NGB 20419). PenieccuBnast mytaius B rene Alm, tokain30BaHHOM
B KOpPOTKOM Iutede xpomocombl 3H stumenst Obuta ommcana B ymuHuu Russia 82 [Takahashi,
Hayashi, 1959]. Dra Myrauus TUpUBOIUT K (OPMHUPOBAHUIO (PEHOTHUIIA, OTIMYAIOIIETOCS
OTCYTCTBHEM XJOpO(dWiIa B IIBETKOBOW YelIye, MEepUKapIie, JUCTOBOM BIaraiuiie (IepBoro
JMCTA), YITKAX JIUCTOBBIX BIIATAJIUII U MPUJICTAONICH YacTH JIMCTOBBIX TUTACTHHOK, Y3J1aX CTEeOIIs
¢ mpuieramomeid dvacteio Mexaoydmuid. Jluams i:BwAIm Obuta monydeHa B pesyabTare
O9KKpOCCUPOBaHUS pacTeHUi JMHUM Russia 82, uMeromux 3Ty MyTaluio, ¢ paCTeHUSIMU COpTa
Bowman (upentuduxarop xosurekimu Nordic GenBank — NGB 22812), ¢ mociemyromum
orbopom mortomctBa o ¢enorurmy [Nonaka, 1973]. Jlokyc Alm Gbl1 KapTHPOBaH B KOPOTKOM
mwieue xpomocomsel 3H [Lundgvist, Franckowiak, Konishi, 1997]. CpaBuuTenbHbINH aHaIH3
xpomocombl 3H y gumamm i:BWAIMm u Bowman O6but BeimoaHen I'enepanoBoit ['ammnHO#
Brnagumuposnoit (mabopant Ul{ul" CO PAH) npu ucnosib30BaHUN MUKPOCATEIUTUTHBIX MAPKEPOB
Xgbms0022, Xgbms0046, Xgbms0048, Xgbms0050, Xgbms0085, Xgbms0102, Xgbms0149,
Xgbms0212, Xebmac541, Xbmag225, Xbmag877, u nmpoaeMOHCTpHUpPOBAJI, YTO CETMEHT JOHOpA-
HocuTenss MyrantHoW amwtenn 3H y muuuum i:BWAIM orpanunven mapkepamu Xgbms0050 u
Xgbmag0225 [Shmakov u ap., 2016], npu 3TOM K KOPOTKOMY IIJIe4y XpOMOcOoMbI 3H oTHOCHTCS
94acTh 3TOr0 CerMeHTa, orpanuucHHas mapkepamu Xghms0050 u Xgbms0149 [Varshney u mp.,
2007].

B nanpHelimem isi ompenenéHHOCTH Oy[eM Ha3bIBaTh YY4acTOK Ha KOPOTKOM IuIeye
xpomocomMbl 3H, B koTopom sokanu3oBan ren Alm, «paiton Almy». I'panuisl paiioHa Alm Ha
(buznueckoil KapTe reHoMa SYMEHS Ha CETOJHSIIHUNA JIeHb He YCTaHOBIEeHbL. OJHAKO, OBLIO
npoBeIeHO wuccienoBanne rena Wh (white husk), okaaM30BaHHOTO B KOPOTKOM  ILIEYE
xpomocombl 3H, MyTaius B KOTOpoM (PEHOTUTTUUECKH MPOSIBISIETCS B OTCYTCTBUH XJIOpo(duiuia B
JeMMe STYMEHs U YaCTUYHOM ajibOMHU3ME JApYTrux opraHoB pactenus [Hua u ap., 2016]. Paiion, B

KOTOPOM JIOKAJIM30BaH 3TOT reH, orpannueH renamu MLOC 14184 u MLOC 80432 ¢ 3’-u 5°-
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KOHIIOB, cooTBeTcTBeHHO [Hua w np., 2016]. JlanHble maeHTH(UKATOPHI TEHOB MPUBEACHBI B
aHHOTAllMM COOPKH TeHOMa JMHUHU sSUMeHs MOreX, COOTBETCTBYIOT HMIEHTH(HKATOpaM T'€HOB
HORVU3Hr1G031000 # HORVU3Hr1G035380, COOTBETCTBEHHO, B aHHOTAI[UU COOPKHU reHOMa
Bepcuu 49.

W3-3a cxonctBa jokanu3aiuu reHoB Alm u wh (kopoTkoe miedo TpeTbeid XpOMOCOMBI) U
CXOKECTH (PCHOTHITMYECKOTO MPOSIBICHUS, 3TH T'€HBI PACCMATPUBAIOTCS KaK aJIJIeIbHBIC BAPHAHTHI
omxHoro M Toro ke reHa [Franckowiak, Lundqvist, Kleinhofs, 2016]. Takum oGpa3zom, paiioHOM
Alm, B kortopoMm iokanmu3oBaH reH Alm, Oyiaem cuuTath ydvacTok Ha xpomocome 3H,
orpannyeHHbli reHaMmu HORVU3Hr1G031000 1 HORVU3Hr1G035380 ¢ 3°- u 5°-KOHIIOB,
COOTBETCTBEHHO. DTOT PaiOH COAEPKUT 229 reHOB, aHHOTUPOBAHHBIX B TEKYIIEH COOpKE reHOMa
stamenst. Paiion Alm, Bxosiye B HEro reHbl U pacioyioskeHre Ha xpomocoMe 3H, npuBeaeHs! Ha

pUCYHKe 7.

a

ENSRNA050016277-T1.

ENSRNAQ49487800-T1
ENSRNA049487803-T1 - ENSRNA049487313-T1
ENSRNA049487801-T1_————
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HORVU3Hr1 6035380:-

ENSRNA050015392-T1
ENSRNA050015390-T1
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ENSRNA049487950-T1!
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ENSRNA049487940-T1 | EN 171
ENSRNAQ49487938-T1 |
ENSRNA049487934-
ENSRNA0494879
ENSRNA0494879
ENSRNA0494879
ENSRNA049487942-
ENSRNA0494879!

ALM locus

_ENSRNA049488206-T1
~~ ENSRNA049488201-T1

ENSF T1
~ ENSRNA049488385-T1
— ENSRNA049487965-T1

___ENSRNA049488288-T1
— ENSRNA049488289-T1

ENSRNA050015427-T1 >
ENSRNA049488054-T1_

ENSRNA049488055-T1_
EN 71-T1

n
2

chr3H le locursi

Puc. 7. (A) — xpomocoma 3H sumens. CHMHHM IIBETOM OTMEUYEHBI T'€HBI MallbIX
sapeikoBeix PHK, kpacHbiM 11BeTOM — paiion Alm; Taxke oTMeUYeHBI (IAHKHUPYIOIIAE 3TOT
paiion Oemok-koaupyrone reHbl. (B) — yBenauueHHwlii paiion Alm; oTmedeHsl Oenok-
Koaupyroiire redbl. (B) — cpaBHeHne KoI0CheB stuMeHs aunHud i:BWAIM (Crnesa) u copra Bowman

(copaga). (I') — cpaBHenue 3épeH stumens tuaud i:BWAIM (Criesa) u copra Bowman (cripasa).
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Pacrenust nunmii i:BWAIM u Bowman BeipamuBanuch B Temuie LleHTpa KoIeKTHBHOTO
nosib3oBanus Jlaboparopust uckycTBeHHOTO BhIpammBanus pacteHuiit Uul" CO PAH. Pacrenus
BBIPAIIMBAIKICH B YCIOBUSIX 14-4acOBOro CBETOBOTO AHS U IpU TemmneparypHom pesxxkume 20-25°C.
Toranbnass PHK Oblnma BbifesieHa W3 Pa3BUBAIOMIMXCS KOJIOCKOB SIUMEHS, BKIIFOYAIOIINX
[[BETKOBYIO YelIyl (JeMMMY), MO OKpacke KoTopoil ommmuanuck i:BWAIM u Bowman. s
Boiteniennss PHK B skcniepumente ¢ nuuueit i:BwAIm 6bu1 ucnonb3oBan Habop Plant RNA
MiniPrepTM kit (Zymo Research Corporation, Upsun, Kanudopuus, CIIIA); B sxciepuMeHTe ¢
nunuent BLP 6b11 ucnionpzoBan Habop RNeasy Plant Mini Kit (QIAGEN, I'epmanust). Beinenenne
PHK nposomunoce I'enepanoBoir I'ammuoit BmagumupoBrHoit un  KykoeBont TarbsHoU
Brnagumuposuoit (MLul" CO PAH). ns xaxmaoi u3 AByX JUHUM ObUIO MPUTOTOBIEHO TIO TPHU
OMOJIOTMYECKUX OBTOPHOCTH. J[J1sl MOMTydeHHs KaXA0W MOBTOPHOCTH OMOJIOTHYECKHI MaTepHra
TpEX pa3HbIX PACTEHHI, OTHOCSIIMXCS K 3TOM JIMHUHK, ObLI 0OBEAMHEH, IMOCNE Yero ObLIOo
MPOBEICHO BhIACNIeHNE ToTanbHOM PHK.

Jlpyrast TUHMS, WCCIICAOBaHHAs B JaHHOW paboTe — MOuYTH M30reHHas nuHus i:BwBIp
(upentudukarop xosuekimu Nordic GenBank — 20470). Pactenus 3TOi JTHHUHA UMEIOT YEPHYIO
MEJIaHWH-TIOJ00HYI0 OKpPAcKy IIBETKOBOM YelIyd W mepukapra. Takoi ¢heHOTHI BCTpedaeTcs B
HEKOTOPBIX MOMYJSLUAX IUKOPACTYIIEr0 W KYJIbTYpHOTO sSuMeHsA. JlaHHas JHMHMS MOJIydeHa
MyTéM BO3BPATHBIX CKPEIIMBAHHUI YEPHOKOJIOCOTO STUMEHS C HEOKpallleHHbIM copTroM Bowman ¢
orbopom moromctBa 1o (enoruny [Buckley, 1930]. I'en Blp, moMuHaHTHBIH ajieab KOTOPOrO
BbI3bIBAET ()OPMHUPOBAHKE OMHMCAHHOTO ()EHOTUIA, HAXOAUTCA B JJIMHHOM IUIEYE XPOMOCOMBI
ssumenst 1H [Robertson u ap., 1965].

Mo ananoruu ¢ paiionom Alm, Oymem Ha3bIBaTh yYaCTOK HA JJTMHHOM ILICYE XPOMOCOMBI
1H, B xotopoMm nokanu3oBan red Blp, «paiion Blpy». Ilo3auee ren Blp Obur nokanu3oBaH Ha
(bu3znyecKoil KapTe XpOMOCOM SIUMEHS C OOJIBIIeH TOUHOCTHIO — OH PACMOJIOKEH Ha XPOMOCOME
IH mexay reramn HORVUI1Hr1G086690 1 HORVU1Hr1G087070 [Long u ap., 2019]. B
TeKyIIel cOopKe reHoMa STUMEeHs B TaHHOM ydacTke XpoMocombl 1H nokanusoBan 21 res. Paiion
Blp mokasan Ha pucyHke 8.

Pacrenuss Obu BbIpamieHbl B Terumie LleHTpa KOJJIEKTUBHOTO —TOJIb30BaHUS
JlaGopaTtopuss uCKyccTBeHHOro BblpamuBanus pactenuit UWIulT CO PAH. Pacrenus
BBIPALLMBAINCH B YCIOBUAX 12-4aCOBOTO CBETOBOTO JIHS U IPU TeMIIEpaTypHOM pexxume 20-25°C.

ToransHas PHK Obina BeifienieHa U3 IBETKOBOH YellyH (JIEMMBbI) ¢ TIEPUKAPIIOM PACTEHUH sTUMEHS
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nunuit 1:BWBIp u Bowman Bo Bpems panHeli ¢a3bl BockoBo# crienoctu. s Beinenenns PHK B
aKcriepuMmente ¢ jauHuer 1:BWBIp Obi1 ucnonbs3oBan Habop RNeasy Plant Mini Kit (QIAGEN,
I'epmanus). Brinenenne PHK mnpooamnocs Hloesoit Omeceit FOpweBHol u I'nmarosesoit
Amnacracueit lOpoeBnoit (MIul' CO PAH). Toransnas PHK, BbimenenHass w3 HECKOIBKUX
pacTeHuii, ObUTa O0BEIMHEHA JUTSI TTOJTydSHHUS KaKIOTO U3 OMOJIOTHYeCKHX 00pasroB. Tak ObLIO
MPUTOTOBIICHO IO TPU OMOJOTMYECKMX OOpasla B MCCIEAYeMOW IOYTH W30TEHHOW JHMHHUU U
KOHTPOJILHOW M30reHHO# nmHuu. [lanee Obuto mpoBeneHo oboramenue monu-A-dpakmun PHK
nyTéM WHKyOammu o0pasnoB ¢ mojiu-T-comepkammmu rpanyinamu, mocie dero PHK Obura

(bparMeHTHpOBaHA WHKYOAIMEH B TPUCYTCTBUH SHIOHYKIIEA3.

5]
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chrlH Blp locus

Puc. 8. (A) — xpomocoma 1H sumens. CUHMM LBETOM OTMEUYEHBI T'€HBl MalbIX
sapbikoBbix PHK, kpacHBIM 11BeTOM — paiioH BIp; Takxke oTMeueHbI (praHKHPYIOLIHE 3TOT pailoH
Oenok-komupyromiue reusl. (b) — yBenuuenHsli paiton BIp; oTMeueHbI 0eOK-KOUPYOLINE TeHbI.
(B) — cpaBHeHHe KOJOChEB stuMeHs copra Bowman (cnesa) u nunuu i:BwWBIp (cnpasa). (I') —

cpaBHeHHe 3épeH stumens copra Bowman (Ciesa) u iuauu i:BwBIp (cripasa).

Bbubnuorexu KOPOTKHUX HquTeHHﬁ, NOJIYYCHHBIC B JABYX OJOKCICPUMCHTAX, COTJIACHO

npouecaypam, OIMCAHHBIM BBIIIC, OAJICC ObLIH CCKBCHHUPOBAHLI BacunsepeiM I'eHHaguem
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BrnagumupoBuuem wu Illankoir Haranseit BrnaaucnaBouoit (MUulm CO PAH) s
CeKBEHHpOBaHHUs ObLIa Mcnosib3oBaHa miardopma lon Torrent PGM.

Bepudukanus guddepeHnnanbHON dKcrpeccud  Obula  TPOBEAEHA C  ITOMOIIBIO
KOJINYECTBEHHON IIOJMMEpPA3HOW LENMHOM pPEaKUuu B peaJlbHOM BpeMeHH. [IpensapurenbHO
oopasiet PHK Opumn o6pabortansl JIHKazamu (QIAGEN RNase-Free DNase Set). Habop
RevertAid™ kit (Thermo Fisher Scientific Inc., Waltham, Maccauycerc, CIIA) Obu1
WCIIOJIB30BaH ISl IpuroToBiaeHus: onommotek kioHoB JJHK Ha ocHoBe ucnonszyemoit PHK. Jlns
nposeaeHus [P 6p11 ncionszoBan Habop SYNTOL SYBR Green I (Cunrton, Mocksa, Poccust).
B kauectBe KOHTposisi Oblia B3siTa SKCrpeccus reHa youmkButmHa Ubc. Jlnst nuzaiitma map
npaiimepoB st [IIP 611 ucnone3oBan  onmaiiH-cepBuc  IDT  PrimerQuest

(http://eu.idtdna.com/PrimerQuest/Home/). Croucku TEHOB, 9SKCIpPECCHs KOTOPBIX  ObLia

Bepudunupoana ¢ nomoinsto [P, mpusenensl B nononHurensHoi Tadnuue 1. Konnyecrsennast
[P 6112 mpoBenena ['maroneBoii Anacracueit FOpsenoit (MIul" CO PAH).

CeMmeHa wu3ydyaeMbIX IOUYTH HW30TE€HHBIX JHHUH H copTa Bowman Owsutn mr00e3HO
npenocrtasiensl Hopaumdeckum ren6ankom (Nordgen, nordgen.com, [lIBernus). B knaccudukarmm
3TOro OaHKa CEMSH, MCITOJIb30BaHHbIC JIMHUU UMEIOT uaeHTH(ukaropsr NGB 22812 (Bowman),
NGB 20470 (BLP) u NBG 20419 (i:BwAIm).

JInst  XpoMOCOMHOHW Jjiokanu3aiud  0e NOVO pPEeKOHCTPYHMPOBAHHOTO —TPAHCKPHUIITA
HCIIOJIb30BAJIH IMIIEHHYHO-TYMEHHBIE JomoyHeHHbIe auaun Chinese Spring / Betzes [Hart, Islam,
Shepherd, 1980], JHK kortopsix mr00e3n0 mnpemocraBuia gokrop Mapuon Pémep (IPK-
I'arepcrneben, 'epmanust). [Ipouenypa jokanu3anuu KOHTHUTa B T€HOME SUMEHSI BIUIOTH JO

XpOMOCOMHOTO Iie4a Obla nposeaeHa [ maroneBoit Anacracueit KOpbeBHOI.

2.2 buonnpopmaruyecKuii aHAIU3 OUOJIHOTEK KOPOTKUX MPOYTEHU A

Kak ormeuaercs B JuTepaType, CYIIECTBYET MHOKECTBO INPOrPaMMHBIX KOHBEiepoB
00paboTKM JaHHBIX 3KcnepuMeHTOB RNA-seq, U B KaXJIOM KOHKPETHOM ciy4ae HeoOXOAuM
no100p KOHBeWepa, KOTOPbIM OKaxeTcs Haubosiee ONTUMAIBHBIMU JUIi UMEIOIIUXCS JTaHHBIX
[Conesa u ap., 2016; Yang u nmp., 2015]. Pa3ubie cymectByromue BUAb 00paboTKH Ooliee
MOJXOST JUISl Pa3HBIX UCXOTHBIX JAHHBIX.

Taxum oOpazom, a1 MakcuMalbHOU 3 dekTuBHOCTH 00paboTKM 3KcriepuMeHTOB RNA-

seq Tpe6yeTC$I CliecpBa OLCHUTH, HACKOJIBKO PA3HBIC CYHMICCTBYIOIIHUC MCTOAbI MOAXOIAT JJIA


http://eu.idtdna.com/PrimerQuest/Home/
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aHaJlM3a 9TU JaHHBIX. HeoOXoauMo Takke Y4uThIBaTh, 4To OMomH(popmaruueckas oOpaboTka
COCTOUT M3 HECKOJBKHX CTaJUi — yallle BCEro, (puiIbTpamuu ChIpbix OMOIMOTEK, KapTUPOBAHMUS,
noicuéTa 1 HOpMaJTU3alMK YPOBHEH SKCIIPECCUH T€HOB M, HAKOHEI], MOKUcKa audhepeHnanTbsHON
sKcrpeccud. [t mpoBeaeHHs KaXA0H U3 STHX CTAAWN CYIIECTBYET MHOXECTBO MPOTPAaMMHBIX
npoaykToB. Takum oOpa3om, BBIOOp ONTUMAJIBHOTO TOJAX0Ja i 00OpabOTKHM MOXKET OBITh
HETPUBHUAIBHBIM PEIICHUEM.

Jlia paspenienust 3Toi npodiaemMbl 00paboTKa MMEIOLIMXCS JaHHBIX Oblia MPOBEIEHa C
HCII0JIb30BAHMEM Pa3HbIX MPOrpaMM Ha KaXJ0il cTtaauu 00pabOTKU. DTOT MPOLECC CXEMAaTUIHO

MOKa3aH Ha pUCYHKe 9 u 6oJiee MoAPOOHO PACCMOTPEH B CIAEAYIONIUX pa3jesiax.

McxogHble
6ubnnotekn

¥

®unerpaums PrinSeq

yp,aneHW | \

Bes yaaneHua | | RNA-QC-Chain Bowtie2

—— [ —

(DMJ"IprOBaHHbIE‘

6ubnnoTekm
KapTupoBaHue \\
STAR Dart Hisat2 TopHat2
— ~ 7 —

—

KapTMpoBaHHblie
6ubnuoTteKku

Mowck 43T / U \

DEGseq EdgeR DESeq?2

—

——] —

Cnuckm 431

Pucynox 9. Kouseitep OnomHpopmarndeckoii o00paboTKu OHONMMOTEK KOPOTKHUX
MPOYTEHUH, UCIIOIB30BaHHBIX B JaHHOM pabote. [Toka3aHbl TpU OCHOBHBIE CTaaUU 0OpPabOTKH
JAHHBIX — QUIBTpaLUs, KapTHpoBaHue u nouck DT, u mpuBeaeHb HCIOIb30BaHHBIC HA KAXKIOM

U3 CTaJUI POrpaMMBbl.
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2.2.1 ®uabTpanust 6udaNOTEK

Jyis olleHKH KadecTBa OMOIMOTEK KOPOTKUX MPOYTEHUH Obla MCIOIh30BaHa IpoTrpaMma
FastQC (http://www.bioinformatics.babraham.ac.uk/projects/fastqc/) Bepcun 0.11.5. Jlanee, Oblna
ucnoab3oBana nporpamma Cutadapt [Martin, 2011] Bepcuu 1.9.1 mis ynaneHust BCTpEUArOIHXCS
B MPOYTCHHUAX aJalTepHBIX mocaexoBareiapHocTeid. IIporpamma Prinseq-lite [Schmieder,
Edwards, 2011] Bepcuu 0.20.4 Obuia MCoJIb30BaHa TS GUIBTPALMKA OMOIHOTEK IO JJIMHAM H
KayecTBY IPOUYTEHU: ObLIIN yAaJIeHbl IPOUYTEHUSI CO CPEIHUM 3HadeHneM kayectBa Phred 20 win
HIDKE, W TIPOUTEHHUs C JIuHaMu MeHbiie S50 HykiaeoTHaoB win Oosbine 270 HYKICOTHJIOB.
BreiOpanHbie OrpaHWYCHHS] TIO JITMHAM TPOYTEHUH CBSI3aHBI C TEM, YTO MPOUYTEHUS THHAMU
MeHbIle 50 HYKJICOTHIOB MOTYT HEKOPPEKTHO BOCIPHUHHMATHCS IPOTpaMMaMd IS
KapTUPOBAHUS;, B TO e BpPeMs, KaK MOXXHO BHJCTh W3 OICHKM KadyecTBa NPOYTCHHH, IS
OOJIBIIMHCTBA MPOYTEHUH ¢ JUTMHAMU OoJbiine 270 KauecTBO CEKBEHUPOBAHUS PE3KO Majaiio (CM.
pe3ynbTaThl, pasnen «rpeaoopadboTka OUOIHOTEKY).

[Ipn omenke kadecTtBa OMONMMOTEK C moMomibio mporpammbl FastQC OblIu OTIEIHHO
paccMOTpeHbI nepenpeacTaBieHHbIE MOCJIe0BATEIHHOCTH. O6napyxeHHbIE
MOCJIEI0BATEeIbHOCTH, BCTpEYaroniuecss He MeHee 4eM B 1% mpouteHuil XoTs Obl B OJHOM
OnbmMoTeKke OBLITM BBHIPOBHEHBI Ha HYKJICOTHJHBIE IMOCIEAOBATENIbHOCTH 0a3bl JgaHHBIX NCBI
Nucleotide ¢ momomnisto oHnaiiH-cepBuca Blastn.

Jns  ymanenuss mocnenoBarenbHocTedt pPHK wu3 OubnuoTexk ObuiM  HMCMONB30BaHA
nporpamma RNA-QC-Chain [Zhou u ap., 2018] Bepcuu 1.0. B kauecTBe aibTepHATHBHOIO
nojaxoJia K yaajaeHuto nocnenoBatenbHocTeil pPHK npemiaraercst kaptupoBats 6UOIMOTEKH Ha
nocinenosarensHoctd pPHK, mocne wero Opare [uist jganbHeWInero aHaiau3a T€ MPOYTCHHS,
KoTopble He OblTu KapTupoBanbl [Nguyen u np., 2014]. Hdna sToro Oblna HCMONB30BaHA
nporpamma Bowtie2 [Langmead, Salzberg, 2012] Bepcun 2.3.4. IlociieqoBaTenIbHOCTH
Hekoaupyromux PHK samenst Obutn nonydeHs! u3 6a3bl ganHbix Ensembl Plants [Kersey u np.,
2018], mocne Yero mocien0BaTENbHOCTA OBUIM MHASKCHPOBAHHBI mporpammoil bowtie2-build.
Janee, 6ubauoTexku ObLITN BEIPOBHEHBI Ha MocneAaoBarenbHocTH pPHK, 1 mpouTenus, koTopsie He
OBUTH YCIIEIIHO KapTUPOBaHbI, OBLIN B3SATHI B JalbHEHIITYI0 00paboTKy. HakoHell, 4ToObI OLIEHUTh
BiusiHue ¢unpTpanuu pPHK Ha kadecTtBo mocnenytomieit 00paboTku 6nbIMOTEK, OBIIIO pereHo

TaKKe MCII0Jb30BaTh B JaJbHEHIIIEM aHAIU3e 6H6HI/IOTCKI/I, HC MPOMICAIINC yAaJICHUC pPHK, n
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MPOBECTH CpAaBHEHHE KadecTBa pPAa0OTHI C TaKUMH OWOIMOTEKAMHM HW C OHOIMOTEKaMH,
oumtieHHbiMu oT pPHK.

Takum 00pa3zom, OBLIM HCIOJIB30BAHO TPU MOJX0Aa K (puiubTpanuu OMOIHOTEK — 03
ynanenuss pPHK, ¢ ynamenuem pPHK ¢ momomnpio RNA-QC-Chain u ¢ ymanennem pPHK ¢

noMoIisr Bowtie2.

2.2.2 KapTupoBanue 0U0JMOTEK M NMOACYET YPOBHEl IKCIIpecCH U

KaptupoBanue OuOmmMoTrek Ha pePepeHCHBId TEHOM OBLJIO TMPOBOJACHO YETHIPHMSI
nporpammamu: STAR [Dobin u ap., 2013] Bepcun 2.6.1a, Dart [Lin, Hsu, 2018a] Bepcuu 1.3.2,
HISAT2 [Kim, Langmead, Salzberg, 2015] Bepcuu 2.1.0, TopHat2 [Kim u ap., 2013a] Bepcuu
2.1.1. B kadectBe pedepeHca Ui KapTUPOBAaHUS MPOUYTCHUH OMOIMOTEK ObLIa MCIOJIB30BaHA
cOOpka reHoma SYMEHs, HaXoJsImasicsi B CBOOOHOM JocTyre B 0aze maHHBIX Ensembl plants
[Kersey u np., 2018]. OTmeTum, 9T0 3Ta cOOpKaA TeHOMa STYMEHs ObliIa MPOBEcHA HAa MaTepuase
n3oreHHoi muHUM Morex [Mascher u ap., 2017], B To Bpems kKak 1aHHast paboTa MPOBOIUTCS HA
PHK wu3zorennoii muann BOwman u moyTu M30TEHHBIX JIMHHM, MTOJYYCHHBIX Ha OCHOBE JIMHUH
Bowman. I'enom ssumenst muany Bowman Ha ceroHsIIIHTN AeHb COOpaH 10 COCTOSHUSI KOHTHTOB,
4acTh U3 KOTOPBIX IpPHUBS3aHAa K OTAEIbHBIM XPOMOCOMaM MM IIEYaM XPOMOCOM, OJTHAKO He
COCTaBlieHA B €IMHYIO0 KapTy, Ha KOTOpOH ObUIO Obl OTMEYEHO B3aMMHOE PACIIOJIOKEHUE
KOHTUTOB. TakuM 00pazoMm, B CUJIy TOTO, 4TO cOOpKa reHoma JiMHUU Morex sBisieTcs Ha
CerOJHAIIHUN JeHb OoJiee MOJIHOM, OHa ObUIa HCHOJIb30BaHAa B KauecTBe pedepeHca A
KapTUPOBAHUS.

[TocnenoBarensHOCTH TeHOMA stuMeHst iuHuK Morex B opmare fasta, pazmeTka reHoma B
dopmare gff3 Obuin ckaganbl u3 6a3pl AaHHbIX Ensembl plants, u ObUI0 MpOBEnEHO
WHJICKCUPOBaHUE TeHoMa Kaxaoi u3 mporpamm: STAR ¢ wucrnons3oBanuem omiuu —funMode
genomeGenerate, dart ¢ ucronp3oBanueM ckpunrta bwt _index, hisat2 ¢ nomouisio ckpunra hisat2-
build, TopHat2 ¢ momomsio ckpunrta bowtie_build. C momompio kaxmoi W3 mporpamm
OMOMMOTEKH, TIONYYCHHBIE B pe3ylbTaTe KaXJO0To U3 TPEX MOJXOA0B K (UIbTPAIlUU, OBLIU
KapTUPOBaHKI HA pedepeHCHBIN TeHOM stuMeHs. IToro, s kax10il 6MOIMoTeku ObUTH MOTYYEeHbI
12 xapTHpoBaHuUil.

s moncuéra ypoBHEH dKCmpeccur Oblila MCIMoJb30BaHa mporpamma FeatureCounts u3

nakera Subread [Liao, Smyth, Shi, 2014]. IToxcuér 3KcHIpeccUU TPOM3BOAWIICS Ha YPOBHE
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9K30HOB, C HCMOJIb30BaHMeM omnmuu ‘—feature’. B pesynbraTe OBLIM MOTyYeHBI TaOIHIIBI,
OTpaXkaroll¥e KOJIMYECTBO IPOUYTEHUH, KapTUPOBAHHBIX HA KAXKIbIH M3 I'€HOB SYMEHSI — TaK
HA3bIBAEMBIE «MAaTPHULIBI HKCIPECCHM». DTU TaOIUIBI ObUIM Jlajiee MCIIOJIb30BAHbI JUIS MOUCKA
maddepeHInanbHOM SKCIIPECCUH TEHOB.

Takum 00pa3oM, Ha CTaguHM KapTHPOBAHUS OMOIMOTEK M IMOJACYETA SKCIIPECCHH T'€HOB
ObUIM WCTOJB30BAaHBI TPHU MOJXO0/d, YTO, B KOMOMHAIIMKM C TPEeMs MOAXOIaMU K (PHUIbTpaIiH

OoubmMoTeK, MaéT ABEHAAATh PA3JIMUHBIX CIOCOOOB 00pa0OTKU TAHHBIX.

2.2.3 Tlouck audPepeHunaNbLHONH IKCIIPECCUU TEHOB

IMowuck JIDT ocymiectBisuics Tpemst makeramu it R: edgeR [Robinson, McCarthy, Smyth,
2010], DEGseq [Wang u ap., 2009] u DESeq2 [Love, Huber, Anders, 2014]. IIpeasapurenbHo
JUIS BCEX T'eHOB ObLIO MOJCYMTAHO 3HaueHue cpm (counts per million). TTocie 3Toro Bce rexsl, He
MMEIOIINE 3HAYCHHs cpm OOJIbIe IBYX XOTS OBbI B JIBYX 00pa3iiax W3 MIECTH, ObUTN YIAJICHBI U3
JATBHEUIIIET0 PACCMOTPEHUS.

st moucka /19T maketom EdgeR Obuto mpoBeaéH moacuér aucnepcu BHYTPH TPYI,
COOTBETCTBYIOMIMX T'eHOTHIIaM I:BWAIM u Bowman, u Mexay rpyii, MOCie Yero ¢ MOMOIIBIO
touHoro Tecta dumiepa OblIa TOACYUTAHA JOCTOBEPHOCTH JUGPGEPCHITUATBHON KCIPECCHH
KaXI0ro reHa Mexnay JjuHusMmua I:BWAIM u Bowman. Beuia mpoBeneHa mompaBka Ha
MHO>KECTBEHHOE CpaBHeHHUeE o MeTony benmxamunu-Xoxoepra.

st moncka JIDI makTom DESeq2 611 ipoBeI€H MOACUYET TUCTIEPCHH DKCITPECCHUHU TEHOB
MEXAy TPYyNIIaMi ¥ BHYTPU TPYII, MOCIE 4ero ObLIO MPOBEACHO MOACTUPOBAHUE HKCIPECCUU
T€HOB OTPUIATENIbHBIM OWHOMHUAJIBHBIM paclpe/ieieHueM, U TMPOBEAEH TECT OTHOLICHUS
MPaBAONOA0OUs Al MOACYETa JTOCTOBEPHOCTU IU(PEepeHIInanbHOM IKCIIPECCHH T€HAa MEXIY
rpynnamu. [lompaBka Ha MHOXECTBEHHOE CpaBHEHHE OblLIa MpPOBEJCHA C MOMOIIBIO METOJa
benmxamunn-Xox0epra.

IIpu ucnonw3oBanun nakera DEGseq Obu1 ncnonbszoBan Meron MARS [Wang u np.,
2009], sBnsromuiics amanTaieir Meroaa, ocHoBaHHOro Ha MA-Tpadukax, HCIIOIB30BAHHOTO
paHee U1 aHauu3a JaHHbIX MMKpouunoB [Yang wu gap., 2002]. [locroBepHOCTBH
middepeHnanbHON dKCIpeccun sl KaxJ0To TeHa Oblla TMOJCYMTaHa C TOMOUIbIO TecTa
OTHOIICHMS TPABJIOMOJO0MS, TOCIe Yero MmpuMeHeHa mompaBka benmxamuan-XoxOepra Ha

MHOKCCTBCHHOC CPAaBHCHUC.
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2.2.4 Pe3rome OuonHpopmaTHieckoii 00padoTkn

Jis 6uomHpopmaruueckoro ananusa AaHHBIX RNA-Seq, cBs3aHHBIX ¢ MpOLEAYpOi
KapTUPOBaHUSA, OBLIM ONPOOOBAaHBI pa3HbIE IOAXOJbl, COCTOSIIME B KOMOWHHUPOBAHUU
HCII0JIb30BAHHBIX HA Pa3HbIX CTAAMAX aHAJIM3a IPOrPaMMHBIX CpeACTB. Tak, ObLIO UCIOIB30BAHO
TpH noaxoja Juid puiabTpauun 0MdanoTek — ¢puibTpanus 0e3 yaaaeHus MocieA0BaTeIbHOCTEN
pPHK, ¢wmnbrpanus ¢ ynaneanem pPHK myrém xaprupoBanust Ha nocnenosarensHoctd pPHK
staMeHs, U punbTpanus ¢ yaanearneMm pPHK ¢ momonisio mporpammer RNA-QC-Chain. [anee, na
CTaJMu KapTHPOBaHUsI OBLTH UCTIONBb30BaHbl mporpammbl Dart, Hisat2, Star u TopHat2. Hakownerr,
st moucka auddepeHnnanbHON SKCIpeccHr TeHOB ObUIM HMCTONb30BaHbl nakeThl DEGSeq,
DESeq2 u EdgeR. Takum oOpa3om, ObLIO OMPOOOBAaHO B OOIIEH CIOXHOCTH 36 KOHBEHEpOB
MIPOrPaMM.

st cpaBHEHUS MTPOU3BOAUTEILHOCTH KOHBEHEPOB U MOMCKA KOHBEEpa, ONTUMAaIbHOTO
Uia aHanu3a uMeromuxcs faHHbix RNA-Seq B KaK0M U3 SKCIIEPUMEHTOB, IS KaXJI0ro u3 36
WCIOJIb30BAHHBIX KOHBEHEpOB OBLIM OIICHEHbI YeThIpe IoKa3aTesis IPOU3BOIUTEILHOCTH.
[lepBrie n1Ba mokazaresst — 3TO JOJIS BCEX KapTUPOBAHHBIX HA T€HOM STUMEHS NMPOUYTEHUM, U J10J1s
YHHUKAJIbHO KapTUPOBAHHBIX MpouTeHuil. UeM 3TH moka3aTesld Bbllle, TeM OOJbLIE TOYHOCTH
KapTUpOBaHUsl OHOJIMOTEK MaHHBIM KOHBeHepoM. OTH TMoKazaTenu OyAeM Jajee Has3bIBaTh
‘% mapped’ u ‘% _uniq’.

Tperuit nokaszaTeb, B3ATHIN /I OLICHKH KaueCTBa KOHBEHEpOB, UILUTIOCTPUPYET TOUHOCTD
onpenenenusa JAOI'. [Insg koauuecTBEHHON OLIEHKU TOYHOCTU moucka DI B kaxaoMy U3 ABYyX
sKcrepuMeHToB (C auuuei i:BWAIM u ¢ munueii i:Bwblp) Obi1a cocraBieHa BeIOOpKa IeHOB, IS
KOTOpoil Obuta mpoBeneHa Bepudukanus aupGepeHInaTbHON 3KCIPECCUd € MOMOIUIBIO
konmuecTBeHHOH I11IP B peanbHOM BpeMenu. [lanee Obu1 moacunTaH KO3(PPUIIUESHT KOPPEISIIUU
[lupcona wmexnay omnpenenéHHbiMH nyréMm  aHanmu3a RNA-Seq u  HaOmoJaeMbIMH
9KCIEPUMEHTAJIBHO C MOMOUIBI0 KoiaudecTBeHHOM I[P 3HaueHMAMM W3MEHEHHs SKCIpeccuu
JAHHOTO CIMCKa BEpU(UIIMPOBAHHBIX T'€HOB. YeM KOA(pGHUIMEHT KOppessLuu Bhllle, TeM 0oiee
TOYHO JJaHHBIM KOHBeMep onpeaenser 21 DToT nokasaresns aanee OyaeM Ha3bIBaTh ‘COIT’.

Hakonen, Oblma oleHeHa CTaOMIbHOCTH TouHOro ompeneneHus JOI. Onenka
cTabMIIbHOCTU TOYHOTO onpenenenus 31" konBeiiepom npoBoamiacek cienyromumM odpasom. 13
CMMCKA TEHOB, JJIsI KOTOPBIX MPOBOAWIACH BepupuKanus aupepeHInaTbHON dKCIPECCU ¢

MMOMOIIIBIO KOJIMYECTBEHHOM HHP B KAXJI0M H3 5KCIICPUMCHTOB, OBLIIO COCTABJICHO N HOI[BBI60p0K
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pasmepom N-1, rie N — KOIMYeCcTBO TEHOB, I KOTOPBIX Oblila mpoBeneHa Bepudukanus. Janee,
ObuT moACcYUTaH KOd(pHUIHMeHT Koppemauun [Tupcona Mexay MACHTUGUIMPOBAHHBIMUA B XOJIE
aHasin3a RNA-Seq 1 mosryueHHbIMH 3KCIIEPUMEHTAIbHO 3HAUEHUSIMU U3MEHEHHUS SKCIIPECCUU, IS
KaKJIOW W3 TMOJYYEHHBIX MOABBIOOpOK reHoB. Ilociae 3Toro A MHOIY4YEHHBIX 3HAYEHUMN
KOppeIsIMU ISl 3TOTO KOHBeWepa OBUIO TOACYMTAHO 3HAYEHUE CPEIHEKBAIPATHUYHOTO
OTKJIOHEHHUS. DJTO 3HAUYEHHUE XapaKTepu3yeT CTa0WIbHOCTh TO4HOro omnpeaenenus 2T ¢
MIOMOIIBI0 JAHHOTO KOHBeHepa. UeM 3TO 3HaueHHe HUXKe, TeM Oojiee CTaOWIbHO KOHBEiep
ompeenseT U3MEHEHUE SKCITPECCHH. DTOT MoKa3aTelb jajee OyaeM Ha3biBaTh ‘Stdev’.

B tabnuue 1 npuBeneHsl NpUMephl 3HAYEHUI TaHHBIX MOKa3aTesel Juid TpEX OTIAEIbHO
B3ATBIX KOHBeWepoB. OTmeTuM, 4TOo TaOnuIa | CIyXHUT JWIIb I WUTFOCTPAIMA OOIIEro
MPUHINIA PUOPETU3AUN KOHBEHEpOB, W NMpPHUBEIEHHBIE B HEHl JaHHbIE HE HCIOJIb3YIOTCS B

nanbpHEeM B padoTe.

Tabmuma 1. Kouseiteppr OunonHpopmaTnyeckoii 0OpaOOTKM W KOJUYECTBEHHBIC

IMOKa3aTCJInu, UCIIOJIb30BAHHBIC IJIA UX IPHUOPETU3ALIUN

Bxonsiue B KOHBEHEpbl TPOrpaMMBbl ITokazarenu

IMTaker s
Meton [Iporpamma miist | moucka
¢bunpTpanuu | kaptupoBanus | JIOI corr stdev %_mapped | %_uniq
bowtie2 Dart EdgeR 0,8382 | 0,0579 | 98,77 87,40
RNA-QC-
Chain Star DEGseq 0,8070 | 0,0562 | 98,70 79,05
bowtie2 Hisat2 DESeq?2 0,7986 | 0,0675 | 72,07 62,06

ITo kaxmoMy M3 ATHUX YETHIPEX MapaMeTpoB KOHBeHephl ObUIM paH)KUPOBAHbBI, U 3aTEM
Obula MOJCYMTaHHA cyMMa paHroB. KouBeiiep, /Ui KOTOpOro Takasi cyMMa paHTOB OKa3ajlach
MaKCUMaJIbHOW, HCMOJb30BaHHBIX ISl 3TOTO OSKCIIEPUMEHTa, BBIOMpancs Kak Haubolee
ONTUMANILHBIA 111 paboTel ¢ uMmeromumucs aaHHeIMH RNA-seq. B ciydae, ecnu HECKOJIbKO
KOHBEWEpPOB MMEIOT OJMHAKOBYIO CYMMY DaHIOB, NPEANOYTEHUs OTHAETCS TOMY KOHBEWepy,
KOTOPBIN MMeeT HauOoJbllee 3HaueHHe Koddduinmenta koppemsiiuuu [lupcona ¢ pesynpraramu

KosimuecTBeHHOU [IL[P 1711 KOHTPOJIBHBIX T€HOB.
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Jns TpéX KOHBEWepoB, MPHUBEIEHHBIX B KAauecTBE NMpHMeEpa B TaOiuie 2, MOPAIKOBBIC
HOMEpa I0CJIE COPTUPOBKM IO Ka)XJAOMY M3 IOKa3aTeledl M INOJydeHHas CyMMa IHOPSJIKOBBIX
HOMEPOB IPUBEJIEHBI B TabauLe 2.

Crnenyer oTMeTuTh, uTO MoKazarean ‘% mapped’ u ‘% uniq’ pa3auvaroTcss TOJIBKO
MEXAYy KOHBeWepamMH, B KOTOpBIX OBLIM HCHOJIb30BaHbl pa3Hble MOAXOJbl K (UIbTpALUU
OMOIMOTEK M pa3HbIE IPOTPAMMBI [T KAPTHPOBAHUS. Y KOHBEHEPOB Ke, pa3IHIalOIINXCs TOIBKO
HCI0JIb30BAHHBIM TakeToM Juist nmoucka JIOT', atu 3HaueHus oguHakoBbl. TakuMm oOpa3om, npu
COPTUPOBKE IO KaXKIOMY H3 OTHX JBYX IIOKa3zareiei, KOHBeHepaM MOXKHO IpPHUCBOUTH
MOPSIIKOBbIE 3HaYeHMsI TOJBKO OT 1 10 12. B TO e Bpems, Ipu COPTUPOBKE 10 MOKazaTessm ‘Corr’
u ‘stdev’ koHBeiiepam mpucBauBalTCs 3HaueHus OT 1 mo 36. Takum oOpa3oM, Mokazaresn
‘% mapped’ u ‘%_uniq’ BHOCAT MEHBIIHIA BKJIaJ B OOIIYIO0 CYMMY MOKa3aTeei A KakK/I0ro 13

KOHBEMEPOB.

Ta6mn. 2. Ilpuoperusaius KoHBeliepoB OnonHpopmaTudeckoir 0OpabOTKH HA OCHOBAHUH

CYMMBEI PAHI'OB HMCITIOJIB30BAHHBIX KOJIMYCCTBCHHBIX rokKasaTeei

CocraBnsoniue 4acTu KOHBeepa Panru Cymma
Meton [Iporpamma I[Maker mia PaHroB
¢buibT- ULl KapTUpO- | IIOMCKa

panuu BaHUS J2r corr | stdev | %_ mapped | %_uniq

bowtie2 Dart EdgeR 3 2 3 3 11
RNA-QC- 9
Chain Star DEGseq 2 3 2 2

bowtie2 Hisat2 DESeq?2 1 1 1 1 4

C LEJIBIO OIMPEACIUTD BKIIAJ Ka)XJa0u u3 INEPEMCHHBIX B KaUC€CTBO JaIbHEHIIIEr0 aHalIn3a
ObLI HCIOJIB30BaH MCTOJA  TJIaBHBIX KOMIIOHCHT JJd  HMCHOIIUXCS 36 KOHBeﬁepOB
6I/IOI/IH(I)OpMaTI/I‘-IeCKOI\/’I O6pa6OTKI/I. B kauectBe INEPEMCHHBIX BBICTYIIAIN HpI/IBCI[éHHBIe BBIIIC
YCTBIPC PACCMOTPCHHBIX IIOKA34aTCJId KadCeCTBa pa6OTLI KOHBeﬁepa. I[J'IH aHaJIn3a TJIaBHBIX
KOMIIOHCHT HCIIOJIb30BaHA KOMaHAa Prcomp s3blka MIPOrpaMMHpPOBaHUSA R, npu 35TOM BCC

NEPpCMCHHBIC ObLIH HOPMUPOBAHBI U ITPUBCACHBI K OJTHOMY 3HAYCHUIO CTAHAAPTHOT'O OTKJIOHCHU,
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s gero Obut 3aman mapamerp ‘scaling=T’. C momompio makera ggplot2 Obum mocTpoeHs!
rpaduKu, Ha KOTOPBIX KOHBEHephl OMOMH(POPMATHIECKO 00pabOTKH pacipeaeIeHbl 0 IePBhIM

ABYM I'JIaBHBIM KOMIIOHCHTAaM.

2.2.5 OyukunoHaabHblii anaaus 2T

Jl1g reHoB, uMeronmx AMdQepeHuanbHy0 IKCIPECCUIO B KaXK/I0M U3 SKCIIEPUMEHTOB (C
myranTamu Alm u Blp) Obu1 TpoBeieH MOKUCK 3HAYNMO aCCOIMUPOBAHHBIX TEPMUHOB OHTOJIOTHit
n Mmerabonuyeckux myrei. Jlns moucka mpezacraBieHHBIX TepMuHOB 'O crimcku DI Obuin
oOpaboTansl ¢ moMoOMIIbIO OHIaiH-cepBuca Singular  Enrichment  Analysis (SEA),
npeaocraBieHHoro 6a3oi manueix AQriGO v2 [Tian u ap., 2017]. B xauectBe pedeperca ObLT
UCIONIb30BaH Habop wuaeHtuukaropoB reHo IPK Barley BLAST Server. Jlns mojacuéra
JIOCTOBEPHOCTH OB MCIOJIB30BAH THIEPTEOMETPUUECKHUI TECT C TOCIEAYIOMIEH MOMPaBKOM 1O
Merony benmxamunu-XoxOepra. ['eHbl ¢ MOBBIIEHHON M MOHMYKEHHOW B3KcIpecchei Obliau
OLICHEHBI OTACIBHO.

Jlns aHanM3a y4acTUsl TEHOB B U3BECTHBIX META0OJMYECKUX MYyTsAX OblIa MCIOJIb30BaHa
6aza mannbix PlantCyc [Schlapfer u ap., 2017]. Umeromumecss B 6a3e JaHHBIX CIIMCKHA T'€HOB,
YYacCTBYIOUIMX B MeTa0OJIMYECKUX MYTAX, ObUIM CKadyaHbl Ha JIOKaJIbHBIA KoMmmbtorep. Ilocre
3TOr0 C TOMOLIbIO CKpUNTOB Ha s3bikax Perl m R Obu1 mpoBenéH anHamu3 oOoramieHus
MeTa0O0JMYECKUX IMyTed CIeAYIIUM 00pa3oM: I Ka)JA0ro MeTa0OoJMYecKoro IyTH OblLIo
MIOJICYMTAHO KOJMUYECTBO '€HOB, YUACTBYIOLIMX B HEM, U ObLIO ONPEAETICHO, KAKOE KOJIMYECTBO U3
3TUX TreHoB sBIAtOTCS DI B M3ydaemom skcnepuMmeHTte. Takke ObLIO HOJACUMTAHO oOlee
KOJIMYECTBO T'€HOB SUMEHS, YIOMSHYTHIX B 06a3ze naHHbIX PlantCyc kak ydacTByrolLIMe B TE€X WIH
UHBIX MeTabonuyeckux mnyTsax. HakoHel, u3BecTHO oOlee KOJMYECTBO AHHOTUPOBAHHBIX B
TeKyIIe cOopke reHoMa IeHOB sIUMEHs, U U3BecTHO oO1ee koauuecto JOT. Jlanee ¢ momolbto
¢ynkuuu hypergeom sizpika R 1 kax10ro MeTab0JIM4ecKkoro myTd ObIJIO MOJICUUTAHO 3HAUYEHUE
CTaTUCTUYECKOTO KPUTEPHUS P, MOKA3BIBAIOLIETO BEPOSATHOCTH IOJIYYEHMS] TAKOTO KOJIMYECTBA
JIOI' cpeau TreHOB, BXOJAIIMX B JaHHbIM MeTaOONMYeCKUH MyThb MPH HMX CIy4ailHOM
pacnpeneneHny, o JUHHAIOMEMCS TUIIEPreOMETPUUECKOMY PACIIPENEIEHUIO:
(D0

(i)

P(x) = (12)
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3nech X — kommuectBo [IOI7, BXOISIIUX B JAHHBIN METa00IMYECKHIA ITyTh; M — KOJIUYECTBO
I'€HOB, BXOJAIINX B JaHHBIA MeTa00IMYeCKuil myTh; M — KOJINUECTBO T€HOB STUMEHS, BXOSIINX B
0azy mannbix PlantCyc; k — xkomuuectBo JIDI' B maHHOM skcnepumente. Kak u B ciydae ¢
aHasim3oM TepMHHOB ['O, 00paboTka reHOB C MOBBIIIEHHOM M TMOHM)XEHHOHN »3Kcmpeccueit
NPOBOAMIIACH IO OTACIbHOCTH. Jlanee, ¢ moMompio GyHKIMU s3bika R p.adjust Obuia crienana
IOIpaBKa Ha MHO>KECTBEHHOE cpaBHEHHE 10 MeToay benpkamunu-Xoxoepra.

OTtnenbHO OBLT MPOU3BENIEH aHAIN3 U3MEHEHHUS 3KCIIPECCUH T'€HOB, BXOASIIUX B pPailOHbI
Alm u Blp, cootBerctBenHo. HeoOX0auMMO OTMETHTH, YTO, HECMOTPS Ha YCHJIUS MHPOBOTO
coo0IllecTBa MO H3YYEHHIO T€HETHKU SUYMEHsI, CYIIECTBYIOIas aHHOTAlUsl FeHOMa SBIISIETCA
HernonHOM. Tak, Tompko must 8885 m3 38029 Genok-KOAMPYIOMIUX TE€HOB, MPEICTABICHHBIX B
anHoTaiuu Bepcuu IBSCV2 reHoma sUMeHs, TPHUBEICHO ONMMCAaHUE OCIKOBOTO MpojaykTa. s
omnpeneneHus pyHKIMKA OCTAIBHBIX TEHOB OblJIa PACCMOTPEHA IOCTyIHas B Oa3e qaHHbIX Ensembl
plants urbopmaIus 0 TOMEHHOM CTPYKTYpe UX OSTKOBBIX MTPOIYKTOB, & TAKIKE ACCOLUHPOBAHHBIC
BXOXK/ICHHUS B JAPYrHX 0a3ax JaHHBIX, COAEPKAIINX HHPOpMAIHMIO 0 OeIKoBOM cTpykType: Pfam
[Mistry u ap., 2020], PANTHER [Thomas u np., 2022], TIGFAM [Haft u nmp., 2013] u
Superfamily [Gough u mp., 2001].

Hakonen, Oblna paccMOTpeHa SKCHpPECCHsl TE€HOB, JIOKAIM30BaHHBIX B miactome. OHH
ObUIM TOJpa3/iefieHbl Ha TPU KaTErOpUM B COOTBETCTBUM CO CBOMMHU (DYHKIMSIMU: T€HBI,
KOJUpYyIomue OelKH, BXOIIIINE B COCTaB (POTOCUCTEM WJIM yYacTBYIONIKE B (JOTOCUHTE3E MHBIM
CrocoO0OM; T'eHbl, KOIUpylolre pudocoMHble Oeiku; mnpoue reHbl. CIHCKM T'€HOB ILIACTOMA,
BXOJIAIINE B KAXAYIO U3 ATHUX KaTeropuil, MpUBEACHbI B JOMOJHUTENbHOM Tabnuue 2. Janee, ns
KKIOM U3 TpEX KaTeropuil ObUIO MOJCUMTAHO CpeaHEee 3HAUCHHUE M3MEHEHUS DKCIPECCHH BCEX
BXOJIIINX B HEE T€HOB, U CPEIHEKBAIPATUYHOE OTKIOHEHHE STOro mapamerpa. 3areMm Oblia
MOJICYUTaHa 3HAYUMOCTh HAOIIOJAEMBbIX Pa3IUYMii B M3MEHEHUAX YPOBHEU HSKCIPECCUU s

PAa3HBIX T'PYIII C TIOMOIIBIO TECTA MaHHa- YUTHH.

2.2.6 de NOVO peKOHCTPYKIUS TPAHCKPHIITOMA

[Ipexxne Bcero, s TpoBeneHUs cOOpPKHM TpaHcKpunrToma Oe novo TpeboBaioch
YCTaHOBUTh, KaKoW W3 cHnocoOoOB (uibTpamuyu OUOIMOTEK KOPOTKUX MPOYTEHHH SABISAETCA
HanboJyiee ONTUMAIBHBIM, YTOOBI B JaJbHEUIIEM MCIOJIB30BaTh OYHILEHHbIE OHOIMOTEKH,

MOJIydeHHBIE OSTHM crocoOom, it mpoBeneHus Oe novo cOopku. [lpouemypa BwIOOpa
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ONTUMAJILHOTO KOHBeiiepa 00pabOTKH, ONMMCaHHAs B pa3felie «METOJbl: OMOMH(POPMATHUECKUN
aHamM3 OMOIMOTEK KOPOTKHX MPOUYTEHHI», BKIOYaeT B ceOs BbIOOP Hamboisiee 3(h(heKTUBHOU
npoueaypsl GruibTparnuu onbdarnorek. Takum oOpa3om, mocie NpoBeACHUs OMONH(OPMATHICCKON
00paboTKkK OMOIMOTEK U BBIACIICHUS ONITUMAIILHOTO KOHBeWepa croco0 GpuiabTparyu Ou0InoTexK,
BXO/IIIMI B STOT KOHBeEWep, ObLJI YCTAaHOBJIEH KaK ONTHMAJBHBIN CIIOCOO (HIBTpAllH 3THUX
o6ubmmorek. COOTBETCTBEHHO, OMOMMOTEKH, MPOUISANINE TAaHHBIM Ccrocod (QuiIbTpayu, ObUIH
UCIIOJIb30BAHBI IS ITpoBeeHus de NOVO cOOpKH TPAHCKPUIITOMA STIMEHSI.

beuta npoBezieHa cOopka TpaHCKpunToMa suMeHs H. vulgare modtd M30TeHHO# JMHHA
i:BWAIM ¢ gacTuyHbIM adbOMHHU3MOM KOJOCa M CTEONIS C TOMOIIBI0 TPEX MpOTpamMM JiIs
pekoHCTpyKIK TpaHckpunroma de novo: Trinity [Grabherr u ap., 2013] Bepcun 2.2.0, Trans-
ABYSS [Robertson u ap., 2010] Bepcuu 2.0.1 u Spades [Bushmanova u ap., 2018] Bepcuu 3.12.0.

Cxema ananmm3a noapoOHee nmoka3ana Ha pucynke 10.

OuMieHHble —)D
bnbnnoTekn apTupoBaHue

‘ Trans-;\BySS ‘ ‘ Spades ‘ | Trinity | Genome-guided
trinity

l

YaaneHve nzbbitouHocTM CHOOPOK
Evidential gene

Cbopka 1 ‘ I Cbopka 2 ‘ ’ Cbopka 3 ] | Cbopkra 4

Merafc‘ﬁop Ka

YaaneHue u3bbITouHOCTM COOpPKK
Evidential gene

l

He-n36bITo4YHaA
meTta-cbopka

Puc 10. Cxema mnomydeHuss mera-cOopkud de NOVO TpaHCKPUNITOMA JIEMMbI SUMEHS

M3y4aeMbIX N30TeHHBIX JTuHKH i:BwAIM u i:BwBIp

3anmyck cOopmmka Trinity mpoxoawia ¢ TapamMeTpaMHM «IO YMOJYaHHIO», Ha BBOJ

IporpaMmal ObLIN noaaHbl MICCTb 6I/I6HI/IOT6K, OTHOCAIIHNXCA K TAaHHOMY SKCIICPUMCHTY. HpI/I
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3amycke mporpaMmbl Spades Ha BBOJ TakKe OBUIM IMOJAHBI BCE IIECTh OMOTMOTEK KOPOTKHUX
MPOYTEHUH, OTHOCAIIMECS K JaHHOMY 3KcriepuMenTy. [Ipu 3amycke mporpammsl Spades ObLiH
yKa3aHbl ONuuK ‘--iontorrent’ u ‘--only-assembler’.

Coopka mnporpammoit Trans-ABySS Obima mpoBemeHa misi KaXaoW W3 OMOIMOTEK,
OTHOCSIIUXCS K JJAHHOMY 9KCIIEPUMEHTY, M0 OTICIBHOCTH, MOCIIE Yero MporpamMmmMoii transabyss-
merge, BXoJs1el B makeT nporpamm Trans-ABySS, nmosrydennbie cOopku OblM 00beAMHEHBI. JTa
cOOpKa MPOXOoJaUiia C TapaMeTpaMH «I0 YMOJYaHWIO», TIPH KOTOPHIX JUIMHA k-mepa paBHa 32.
AnanoruuHsM o0Opa3oM ObUIM MPOBEIEHBI COOPKH CO 3HaUeHUsIMHU napamerpa k 48 u 64. Takum
obpazoMm, ¢ momonisio Trans-ABySS Obutu mosydensl Tpu cOopku de NOVO, OTIMYaroIIuecs
JUIMHaMU k-MepoB, UCI0JIb30BaHHBIMU Mpu padote. [locne 3Toro Tpu nosydeHHbIX cCOOpKH ObLIN
o0beIMHEHBl TporpaMMoi transabyss-merge. PesympTupyromas cOopka Obuta janee
MCIIOJb30BaHa KaK MHIAMBHUIyalbHas cOOpKa TpaHCKpUnTOMa (€ NOVO, MoJIydeHHast ¢ MOMOIIBIO
nporpammel trans-ABYSS.

JlonosHUTEIHHO, OBLIA TPOBECHA TEHOM-OPUEHTHPOBaHHAs cOOpKa mporpaMmoit Trinity.
st aToro, cmepBa w3 12 UMeErOMMXCS KapTUpOBaHW OMONMHOTEK ObUTO BBIOpaHO HamOoJiee
ONTHUMAaIbHOE KapTHpoBaHue (CM. pasznen «Metonpl: OnonH(popMaTHYECKUN aHAIM3Y). 3aTeM U3
(haiinoB kapTupoBaHus OuOIMOTEK B (hopmaTe sam (sequence alignment/mapping) ObLIT MOTydeH
oOuuii ¢aitn, oO0beAUHSIOMMI BCe IIECTh KapTUPOBAHUM, NpPHU IOMOIIM KOMaHABI merge
nporpaMmsl samtools Bepcuu 1.6. DTOT daiis, BMecTe ¢ mecTbio ONOINOTEKaMU, OTHOCSIIIUMUCS
K JaHHOMY 9KCIIEPUMEHTY, ObLT UCIIOJIb30BaH Ui COOpPKU mporpammoii Trinity B pexxume reHoM-
OpUEHTHUPOBAHHOW COOPKH TPAaHCKPUINITOMA, C YKa3aHHMEM IpU 3TOM MaKCUMaJIbHOW JTHHBI
nntpoHa pasHor 500000 HyKII€OTHIOB.

BakHast crajus MOJydeHHsl BBICOKOKAYECTBEHHOW COOpKHM TpaHCkpunroma de novo —
ylajgeHne HM30bBITOYHOCTU COOpPKH, TO €CTh yHalleHWe KaXKIOro KOHTHUTa, KOTOPBIM SIBIISETCS
MIOJICTIOBOM XOTSI Obl OJHOTO JPYroro KOHTHUra, BXOJALIET0 B JaHHyIO cOopky. Jlns OGonee
noJIpoOHOTO O3HaKOMiIeHUs cM. pazznen 1.6.3.3. [lng ynaneHus u30bITOUHOCTH COOPOK Oblia
3ajelicTBoBaHa mporpamMma tr2aacds.pl u3 nuHedxku nporpamMm Evidential Gene Bepcun
20.05.2020 r. [Gilbert, 2019]. Kaxxgas u3 cOopok Oblia 0oOpaboTaHa 3TOW MPOrpaMMO IO
otaenabHOCTH. TakuM 00pa3oM, ObLIH TOTYYEHBI TPU HEe-U30BITOUHBIE COOPKH TpaHCKpUnToMa de
NOVO U OJjHa He-W30BITOYHAsI TEHOM-OPUEHTUPOBaHHAs cOOpKa TpaHCKpunToMa. B nambHeiiem

s mpocToTel OyaeM HaspiBaTh de NOVO cOOpKH, TOJYYEHHBIE pa3HBIMH IIPOrPaMMaMH,
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COKpAIIEHHBIMU HAa3bIBAaHMSIMU THUX MpOrpamm: abyss, spades u trinity 1u1st cOOpPOK, MOTYYEHHBIX
¢ nomotpto Trans-ABYSS, RNA-Spades u Trinity, cooTBeTcTBeHHO. ['eHOM-0pHUEHTHPOBAHHYIO
cOoopky Oymem manee HaspiBaTh cokpamiéHHo GG (ot anria. Genome-Guided — reHowm-
opueHntupoBanHas). Ha pucynke 10 m3o0pakeHa cxeMa, WLTIOCTPUPYIOIIAss OCHOBHBIC ITAIlbl
[IEPBOTO M0X0/1a MOJyYEHHS] HE-U30bITOUHONU MeTa-COOpPKH.

JU1st oJTy4eHusl ONTHUMAIBHOTO METa-TPAHCKPUIITOMA COOPKH OBLITM KOHKaTEHHPOBAHBI B
OlMH (ails, mocie 4Yero 3TOT (ailn Juist yjnaneHus: M30BITOYHOCTH Takke Obll 00paboTaH
nporpammoit tr2aacds.pl. Cneayer oTMETUTh, UTO 37€Ch W Jajie€ PacCMaTPUBAIOTCS KOHTHUTH,
MMEIOIME OTKPBITHIE PaMKH CUMTBIBaHHUA, TaK Kak tr2aacds.pl ucmomne3yer Juisl najbHEIero
aHaJM3a TOJHKO KOHTHTH, B KOTOPBIX OBLTH WACHTH(QHUIIMPOBAHBI OTKPHITHIE pAMKH CUATHIBAHUS,
UMEIOIINE JUTHHY HEe MEHBIIIE TIOPOTOBOH.

Takum 00pazom, Ui KaXIOTO W3 OBYX IKCIEPUMEHTOB OBLIO TOYYEHO MO YETHIPEe
WHIUBUAYAIbHBIX COOPKHM TpaHCKpUITOMa: cOOpkH spades M trinity, cocTaBJIeHHbIE KaKJaas U3
BCEX MIECTH OMOIMOTEK KOPOTKUX MPOUYTEHUU, BXOISIIMX B ATOT AKCIIEPUMEHT; cOOpka abyss,
npoBenEHHas I KaKIOW M3 OMONMOTEK MO OTAEIbHOCTH C pa3HbIMU 3HAYEHUSIMHU K-Mepos,
MocJIe yero cOOpKH ISl pa3HbIX OMOIMOTEK OBLTH 0OBETUHEHBI B OJJHY COOPKY abyss C MOMOIIBIO
MporpaMMsbl abyss-merge; TeHOM-opueHTUpoBaHHas coopka GG, cocTaBieHHas U3 BCEX IIECTU
OMOIMOTEK, BXOISIINX B 3TOT AKCIIEPUMEHT, U (aiiia KapTUpOBaHUs, 00beIMHEHHOTO U3 (pailyioB
KapTUPOBAHUS BCEX IIECTU OMOIMOTEK, BXOIAUIUX B ATOT SKCIIEPUMEHT, Ha FeHOM siluMeHs. Jlanee
U3 YeThIPEX MHAMBUAYAIbHBIX COOPOK Ui Ka)JO0ro M3 SKCIEPUMEHTOB ObLIa MOJy4eHa OJIHA

MeTa-c6opKa TpaHCKpUIITOMA AYMCHA

2.2.7 Anaau3 de novo cOOpPKHM TPAHCKPUIITOMA

JlJis OLleHKM KauecTBa PEKOHCTPYKIMU TPAHCKPUMNTOMA KaXKJIOW M3 MOYTH H30TEHHBIX
JTUHUHN Bce OTIENbHbIE COOPKU M MeTa-cOOpKa TPAHCKPUIITOMA TOW JIMHUU MPOULIH 00paboTKy
cnenyromumu nporpammamu: BUSCO Bepcuu 3.0.2 171 OIIEHKH MOJTHOTHI COOPOK HAa OCHOBAHUU
MPEACTABICHHOCTH XapaKTEePHBIX JUIsl paCTeHUM mocnenoBaTenbHocTel; Transrate Bepcun 1.0.3
JUI aHHOTAIlMM KOHTHTOB U OIICHKU TOJHOTHI HAIWYMS TeHOB s;tuMeHs B cOopke. Ilocne atoro
ObUTO MpoBeleHO cpaBHeHHE HabopoB CDS sumeHs, oOHapyXeHHBIX MporpamMmoi Transrate B
KKIOW U3 MHIUBUAYAIBHBIX cOOpoK. Ha ocHOBaHMM MepeKphIBaHMsI MHOKECTB, OOHAPYKEHHBIX

B KaxI0W M3 UHIANBUAyaTbHbIX cOopok CDS, Obumi mocTpoeHbl auarpaMMbel BeHHa,
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WLTFOCTPUPYIOIIME BKJIA]] KaXI0TO U3 COOPLIMKOB TpaHCKpunToma de NOVO B CTPYKTYpy MeTa-
cOopku.

Jlanee KOHTUTM JBYX MeTa-cOOpPOK TPaHCKPUNTOMA SUMEHs, OTHOCALIMECS K JABYM
JKCIIEpUMEHTaM, ObUIM BBIPABHEHBI Ha IOCJIEIOBATEIbHOCTh TeHoMa sumens H. vulgare, c
nomotneio nporpaMmbel tThaQUAST [Bushmanova u nap., 2016]. rmaQUAST noacuuthiBaeT U
MPENOCTABISIET JJIs OLEHKU TMOJb30BaTeNl pas3jMyHble [1apaMeTpbl, I[OJIyY€HHBIE U3
BbIPAaBHMBAHUS KOHTUIOB Ha pedepeHc, Oiaronaps 4eMy MOXHO OILEHUTh KauecTBO cOopku. B
YaCTHOCTH, 3Ta Iporpamma pasjeisieT KOHTUTH Ha TPU KaTerOpuH: KOHTUTH, BHIPOBHEHHBIE Ha
pedepeHc 1 coBIajarole ¢ aHHOTUPOBAaHHBIMU F'€HAMM; KOHTUTH, BBIDOBHEHHbBIE Ha pedepeHc,
HO HE COBIAJAIOLIME C W3BECTHHIMU AHHOTMPOBAHHBIMHM I'€HAaMH; U KOHTUTH, HE HMEIOIINe
CYIIECTBEHHOW FOMOJIOTHH K pe)epeHCHOMY FeHOMY. DTy MOCJIEIHIOI TPYINY KOHTUTOB OyaeM

JajI€€ Ha3bIBaTh «HOBBIMU KOHTUT'aMH».

CpaBHeHHe KayecTBa COOPOK TPAHCKPUIITOMA
Jlisi  KOJMYECTBEHHOTO CpaBHEHWS KadecTBa COOPOK OBII  HCIIOJIB30BaH IOAXO],
peUToKeHHbINH B pabote Xoubliepa 1 Mapia [Holzer, Marz, 2019]. Ou coctouT B TOM, 4TOOBI
JUTsl psifla BEIOpAHHBIX MapaMEeTPOB, OTPAKAIOIIMX KA4eCTBO COOpPKM TpaHCKpurnToma de novo,
MPOBECTH MPOIICYPY HOPMATU3AIMH 10 CIIEAYIoMIel hopmyie:
,_ Ri—min(V)
J 7 max(V1) — min(VY)

(13)

I'ne R} — 3HaYeHHUe mapamerpa | i COOPKH TPAHCKPHIITOMA | 10 HOpMaJIM3allHy, Nji —
3HAYEHHE TOTO IapaMeTpa MocJie HopManu3amuy, V' — BeKTOp, cOCTaBJIEHHbIH 13 BceX 3HAUCHHIT
mapameTpa i ;s Bcex cOOpoK TpaHckpunToma de novo o HopMammsarum:Vi = (Vli, ,VS‘)
Takum 06pazom, mociie HopMaau3aluu KaKIbli U3 TapaMeTpoB MpuHUMaeT 3HadeHue ot 0 1o 1
g Kaxaod u3 cOopok de novo. Ilocme atoro ams kaxaoil u3 cOOpPOK Bce 3HAUEHUs
HOPMAaJIM30BaHHBIX MMapaMeTPOB CYMMHPYIOTCS, MOCJE Yero MPOBOIUTCS Ipajaius cOOpoK MO
3HAYEHUIO CYMMBI BCEX HOPMAIM30BaHHBIX MapameTpoB. COopka, UMeroIas HauoOJIbIIYIO CYMMY
HOPMAJIM30BaHHBIX MTAPAMETPOB, CUUTAETCSI HANOOJIee KaueCTBEHHO.

s cpaBHEHHS KadecTBa HWHIWBHUIYATbHBIX COOPOK M MeTa-COOpPOK TPaHCKPUIITOMA
STIMEHS1, IONYYEHHBIX TpU paboTe ¢ OUOIMOTEKaMU KOPOTKUX MPOUTEHUHN, OTHOCAIIUXCS K ABYM

OKCIICPpUMCHTAM, ObLIM MCIIOJIb30BaHbI CICAYHOIIUC CEMb IMMAapaMCETPOB, XapaKTCPU3YHOIIUX
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pa3Hble acleKkThl kauecTBa cOopku TpaHckpunToma: (1) N50; (2) Menuana pacripeaesieHust JUIMH
KOHTHUrOB; (3) KosmuecTBO OOHapykeHHbIX reHoB u3 cnucka BUSCO (kak oOHapyKeHHBIX
IIEJTMKOM, TaK ¥ (pparMeHTapHO); (4) I0JIs1 KOHTHIOB, JUI KOTOPBIX ObLIIa 00OHApYKEHA TOMOJIOTHS
¢ u3BecTHbIMU CDS sumens ¢ nomounsto TransRate; (5) konnuectBo CDS s;tuMeHs, ¢ KOTOPHIMU
KOHTUTH U3 cOOpku de novo uMeroT romolioruto; (6) xosmdectBo CDS stamenst, He menee 95%
JUTHHBI KOTOPBIX TIOKPBITO BHIPABHMUBAHEM C KOHTUramu u3 cOopku de novo; (7) moJis mpodYTeHHi
u3 OMOJIMOTEK, HCIOIB30BAHHBIX JIJIs CO3/IaHus cOOpKH e NOVO, MCeBI0-KapTUPOBAHHBIX HA 3TY
cOOopKy ¢ oMokl mporpamMmsl kallisto.

XapakTepucTuku 1 u 2 oTpaXkaroT pacnpeneseHue JJIMH KOHTUTOB. XapaKTepUCTHKH 3, 4,
5 1 6 oTpaxkaroT MOJHOTY COOPKU TPAHCKPUNITOMA. XapaKTepUCTUKa 7 OTpakaeT MOJIHOTY COOPKH
TPAHCKPUIITOMA U MOJHOTY HCIOJIb30BaHUS OMOIMOTEK KOPOTKUX MPOUYTEHUN MPU COCTaBICHUU
3TOM COOPKHU.

[lonmyuyeHHple  HOBBIE KOHTHTM OBUIM  TpOAaHAIM3UPOBaHbl  Oojee  MOJPOOHO.
AMWHOKHUCIIOTHBIE — TIOCIICIOBATEIBHOCTH, KoaupoBaHHble B OP®, oOHapyXeHHBIX B
TPaHCKPHIITaX, ObLTH BEIPOBHEHBI Ha 0a3y anusix NCBI Protein nr ¢ momoripio oHaifH-cepBrca
blastn [Camacho u ap., 2009]. KOHTHTH, YbM aMUHOKHCIOTHBIE MTPOAYKTHl HE MMEIOT 3HAYMMOM
TOMOJIOTMHM C cOJepXaluMucsd B 0a3e JAaHHBIX OETKOBBIMH MOCIEAOBATEIBHOCTAMHU, OBbLIN
yoaJleHbl W3 JalbHEHIero paccMoTpeHus kak aptedaktel cObopku de novo. Kowutwrwy,
AMUHOKHUCIIOTHBIE ~ TMPOAYKTHl ~ KOTOPBIX  HMMEIOT  HAumOOJBIIYI0O  TOMOJIOTHIO €
[OCJICIOBATEIBHOCTSIMHI, HE OTHOCAIMMHUCA K pactutenbubiM (Viridiplantae), 6butn ynaneHs! u3
JalbHENIIIer0 paCCMOTPEHHS KaK KOHTAMUHALIMS YyKEPOIHBIM T€HETUYECKUM MaTepUAIIOM.

W3 ocraBmimxcs HOBBIX KOHTHIOB OBLIM BBIAEICHBI T€, U KOTOPHIX OblIa MOKa3aHa
nocroBepHast auddepeHimanbHas skcnpeccus. s 3TUX KOHTHroB Obljla MPOBEJCHA OLIEHKA
KOJIMPYIOIIEro MOTEHIIMaNIa ¢ MOMOIIbIo oHaiH-cepsuca Coding Potential Calculator 2 [Kang u
ap., 2017]. DTOT cepBUC OLIEHMBAET AJMHY OTKPBITOM paMKH CUUTBIBAHHUA U KOJUPYEMOTO
AMUHOKHCIIOTHOTO TPOAYKTa B CPABHEHUHU C M3BECTHBIMH pACHpPENCIICHUSMU TaKUX JIUH IS
O€JOK-KOJUPYIOIIMX  TPAHCKPHUIITOB; TAKXE  OLIEHUBAIOTCS  M303JEKTPUYECKass  TOYKa
AMHUHOKHCJIOTHOTO MPOIYKTa, 1enoctHocts OP® u 3nauenue kputepus Ouxerra [Fickett, 1982].

Hanee, a1 5TUX KOHTUIOB ObulM paccMoTpeHbl 100 Jydmmx TroMoJoroB Hx
AMHHOKHUCIIOTHBIX TpoaykToB mM3 0a3bl maHHbix NCBI Protein nr. Cpemu romosoros ObLIu

IpoaHaJIM3UPOBAHBI TOJIBKO HMCIOIUC (I)YHKI_II/IOHaHLHyIO aHHoTauuo. Takxe ObLIa paccMOTpCHA
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JOMEHHasi CTPYKTYypa, OOHapyKEHHas B aMUHOKHUCIOTHBIX MPOAYKTaX C MOMOUIbIO OHJIANH-
cepBHca MOUCKAa KOHCEPBATUBHBIX NOMEHOB 0a3bl maHHbIX NCBI Structure [Lu u ap., 2020].
Hakonen, Obl1 npoBeA€H MOUCK ATMX AMMHOKHUCIOTHBIX MPOAYKTOB IO 0a3e naHHbIX InterPro
[Paysan-Lafosse u ap., 2023] ¢ momorisio onnaiiH-cepsuca InterProScan [Jones u mp., 2014] ns

OIIPENEICHUS UX TOMEHHON CTPYKTYpHI.
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I'nasa 3. PesyabTaThl

3.1 AHaIUM3 TPAHCKPHUIITOMA NMOYTH H30TeHHOI JIMHNY stumens i: BWAIM B cpaBHennn
¢ Bowman

bein mpoBenén OuomHpopmMaTHUECKU aHAIM3 OMOJIMOTEK KOPOTKHUX IPOYTCHHM,
MOJIYYCHHBIX B 3KCHEpUMEHTe ¢ JimHuer sumens i:BwWAIM. [Toutn w3oreHHast JMHUS SYMEHS
i:BWAIM otnuuaercst nedurrom xiaopoduiuia B JeMMe, yIIKax, CTe0Jie U KOJOCKOBOH demrye.
dopmupoBanue MaHHOTO (eHoTUNa O00YCIOBIEHO MyTanuend B reHe Alm, nmokanu3oBaHHOM B
KOpoTKOM Tutede xpomocombl 3H. Ha nanHBIE MOMeHT cTpykrypa W QyHKumu rera Alm
Hen3BecTHbI. CpaBHUTENBHBIN aHAN3 TPAHCKPUIITOMA JIEMMBI siuMeHst iuHun i:BWAIM u copra
Bowman, nmeroriero HopManbHbINA (DEHOTHIT IO OKpPACKe KOJI0Ca, MOXKET IOMOYb BBISIBUTh I'€HBI,
y4acTBYIOIINE B (JOPMUPOBAHUHU JAHHOTO (PeHOTHUIIA. ITO, B CBOIO OUEPE/Ib MOXKET IPOJIUTH CBET

Ha 0COOCHHOCTH MeTaboJIn3Ma XJI0po(uIIIa 1 KOHTPOJIb TOTO MPOIIecca Y 371aK0B.

3.1.1 lIpenodpadoTka OMOJIMOTEK KOPOTKUX MPOYTEHH I

B pabGote Oblmu MCMOIB30BaHbl 6 OMOIMOTEK KOPOTKHX MPOYETHUH, COCTOSIIHE U3
OJIMHOYHBIX TTPOUYTEHUH, CEKBEHUPOBaHHBIX Ha muiaTopme lonTorrent PGM. ITapamerpsr chipbix
OMOIMOTEK M OMOTMOTEK, MPOIICAIINX pa3Hble CTaauu (UIBTPAIMH, PUBEACHBI B Tabmauie 3.
bubnmuorexu coxepkar cymmapno 28481151 mpoutenue, cocTosiue B 0Ol CIOKHOCTH U3
4685983175 nykieotu10B. Chipble OMOIMOTEKH coaepkaT B CpeaHeM 110 4,75 MIIH IPOUTECHUN U
78,1 muH ocHoBaHuii. HaumenbImii pasmep umeer oudanoreka Alm_2 — 3,06 MIIH mpOYTEHUHA,
HanboJbIIHi — OubmroTeka A_bow_3 — 6,9 muH npourtenuii. B xone ynaneHus mpoyTeHUi 10
napaMmeTpam JJIUH U KauecTBa ObUIO yJalleHO B MpUMEpHO 8,2% BceX MPOUYTEHHIA.

boiio mpoBeneHO ypajeHHe MPOYTEHUM, MPEACTaBISAIOMUX COOOH MOTEHIUATbHBIC
¢parmentel pPHK, nByms cmocobamm (cMm. pasgen 2.1.1 — «DunbTpanuss OHOIHOTEK»).
[Tporpamma RNA-QC-Chain ynanuna B cpenaem 13,9% npourenuii. Cpeqauii pazmep OHOIHOTEK
nocie Takoi guiabTpanuu cocraBisgeT 3,58 MIIH. IPOUTEHHH, cymMMapHbIi pasmep — 21,4 MiH.,
gyro coctaBugeT 75,3% oT wucxomHoro pasmepa Oubmmotek. Ilyrém kapTupoBaHuMs Ha
nocnenoBarenabHocTH Hekoaupytomux PHK stamens 6s110 ynaneno B cpennem 8,05% npodreHuii.

Cpennuii pazmMep 6uOIMOTEK MOCe QUIBTPAMU C MMOMOIIbIO KapTHPOBaHUs cocTaBisgeT 3,81
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MWUIMOHOB TPOYTEHHUN, CyMMAapHBIH pa3Mep OYMIICHHbIX OMOIHOTeK — 22,9 MHUJUTHOHOB

npouTeHuid, 94to cocraBisieT 80,4% OT UCXOIHOTO pa3Mepa OHOIHOTEK.

Tabn. 3. XapakTepucTHKH OHOIMOTEK KOPOTKHX HPOYETHUH, HCIOIB30BAHHBIX IS

aHanu3a TpaHckpunroma i:BwAIm u Bowman

JInans bubnuoreka | Mcxoaubie OMOIMOTEKH bubnunorexu rocJie
¢unbTpanuu

Kon-Bo OO6mras Cpennsis Kon-Bo Cpennsis
MPOYTEHUN | JJIMHA, JTAHA MPOYTEHUN | JJIMHA

HYKJICOTHJIOB | TIPOUYTEHUS MPOYTCHUM
I:.BWAIm | Alm_1 4596395 720917644 172,1 3874912 166,94
Alm_2 3056413 564667218 208,63 2372255 199,52
Alm_3 5794644 992122000 181,91 5332600 181,47
Bowman | A_bow 1 4122599 689024046 177,37 2450068 175,49
A_bow_2 4023501 350635368 128,56 2356572 126,56
A_bow_3 6887599 1368616899 | 202,7 6523266 201,68

3.1.2. KaprupoBanue 00 1HOTEK

KapTtupoBanue npoM3BOAMIOCH YETHIPbMs CHOCOOAMM, KaKIbli M3 KOTOPBIX ObLI
IpUMEHEH K OMOIMOTeKaMm, MPOLIEIIMM TPU pasiMyHbIX crocoba ¢uibTpauuu. OCHOBHBIE
pe3yibTaThl KAPTUPOBAHUS OMOIMOTEK IPUBEJICHBI B TaOIUIIE 4.

Kak M0>XHO BUJIETh U3 TAOIMIIBI 4, YETHIPE UCIIOIB30BAHHBIX MOJIX0/1a JJIS1 KAPTUPOBAHMUS
IIPOYTEHUI NOKa3bIBAIOT pas3Hble pe3yinbTaThl. [Ipexxne Bcero, Dart ycmemHo kapTupyer B
cpenneM 98,7% Bcex mpouteHuid, B To Bpems kak STAR kaptupyer B cpeaneM 75,1% npourenuit,
HISAT2 — okono 61,4% Bcex mpoutenuid, a TopHat2 — okono 33% Bcex mpoutenuit. Dart
YHHKaJIBbHO KapTHpyeT B cpeaHeM 83,9% Bcex mpoutenuii, STAR — 65,7%, Hisat2 — 55,3%, u

TopHat2 ynukaneHo kapTupyeT 27,5% Bcex NpouTeHuil OuOINOTEK.
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Tabmuna 4. XapakTepuCTHKH KapTUPOBaHUS OHOIMOTEK KOPOTKUX MPOUYTCHHIA,

CEKBCHUPOBAHHBIX B XOJI€ KCIepuMeHTa ¢ ymHued 1:BWAIM, Ha mocnenoBaTenbHOCTh TeHOMaA

STYMEHS

[Iporpamma st | Meron  ¢unbrpanmu | KaptupoBano Kapruposano

KapTUPOBaHUSA O6ubIMoTEK npouyTeHui, % YHUKaQJIbHO, %0
Prinseq 72,07 62,06
RNA-QC-Chain 78,89 69,73

Star Bowtie2 74,40 65,24
Prinseq 59,80 52,49
RNA-QC-Chain 64,55 58,76

hisat2 Bowtie2 59,75 54,70
Fil 98,70 79,05
RNA-QC-Chain 98,64 87,40

Dart Bowtie2 98,73 85,32
Prinseq 34,22 25,61
RNA-QC-Chain 33,19 29,20

TopHat Bowtie2 31,68 27,82

3.1.3 [louck nu¢PpepeHUAIBLHOM IKCIPECCHH T€HOB

[lepen wunentudukanuein nuddepeHIHATBHON SKCIPECCUU TEHOB OBLIO IMPOBEIACHO
ylajeHle TeHOB, MMEIOIIUX SKCIPECCHI0 HUXXe MOporoBoi. B pesynbTaTte [uis ABeHaAUaTH
UMEIoIUXCsA KapTupoBaHuil O6ubnmorek Obuto ymaineHo ot 20367 go 23450 renos. Ilomck
muddepeHnnanbHOM dKCIpeccud OblT MpOBEAEH Tpemsl crmocodamMu Ans Kaxaoro mu3 12
UMEIoIUXCs KapTupoBaHuii 6mbmmorek. Takum oOpazoMm, Obuto monydeHo 36 Habopos O
Bepudukanus muddepeHnnaabHON SKCIPECCHH ¢ MOMOIIBI0 KOJTMYECTBEHHONW MOIUMEpa3sHON
[[EMHOM peaklny B pealbHOM BPEMEHH ObLIa MpoBe/ieHa Ui MATH TeHOB. JJig 3TUX TeHOB Oblia
MOJCYUTAHA KOPPENAlMs 3HAYeHUW W3MEHEHUS YPOBHEH OSKCIPECCHH, OMpEACNEHHBIMU W3
aHanm3a OMOIMOTEK, CO 3HAUCHUSIMH, TIOTyYEHHBIMU C TIOMOIIIBIO KondecTBeHHOM [111P.

bouto mpoBeneHO paHXHpoBaHHME KOHBeilepoB (cMm. pazgen 2.2.4 —  «pe3oMe
OornonHpopmaTuueckoit 06paboTkM»), U ObUTM BEIOpaHBI HanOoJIee ONTUMAIbHBIE KOHBEHEpHI s

00pabOTKM TaHHBIX OMOIMOTEK KOPOTKUX MPOoUYTeHUH u noiydenus crnucka A2 . ITath myummx
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KOHBelepoB mpuBeneHbl B Tabmuue 5. ITodHBIA CIUCOK KOHBEHEPOB € COOTBETCTBYIOUIMMHU

3HAYCHUSIMU MPUBEAEH B JIOTIOJHUTENILHOM Tabmuie 3.

Tabn. 5. Konselieppl OHOMHpOpPMATHUECKOH O0O0pabOTKH, NOIyYMBIINE Haubojee

BBICOKYIO CYMMY PaHTOB B 9KCIIEpUMEHTE ¢ JuHuen i:BWAImM

Meron Meron Meron  moucka

¢bunbTpanun kaptupoBanusa | J10I IIpnopwurer
bowtie2 Dart EdgeR 84

bowtie2 Dart DEGseq 84

Prinseq Dart DEGseq 83

bowtie2 Dart DESeq2 81

Prinseq Dart DESeq?2 76

Kak mMoxHO BHueTh U3 TaONMIBI O, BA KOHBEMepa MOTyYUSINd HAUBBICIINI MPUPUTET U3
Bcex. [lepBbIii KOHBEHEP COCTOUT M3 CIEAYIONIUX CTaaAui: (GUIbTpaIus ONOIMOTEK 1O JJTMHAM U
KauecTBy TMPOYTEHUH C TIOMOIIBIO TporpamMmbl  Prinseq, ymamenue w3 OMOIMOTEK
nocienoBarenbHocTel pubocomuoit PHK myTém kapTupoBanust 6nbanoTek mporpamMmmoi Bowtie2
Ha pedepenc B Bujie mnocnenopareiabHocTedl pPHK, xapTupoBanus monydyeHHBIX OYHIIEHHBIX
oubnuoTexk mporpammoit Dart m moucka muddepennmansHoi 3Kcnpeccuu maketom edgeR.
Bropoii koHBeliep COCTOMT W3 cTamui: QuibTpanus OUOIMOTEK MO UIMHAM U KadyeCTBY
MPOUYTEHU ¢ MOMOIIBIO Tporpammbl Prinseq, ynaneHue u3 OUONMHMOTEK MOCIEI0BaTEIbHOCTEN
pubocomuoii PHK myrém kaptupoBanus Oubnuotek mporpammoii Bowtie2 na pedepenc B Bujie
nocienoBarensHocTel pPHK, kapTupoBaHus MOTy4eHHBIX OUUIIICHHBIX OMOIUOTEK MPOTrpaMMoit
Dart u moucka muddepennumanbHoii skcrpeccun nakerom DEGSeq. 3HadeHus W3MEHEHUS
YpPOBHEH SKCIIPECCUH TEHOB, ONIPEICIIEHHBIE TTEPBBIM M3 STUX KOHBEHEPOB, UMEIOT 00Jiee BBICOKOE
3HaueHue kodddunnenta xoppemsiuuu [Tupcona ¢ pe3yabTaTamu, MONTYYEHHBIMH C MOMOIIBIO
konuuectBeHHOM [I1IP. Takum o6pa3om, 3ToMy KOHBelepy OTaaéTcs NpeArnoYTeHrne, U OH OyneT
B JTAIbHEWIIIEM HCTIONB30BaH I aHanu3a auddepeHuanbHON SKCIIPECCHH TeHOB.

MeTo/1 rIaBHBIX KOMIIOHEHT — OJIMH U3 CIIOCOOOB YMEHBIIECHUS Pa3MEPHOCTH JaHHBIX, C
MTOMOIIBI0 KOTOPOTO MOYKHO BBIJICTHTH OCHOBHBIE (DAKTOPBI, BHOCSINIME BKIAJ B HAOIIOAaeMYIO

N3MCHYHNBOCTD. KpOMe TOT'O, OTOT MCTOJ MO3BOJIACT UCCICIOBATH CXOACTBO UJIN OJIM30CTh MCKOY
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pa3NUYHBIMH OOBEKTAMH B HMMEIOLIMXCS MHOTOMEPHBIX JaHHBIX. AHAJIU3 TakKoro poja,
MIPOBEACHHBIN I [TOKA3aTeJIeH Ka4eCTBa KOHBEMEPOB, ITO3BOJIAII Pa3/IEIUTh BCE KOHBEHEPHI 110
OCSIM TJIaBHBIX KOMIIOHEHT. ['paduk, moiydeHHbI B pe3yibTaTe pa3JlielIeHHus KOHBEMEpPOB IO

IEPBLIM JABYM I'NIaBHBIM KOMITIOHCHTAM IIOKa3aH Ha PUCYHKE 11.

—~ Kapr.

* Dart

® hisat

® Star
TopHat2

“ @® nar

® DEGSeq
[ ] A DESeq2

[ | B EdgeR

KOMMNOHeHTa_2, 36%
®
L |
>

-2 -1 0 1 2
KomnoHeHTa_1, 60%
Puc. 11. PacnpenencHue koHBelepoB OHOMHGOPMATHUECKOW OOpabOTKH OMOIHMOTEK
KOPOTKHX IPOYTEHUH B OSKCHEpuMeHTe ¢ JuHMedl I:BWAIM mo mepBoii m BTOpO#l TriaBHOI
KoMnoHeHTaM. KpacHbIM 1BeTOM 00BenéH KoHBeilep OuomHpopmatnyeckoir 00paboTKH

BowTie2-Dart-EdgeR, ncrosis3oBanublii B qajbHeiiei padoTe.

CymMapHBIil BKJIa EPBHIX JBYX KOMIIOHEHT B OOIIYIO0 JUCTEpCUIo cocTaBiseT 96%. B
MEepBOM TJAaBHOW KOMIIOHEHTE Beca IMEPEeMEHHBIX ‘N_COr’, ‘N_map’ u ‘n_uniq’ mpuUMEpHO
onuHakoBbl U coctaBisitor -0,53, -0,55 u -0,53, coorBercTBeHHO. Bec mepemenHnoii ‘n_sdev’
cocraniser -0,35. Bec mepemenHoii ‘N_Sdev’ Bo BTOPOit KOMIOHEHTE HAMOOJBIINIA U COCTABIISCT

0,67 Takum 06pa30M, 10 nepBoﬁ IJIaBHOM KOMIIOHEHTE MPOUCXOOUT Ppa3aCIICHUC ICPCMCHHBIX B
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3aBHCUMOCTH KaK OT METOJa KapTUpOBaHMs, TaKk M OT MeToja aHanu3a auddepeHunanbHoml
HKCIPECCUU TEHOB, B TO BpEMsI KaK M0 BTOPO KOMIIOHEHTE KOHBEHEPHI Pa3/IesIOTCs B OCHOBHOM
B 3aBUCHMOCTH OT MeTo 1a aHanu3a JIOI'.

[Ipu momomm storo koueeitepa wist 19075 (47,8%) renoB u3 39841 aHHOTUPOBAHHBIX B
TEKYIIeH BepCHr TeHOMa sSTYMEHs Obli1a 0OHApyKeHa SKCIPECCHsI HE HIKE MMOPOTOBOT0 3HAUCHHUSL.
1365 renoB (7,1% OT Bcex IKCIPECCUPYIONIUXCS TeHOB, 3,4% OT BCeX aHHOTHUPOBAHHBIX T'€HOB
STUMEHsI) OBLIM OTPEENICHBl KaK JOCTOBEPHO MMEroIIne MudPepeHInalbHy0 dKCIPeccuro. 78
(5%) ¥3 STHX TeHOB UMEIOT MOBBIIICHHYIO dKcIpecchio B uHUY i:BwAIM, 1287 — nonmxeHHyro

AKCIIPECCHUIO B 3TOH NMHUM. VI3MeHeHNe SKCIIpecCur T€HOB MPOMJUTIOCTPUPOBAHO HA PUCYHKe 12.

alm vs bowman

[ - non-DE

®  Douwn

log-fold-change

-10

Average log CPM

Puc. 12. CooTHOIIEHHE ypOBHCI\/'I 9KCIIPECCUN U U3MCHCHUS ypOBHCﬁ 9KCIIPECCHUU I'CHOB

Mexy tuausMu i:BWAIM nu Bowman
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3.1.4 AHaJM3 TEPMHHOB I'€HHOI OHTOJIOTHH

W3 1287 reHoB, UMEIOIIMX TOHIKEHHYIO OKcrpeccuto B nuHud 1:BWAIm, 796
BcTpeuatores B 0aze manHbix AQriGO. C momonsto oHnaitH-cepBrca SEA Obu1o BbiICIcHO 234
TepMuHOB ['O kak 3HauMMoO oOOrami€HHbIE AJIS 3TOrO CIUCKa reHoB. M3 3Tux tepmuHOB 47,
OTHOCSTCS K KJIETOYHOH JIOKaJIU3aluy OeJIKOBOTO MPOAYKTa reHa, 54 OTHOCATCS K MOJIEKYJISIPHOM
(GbyHKIMU OEIKOBOTO MPOIYKTa TeHa, U 133 TepMUHOB CBS3aHBI ¢ OMOJIOTUYECKUMU TTPOLIECCAMH.

W3 yucna reHoB ¢ noBbinieHHOW B uHuU 1:BWAIM skcnpeccueit 52 BcTpeuarotes B 0ase
nanHbix AgriGO. beuto BeieneHo 4 Tepmuna 'O, 3HauMMO 00OTAEHHBIX JJISI TOTO CITHCKA, BCE
4 U3 KOTOPBIX OTHOCSTCS K KATETOPUHN «OHOJIOTHUECKHE MTPOIECCH). DTH TEPMUHBI TPUBEIICHEI B

Tabure 6.

Tabmuma 6. TepMHUHBI T€HHOW OHTOJIOTHH, 00OTAEHHBIC TSI CIIMCKA T€HOB, HMEIOIINX

MOBBIIICHHYIO SKCITPECCHIO B inHuH i:BWAIM.

Tepmun 'O | Onmcanue Kon-Bo IDI" | Kon-Bo reHoB | p-kputepuii | FDR
G0:0006952 | 3amuTHEI OTBET | 5 143 3,1-10° 0,00087
G0O:0006950 | OtBer Ha cTpecc | 8 694 0,00029 0,004
G0:0050896 | OtBet Ha ctumyn | 10 1171 0,00051 0,0048
G0:0006508 | IIpoTeonus 6 638 0,0048 0,033

3.1.5 Anaiu3 MeTad0JMYeCKUX IMyTei, cojep:KamuUX reHbl ¢ audQepeHunAILHOM
IKCNpeccuen

B 6ase mannsix BarleyCyc mpencraBieHo B oOmiei ciaoxuocTH 496 MeTabOIMUYECKUX
nyTe, coaepkamux cymmapHo 3955 reHoB. Cpeau MeHOB ¢ MOHWKEHHOH B jmHuH I:BWAIM
skcipeccueit 238 TeHoB BXOIAT B obuieil ciuoxHoctu B 119 myreii. [Ipu sTom Tonbko 11 myreit
OKa3aJMCh CTATUCTHYECKH 3HAYUMO MPEJCTABICHHBIMHU JJISl 3TOTO CIHUCKA T'€HOB. JTH IMYTH
nepeuncieHsl B Tabmuue 7. Haubonee nocroBepHoe obGoramenue JOIT nHabmomaercs s
MeTtabonuyeckux myteit «{ukn Kanseuna-bencona» (CALVIN-PWY, p = 1,68:10%), «CseToBas

daza porocunteza» (PWY-101, p = 2,60-10%*) u «llyar PB®K» (PWY-5723, p = 4,44-107),
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Tabnuma 7. MetaGoIndecKue myTH, 3HAYMMO 000TaIEHHBIC /IJIS CITUCKA TEHOB, UMEIOITUX

MOHM)KEHHYIO B JIeMMe stuMeHst THuu 1:BWAIM 1o cpaBHeHwHO ¢ teMMoit samens copra Bowman

HKCTIPECCHIO.

MeTtaboMuecKuii myTh ID Kon-Bo | Kon-Bo | lons | FDR
T€HOB Jlic) Jlic)

Iukn Kaneeuna-bencona CALVIN-PWY |61 35 57,4% | 1,68-:10%
CaeroBas (aza poTOCHHTE3a PWY-101 98 42 42.8% | 2,60-10%
Iyatr PBOK PWY-5723 63 28 44.4% | 4,44-1071°
AspoOHoe JBIXaHue I | PWY-3781 242 49 20,2% | 1,10-102
(IuToxpowm C)
AspobHoe IbIXaHue Il | PWY-4302 184 38 20,6% | 1,12:10°
(ampTepHATUBHBIN
OKCUJATHUBHBIN MYTh)
dochopunupoBanue u | PWY-5083 179 38 21,2% | 4,58-:10%°
nedochopuIpoBaHUe
NAD/NADH
de novo 6uocunres | PWY-7219 86 24 27,9% | 2,13-10°®
a/ICHO3MHOBBIX HYKJICOTH]IOB
buocunTtes L-rmyramMmuna GLNSYN-PWY | 12 7 58% 5,34-10%
buocunte3 L-rnmyramuna 11 PWY-6549 44 12 27,3% | 1,9-10°°
Hukn ycBoenus ammonus 11 PWY-6964 16 9 56,2% | 2,33-10"°
BoccranoBnenne nurpatoB II | PWY-381 14 7 50% 2,05-10°
(aCCUMUIISAIIMOHHOE)

B 6a3e nannbix BarleyCyc 6b110 06Hapy)eHO 15 MeTaOOMMUYECKUX MyTeH, BKITFOYAIOIINX
B ce0s B 00ILIei cI0’)KHOCTH 12 TeHOB ¢ MOBBIIeHHOH B mrHUK 1:BWAIM skcnpeccueii. Onnaxo,

HHU OAWH U3 3TUX HYTeﬁ He ObLI CTATUCTHYECKH 3HAUMMO MMpEACTaBJICH UIA 3TOI'O CITUCKA I'CHOB.

3.1.6 Dxkcnpeccusi reHOB IJIACTOMA
Jiis TpéX GyHKIMOHATBHBIX TPYII T€HOB OBLIN OLIEHEHBI CPEHIE 3HAYCHHS] N3MEHEHUS

ypOBHCfI OKCIIPECCHUU U CTAHAAPTHBIC OTKIIOHCHUA NU3MCHCHU A ypOBHCﬁ OKCIIPCCCHU. C IIOMOIIIBIO
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Tecta ManHa-YUTHU Oblja OlIeHEHa JJOCTOBEPHOCTD PA3UUUN MEXIY TpeMs (PYyHKIHOHATHHBIMH
rpynnaMy. 3HA4€HHUs W3MEHEHMsS] IKCIPECCUH, CTaHAAPTHBIX OTKJIOHEHMH M JIOCTOBEPHOCTHU

pasnuuus MEeXAY pa3HbIMU TpyIIIaMy IPUBEAEHBI HAa pUCYHKE 13.

p=0,021

= 102
| p=so100 p =1,55-10

-8-

leHbl

[eHbl Benkos
Mpoune rexobl pMBOCOMHBIX

doToCHUHTESA
6enkos

Puc. 13. Paznuuusi B U3MEHEHUSIX SKCIPECCUH Pa3HbIX (DYHKIMOHAIBHBIX T'PYII [€HOB,

JIOKAJIM30BaHHBIX B IINITACTUAHOM I'€HOMEC SIYMCEHA

IIpu cpaBHEHUM TPYII «TeHbl (POTOCUHTE3A» U «IIPOUYHE T'€HbD» ObLIO MMOJIyYEHO 3HAaUEeHUE
8,9-10, mpu cpaBHEHUHU IPYIII «PHOOCOMHBIE F€HbI» M «IIPOYHE TEHbD» OBLIO MOTYYEHO 3HAUCHHE
0,021. Hakonen, g rpymnn «reHsl (QoTocuHTE3a» M «pUOOCOMHBIE T€HBD» 3HAYEHUE
JIOCTOBEPHOCTH pasnuumii cocrasiseT 1,55-10°. Kak MOKHO BHIETb, pa3Iuuus B U3MEHEHHU

ypOBHCfI SKCIIPECCHUU MCIKAY STHUMU T'pYIIIIaMU I'CHOB JOCTOBCPHBI.

3.1.7 Dkcnpeccus reHoB paiiona Alm

W3 uncna 3tux reHoB 112 UMEIOT SKCIPECcCHIo HIKE YCTaHOBIEHHOTO ropora. OcTaibHble
117 reHOB UMEIOT SKCIPECCHIO BHIIIIE TOPOTOBOM, YTO MO3BOJISET IPOBOIUTH CPABHEHUE YPOBHEH
sKcrpeccud. M3 3THX reHOB y ceMu Oblla OOHapykeHa JocToBepHas IuddepeHIraabHas

OKCIIpeCCus, HpI/I‘-IéM MECTh U3 3TUX I'CHOB IMOHMWKAIOT CBOK 3KCIIPECCUIO B JIMHHUU i:BWAlm, n
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OJIMH TCH TMOBBINIACT JKCIpeccHio B 3Toi smuuu. JOI', nokanuzoBaHHbie B paiione Alm,

MpUBEICHBI B Ta0nuIe 8.

Tabn. 8. I'ensl, uMeromue IOCTOBEPHYIO IU(PHEPEHIMIBHYIO 3KCIPECCUI0 MEXIy

nuHusME stumers :BWAImM u Bowman, nokanusoBanubie B paiione Alm. UD — u3meHeHue

IKCIIPECCHH, 3HAUCHHE JIOTApHU(PMUPOBAHO 110 OCHOBAHMIO 2

Ensembl ID rena Onucanue 0eNKOBOro MPOayKTa 416) p-KpuTepui
HORVU3Hr1G034230 40S pubocoMHBII Oe0K 2,32 5,53-:10%
Rmlc-mono6ubpIii  Genmok  cymepcemeicTBa
HORVU3Hr1G034100 KYITUH-JIOMEHHBIX OCJTKOB -0,92 2,38:10%?
I'moko3a-6-hocdar TpaHCIOKATOP-110100HBIH
HORVU3Hr1G032490 0emok -1,91 7,25-1010
cnabas rtomosorus ¢ SANT/Myb nomesn-
COJICpIKAIIIM OETKOM Cinnamomum
HORVU3Hr1G034640 micranthum f. Kanehirae -1,93 2,02:10°
ciabast romoJiorust ¢ ructoHnom 2A Erysiphe
HORVUS3Hr1G034070 pulchra -5,65 1,56-10
HORVUS3Hr1G034060 ['ucron H2B -6,08 1,28:10°3
CyObenmunannia 2 TpoTea3bl  BHYTpPEHHEH
HORVU3Hr1G031940 MeMOpaHbl MUTOXOHIPUN -8,63 1,27-10%

I'en 40S pubocomuoro Genka (EnsembliD HORVU3Hr1G034230) obpaiaer Ha cebs

BHHUMAaHHEC TCM, YTO 3TO C,I[I/IHCTBGHHHﬁ U3 JIOKAJIN30BAHHBIX B pa1710He Alm T'C€HOB, JOCTOBCPHO

MOBBIIIAMIINA CBOIO 3KcIpeccuio B juHuM 1:BWAIM 1o cpaBHenuto ¢ sjmuueir Bowman.

Dkcnpeccus atoro rena B 4,99 (log2(FC) = 2,32) pa3 Beiiie B pacteHusx Juaud i:BWAIM. T'enbl,

MOHIKAIOIIHE JKCIpeccHio B JuHUU 1:BWAIM, komupyror crenyromue Oenku: Oenok

cynepcemeicTBa KymiuH-IOMEHHBIX OEIKOB, TIII0K03a-6-pocdaT TpaHCcIoKaToOp-noJ00HbBIH OeoK,

ructoH H2B, romonor rucrona 2A, TpaHCKpUNIMOHHBIN (akrop n3 cemeiictBa SANT/Myb u

cyObeaMHHUILY 2 POTeasbl, JJOKAIN30BAaHHON Ha BHYTPEHHEH MeMOpaHe MUTOXOHAPHIA.
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3.1.8 PexoHcTpyKIusi TpaHCKpUNTOMa de NOVO

Jns nuaum stameHst :BwAIM 1 ucnosib30BaHHOTO B KadecTBe KOHTpOJsi copra Bowman
OBLTH MOJYYSHBI YEThIPE UHIUBHyalIbHBIC COOpKU (€ NOVO TpaHCKPUIITOMA JIEMMBI U IIepUKapIa
W OJIHA MeTa-cOOpKa, COCTABJICHHAs W3 YETHIPEX WHIANBUAYAIBHBIX COOpok. B Tabmume 9
NpUBE/ICHBI pe3yinbTaThl cOopku de NOVO TpaHckpunToma sumeHs JmHuid i:BwAIm u Bowman,
BKJIFOYAsi METa-COOPKH, a TaKkkKe OOIIeH s ABYX JIUHUHN reHepalbHOW COOPKH.

Mera-c6opka TpaHckpunTomMa ssuMeHs iuHuil i:BwAIm u Bowman, nmonydenHas u3 cO0pok
de novo, co3manHbix ¢ nomombio RNA-Spades, Trans-ABySS wu Trinity u reHoM-
OpUEHTUPOBAHHOUN cOopku Trinity, 1o ymaaneHust H30BITOYHOCTH COCTOUT M3 169232 KOHTHIOB.
He-u36piTounast mera-cobopka coctout u3 68414 koHTUTOB cymmapHou mmmHOW 46440750
ocHoBaHWi. Hanbopiiast iiHAa KOHTHTa B cO0pKe — 9920 HYKIICOTHIOB, CpeaHss utnHa — 678,8
HyKJIeoTH10B, N50 — 936 HykineoTum0B. YaneHue HU30BITOYHOCTH YMEHBIIUIIO pa3Mep MeTa-

coopku 10 40,4% OT UCXOHOTO.

Tabn. 9. Xapakrepuctuku e NOVO cOOPOK TPAHCKPHUIITOMA JIEMMBI SUMCHS JIMHHI

Bowman u i:BwWAIm

Co6opka | Pazmep cOOpkH, KOHTUTOB N50 mmun | CpenHss [Tpourennii
N30biTounas | He-u30bITOUHAsT | KOHTUIOB | JUIMHA KOHTUIAa | KAPTUPOBAHO, %

Abyss | 705015 40806 1076 723,6 67,08

Spades | 22649 19181 1130 1072,65 39,13

Trinity | 267201 52005 976 741,19 64,97

GG 451309 57240 766 594,82 61,37

Mera-

coopka | 169232 68414 936 678,82 61,47

HauOounbimas 1o mpouteHuit u3 6M011oTek Oblila BbIpaBHEHa Ha COOPKY TPaHCKPUIITOMA
abyss, B To BpeMsi Kak HauMeHblIee — Ha cOopky spades. Ha mera-cOopky TpaHCKpUNTOMA OBLIO
BbIpoBHEHO 61,47% Bcex kopoTkux npoureHuit oubarnorek RNA-seq. Kpome Toro, ¢ momorisio
nporpammsl TransRate ussectabie CDS stumenst Ob11M 0OHapyXeHBI B COOpKax TPaHCKPUIITOMA

de novo. Pesynbratel uaentudukaiu CDS npuBeneHs! uis pa3Hbix cOopok B Tadumuie 10.
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HauGonwimee xonmmyectBo m3BecTHbIXx CDS — 29790 — 6p110 0OHApykeHO B MeTa-cOopKe
TpaHckpurnroma. Takxke, B MeTa-cOopke ObUII0 0OHapyXeHO camoe Oosbiioe konudectBo CDS,
MOKPBITBIX KOHTUTaMH cOOpkHU HE MeHee ueM Ha 95%. Opnako, npu 3ToM HauOoJbIIask 1OJIs
KOHTHIOB, JUIsI KOTOPBIX Obl1a 0OHapyxkeHa 3HaunuMas romosiorusi ¢ CDS samens, mpencraBiena
B coopke spades — 90,3%. B mera-cOopke 3TOT MoKa3aTellb COCTAaBIsAET BCero 62,7%, 4To MEHBIIIE

4YCM BO BCCX MHAWBUAYAJIIbHBIX c60pKax.

Ta6n. 10. KomuuectBo u3BectHbix CDS sumens, oOHapykeHHbIX B & NOVO cOopkax
skcniepuMenTa alm. Yka3aHo KOJIMYECTBO M JIOJII KOHTHIOB, /Ul KOTOPBIX ObUTa OOHapyXeHa
romosiorus ¢ u3BectHbiMu CDS stumenst, konnyectBo CDS, nMmeromumx roMoIoruio K KOHTUIaMm
COOPKH TPaHCKPHUIITOMA, M KOJIHYECTBO KOHTUTOB, HE MeHee 95% UTHHBI KOTOPBIX TOMOJIOTHYHBIX

n3BectHbiM CDS.

Cbopka KonTuros, % KOHTHUIOB,

romoJiornueeix CDS romosiornugbeix CDS CDS naitneno | p_95
Abyss 30530 0,748 22420 2542
Spades 17323 0,903 14989 644
Trinity 35547 0,684 27173 1779
GG 38686 0,676 26978 2240
Mera-cbopka | 42887 0,627 29790 3073

Jlanee, 1 OLIEHKM BKJIAJa KaXIOTrOo U3 COOPIIMKOB B CTPYKTYpY MeTa-cOOpKH
TpaHCKpUNTOMA ObLIa POBE/ICHA OIICHKA NepeKpbiBanus MHOKecTB CDS sumens1, BcTpedeHHbIX
B KaXI0H W3 WHAWBUAYyaNbHBIX cOOpok. [losydeHHBIE pe3ynbTaThl NPOMILIIOCTPUPOBAHBI Ha
pucynke 14.

Kak wmoxHO Buuerb, 7191 CDS sumens ObuiM OOHapyX eHbI BO BCEX YETHIPEX
MHAMBUIYAIBHBIX cOOpKax TpaHckpurnToMma, emé 9305 CDS Obimn o6HapyxeHbl B TpEX cOOpKax
u3 yetelpéx. 14615 CDS 6buin 0OHapyKeHbI TOJBKO B OJJTHOW U3 YETHIPEX COOPOK, U3 KOTOPBIX
HanOoJbIIee Komm4ecTBo — 5137 — ObutH 0OHApyKEeHBI TOJIBKO B cOopke Trinity, HanMeHbIee —
2086 — Tonpko B cOopke Spades. Hanbomnbiiee nepekpsiBaHHEe MHOXKECTB 0OHapYykeHHbIX CDS

HaOMI01aeTCsl MeXy HHIUBHIyalIbHbIME cOopkamu Trinity u GG — 18258 CDS.
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Pucynox 14. (A) Jlnarpamma Benna, mokassiBaromiasi nepekpsiBanne Maokects CDS,
0OHApYXCHHBIX B MHIUBUAYaAIbHBIX COOpKax TpaHCcKpunToMa de Nnovo B skcmepumente alm. (B)

3unaucnus kpurepust BUSCO st pasHbIx cOOpPOK TpaHCKpUIITOMA B 3kcriepuMente Alm

B xonTHrax kaxaoin u3 cOopok ObuUTH UACHTU(DUIIUPOBAHBI OTKPHITHIE PAMKH CUUTHIBAHUSL.
O6napyxeHHble B KoHTHrax oOmieit coopku OPC komupyror 58636 O€IKOBBIX IPOIYKTOB
JiMHaMu He MeHee 30 aMHHOKHCIOTHBIX ocTaTkoB. Kputepuit mosnotst BUSCO s mera-
coopku coctaBiser 78,6%, uro Oojblle, 4YeMm Ans JHO00OW M3 HMHABHIYaJbHBIX COOPOK
TpaHckpunroma. [1pu atom, 1011 06GHapy KEHHBIX MOJHBIX MOciea0BaTebHOCTEN — 45,9%, a nomns
¢parmentupoBanHbix — 30,9%.

Onenka ypoBHEH SKCIIPECCHHU NIOKa3aia, 4To 33257 KOHTUTOB UMEKOT YPOBHHU 3KCIIPECCUU
BBILIE IOPOrOBOTO, U JIJISl 3TUX KOHTUTOB MOXHO ITPOBECTH OLIEHKY U3MEHEHMUS SKcIpeccuu. beuio
BBIABIEHO 652 KOHTWra, MOHWXKAKOWUX OJKcrnpeccuto, W 110 KOHTUrOB, MOBBIIAIOIIUX
IKCIPECCHIO B JTMHUH i:BWAIM.

YcraHoBieHo, yTo 943 KOHTUTA U3 MeTa-COOPKH TPAaHCKPUITOMAa HE UMEIOT 3HAUYMMOMN
TOMOJIOTHUH K MOCIEA0BATENbHOCTH FeHoMa sTuMeHsl. Kaxaplil U3 3TUX KOHTUTIOB UMEET IO OJTHOM
OTKPBITON paMKe CUMUTBHIBaHUS. V3 ATHX KOHTUTOB 556 ObLIN yIaneHbl Kak apTedakTsl COOPKH U
235 — xaKk MOTEeHIMaTbHAs KOHTAMHUHAIIMSA YYKEPOJHBIM TeéHEeTHYeCKUM Mmarepuaiom. U3 152
HOBBIX KOHTHUIOB, B3STBIX B JalbHEUIIyl0 00pabOTKy, 5 HMEIT JOCTOBEPHYIO

aubdepeHInanbHy0 dKcnpeccuio. M3 HUxX 3 MOBBIMIAIOT YPOBEHD 3KCIpeccHu B inHuM i:BWAIM,
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7IBa JPYTUX — MOHMKAIOT. DTH KOHTUTH, UX U3MEHEHHE HKCIPECCHU U OOHApY>KEHHBIE JUII HUX
Jy4IlIie TOMOJIOTH TpUBeAeHBI B Tabnmme 11.

Omnnaitn-cepBuc moucka aomeHHoil crpykTypsl NCBI Structure ne oOnapyxwun B
AMUHOKHCIIOTHBIX MpojaykTax KOHTMroB DN20386 m DN16917 koHcepBaTHBHBIX JIOMEHOB.
Komupyromuii moTeHIIMaa 3THX KOHTUTOB, MOJCYUTAHHBIA C TIOMOIIBIO OHJIAH-cepBHca CPC2,
cocrapisier 0,17 u 0,41, coorBercBenHo. OnnaitH-cepBuc InterProScan ompexenn Hanuune B
ITUX aMUHOKHUCIIOTHBIX MPoAyKTax ctpykrypsl ‘Mobi_db’ [Necci u ap., 2017], cBs3aHHO# ¢ Tak
Ha3bIBAEMBIMH BHYTPEHHE HEYIIOPSIOUYECHHBIMH O€KaMH. B aMHHOKHCIIOTHOM TIPOTyKTE KOHTHUTA
GG _19862 6b11 0OHapyXeH KaTamuTHdeckuii momeH mportemskuHasel (E = 2,68:1071°). Ero
KOJUPYIOMIMKA MoTeHnnan oreHeH kak 0,16. InterProScan taxke oOHApyXWJI B €ro CTPYKType
JoMeH OenkoB u3 cymnepcemeiictBa nporennkunas (IPR011009). B aMHUHOKUCIOTHOM MpOJyKTe
koHTHTa DN4161 00HapyxeH ¢ momompo cepruca NCBI Structure PHK-cBsi3piBaromuiit nomex
sroporo tuna | K-romonoros (E = 1,3-:10°). Oxnako, cepsuc InterProScan o6uapysxkun B HEM
ToJIbKO CTPYKTYpy ‘Mobi_db’. Ero koaupyromwmii moreniuan oreHén kak 0,99.

Hakosner, B aMHHOKHUCTIOTHOM TIpoIykTe KoHTHTa DN2647 O6b110 00HapykeHO HanboJliee
JOCTOBEPHOE HAJIMYME JOMEHHON CTPYKTYPbl — JIOMEH OEJIKOBOTO CeMEeWCTBa MPOXHOUTHHOB,
cynepcemeiictea SPFH (E = 1,49-107%). JloMeHHas cTpyKTypa aMHHOKHCIOTHOTO IIPOXYKTa
npejcTaBieHa Ha pucynke 14. Jlng Hero Takxke HaOnrogaercs Hauboliee JOCTOBEpPHAas U3 BCEX
rOMOJIOTHSL ¢ (PYHKIIMOHAILHO AHHOTHPOBAHHBIM OelkoM — 0a0-5-100OHBIM SAPBIIIKOBBIM
6enkom T. dicoccoides (E = 1,32:10%°). TTomumo 3T0r0, OH MMEET TOMOJIOTHIO K MPOXUOUTHH-1-
nono6HoMy Genky Solanum pennellii co 3mauenmem (E = 3-10%°). Drto cormacyercs c
pesynbraTtamu InterProScan, xoTopblii OOHApYX U B 3TOM OEIKOBOM MPOIYKTE JOMEHHYIO
crpyktypy Band_7 (IPR0O01107) u otnéc ero k cemeiictey mnpoxubututoB (IPR000163) u
cynepcemeiictey Band_7/SPFH_dom_sf (IPR036013), BkitodaromemMy B ceOsi IPOXHOUTHHBI.
Komupyrommii motenmman storo 0enka omenéH kak 0,23. OTMeTHM, 0JJHAKO, YTO OHJIAHH-CEPBUC
CPC2 ompenenu pa3Mepsl OEIKOBOTO MPOAyKTa 3TOTO TpaHCKpUNTa Kak 196 aMUHOKHCIIOT, B TO
BpeMsl Kak onpeaenéHHbiil ¢ nomoisio EvidentialGene pasmep 6enkoBoro npojaykra cocTaBisieT

230 aMUHOKHCIIOT.
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Ta6n. 11. Konturu B cOopke TpaHckpunroma Jinauu 1:BWAIM, He umeromue 3HaUnMOi

TOMOJIOTUH K IMOCJIICAOBATCIBHOCTU I'CHOMA UJIK TPAHCKPHUIITOMA STYMCHSL.

Okempeccst Jlyamuit romostor u3 6a3e1 manabeix NCBI Protein
Konrtur JiE) FDR Wnentudukarop Omucanue E-kpuTepHit
TyOynun
DN20386 | -248 |0,019 | XP 0220873081 | . et 708

TTLL7-nomo0OHas,
Acanthaster planci

CepuH/TpeoHNH KHHa3a
GG_19862 |-3,32 |0,018 XP_020190453.1 ~12,29-10°
6emxoB RHS3, A. tauschii

GNAT cemeiictBa N-
DN16917 2,3 0,043 WP_239129868.1 | aneruntpancgepasa, 4,38
Planobispora takensis

S ApBIIKOBBII 0eoK
DN2647 5,67 0,0028 XP_037411501.1 dao-5-110100HbIiH, 1,32-10%°

Triticum dicoccoides

PHK-cBs3eiBarommmin  KH
DN4161 7,09 1,3-10° XP_015623976.1 JIOMEH-COIeP KAl 1,75-1018
oennok PEPPER, O. sativa

Jlisg sTtoro TpaHckpunrta Oblla MPOBEAEHA JIOKANU3alldsg B TEHOME SIUMEHS MyTEM
CpaBHEHHUsS M30reHHOM JuHuu i:BWAIM, copra Bowman u minmeHHYHO-SIYMEHHBIX 3aMEIIEHHBIX
nuHuil. [lpu ucnonp30BaHUU Mapbl NpaiMEpoB, CIEUU(PUUHBIX IS JAHHOTO TPAHCKPUITA,
amITHUKaIMs MPOUCXOIUT Ha reHeTnueckoM Marepuane JIHK sumens nunuu i:BWAIM, Toraa
Kak y copra Bowman mpoaykr amminudukanud oTcyrcTByeT. IIpw cpaBHEHMH MIIEHUYHO-
SYMEHHBIX JINHUH crienuuueckuil pparMeHT HaOMoAaICs Y IMHUH, JOMIOJTHEHHON XpOMOCOMOM

3H, u y nutenocomuoii muauu 3HS (Puc. 15, A).
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Pucynok 15. (A) — npoaykTbl aMIu(UKAIMK, TOJTyYEHHBIC MPH UCTIOIb30BAHUH TTapPbI
npaiiMepoB, crneruuyHor I kKoHTHTa DN2647, Ha reHeTHmdeckoM MaTepuaie MIICHUYHO-
ssamenHo# nuHuK (B) — JlomenHas ctpykrypa oOHapyxeHHOro B jJuHHAU I:BWAIM TpanckpunTa

DN2647

3.2 AHaJIu3 TPAHCKPHUIITOMA MOYTH U30TeHHOI JUHUHU stuMens i:BWBIp B cpaBHennn
¢ Bowman

bem mpoBenén OuomHpopmMaTHUECKU aHAMM3 OWOJIMOTEK KOPOTKHUX IPOYTCHHM,
[OJIY4EHHBIX B OKCIEpUMEHTE ¢ juHued sumens i:BwBIp. IToutu usorennas ouuus i:BwBIp,
MOJIyueHHasi Ha OCHOBe copTa BOwman, KOHTpacTHa ¢ HUM IO OKpacke KoJioca — IJIOTHO
MIpUJIETaloIIasl K MepUKapIly 3epHa [[BETKOBas Yellys (JieMMa) 3TOW JIMHUU COJIEp>KaT MeJlaHUH,
9YTO IpUIAET KoJIoCy Y€pHBIN 1[BeT. MenaHuH BCTpeyaeTcsl B [IBETKOBOM Yellye AUKOPACTYLIUX
pacTeHMii, U 3alUIIAaeT UX OT MEXaHWYECKUX U TeMIIEpaTypPHBIX MOBPEKICHUN U MOPAKEHUS
naroreHaMu u napasuramu. @opmupoBanue 3Toro heHoTHIIa 00yCIOBICHO AeicTBrEM reHa BIp,
JIOKAJIM30BAHHOTO B ATMHHOM Iuiede XpomocoMbl 1H. Ha nanHbIil MOMEHT MOCIEeI0BATEIBHOCTD
1 (DYHKIIMH STOTO reHa Hen3BeCTHhI. CpaBHUTEIbHBINA TPAHCKPUIITOMHBIN aHATN3 TIEMMBI TYMEHS
muaud i:BWBIp u copra Bowman, ciemoBareibHO, MOKET MMOMOYb B OMPEACTICHUH CTPYKTYPHI
rera Blp u moMoub B MOHUMaHUK CHHTE3a MEJTAaHHWHA Y 371aKOB U T€HETHYECKOTO KOHTPOJISI TOTO

Impornecca.

3.2.1 lIpenoOpadoTka OMOJIMOTEK KOPOTKHUX NPOUYTEHHIT
Hlects GMOMMOTEK KOPOTKHX MPOUYTEHHM, CEKBEHUpOBaHHBIX Ha ruaTtdopme lonTorrent

Ion PI‘OtOIl, OBbLIN B3STHI JJIL JAHHOT'O aHalJiki3a. bubnuorexu CoCpKaT B O6II_ICI>'I CJIOKHOCTH
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23128312 npoutenuit u 4034062730 nykneorunoB. Hanbonpmuii pazmep mmeer 6ubimoreka
‘B_bow_3’ — 5253524 npoureHuii; HaUMEHbIINI pa3mep y oubmuorexku ‘B _bow 1’ — 1769261
npourenuii. Cpeanuit pazmep Oubnuorek — 3,85 MIIH IPOYTEHUM, CpeaHssl JUIMHA MPOUYTEHUN —
174,4 mykneoruna. B mponecce puipTpanum ObUIO yianeHo B OOMICH CIIOXHOCTH 0Koyio 12,5%
Bcex npouteHuid. [locne ¢punpTpany OMOINOTEKH UMEIOT CpeTHUi pa3mep 3,38 MITH. TPOYTEHUH.

OO0mue XxapakTepUCTUKN UCIIOJIB30BAHHBIX OMOIMOTEK MOYKHO HalTH B Tabmuie 12.

Tabn. 12. XapakTepucTHKN OMOTMOTEK KOPOTKHX MPOYETHHUH, WCIOIB30BAHHBIX JUIS

aHaJM3a TPAHCKPUIITOMA IMOYTH M30TCHHOM JTuHUK stumens i:BwWBIp

JInansg bubnuoreka | Mcxogubie OMOIHMOTEKH bubnuorexu rocJie
¢bunbTpanuu
Pazmep, Pazmep, Cpennsis Pazmep, Cpenusist
MIPOYTEHHUH | HyKJIEOTHUIOB | JUITMHA IIPOYTEHUH | JIMHA
BLP Blp_1 3583148 638776453 178,27 1311442 185,39
Blp_2 4710862 741481190 157,4 1687289 156,96
Blp_3 4070591 564284897 138,62 1864073 146,02
Bowman | B_bow_1 1769261 241954662 136,75 438702 164,66
B_bow_2 3740926 762252900 203,76 1092191 199,48
B_bow_3 5253524 1085312628 | 206,59 2364034 209,00

B xaxmoit u3 0uOnMoTeK ObLIa OOHApPYKEHA IMOCIIEA0BATEIbHOCTh, BCTPEYAIOMIASICS HE
MeHee yeM B 1% Bcex IpoYTeHUi, BXOAAIuX B 3Ty oubnunoreky. Hanbonee nepernpencraBieHHON
okaszanace nociuenoarelibHOCTE ‘TACCTGGTTGATCCTGCCAGTAGTCATATGCTTGTCTC
AAAGATTAAGCC’, Bctpeuaromascs B 2,9% Bcex npourenuit onoimorekn BLP2, u He MeHee
geM B 1% Bcex MpoyTeHui B KaxJI0u npyroit 6ubimoteke. C moMolsio oHIaiiH-cepBuca blastn
3Ta MOCIEeNOBaTeNbHOCTh OblJa BBIPOBHEHA Ha HYKICOTHUIHBIE IOCIEI0BATENBLHOCTH,
conepxanuecs B 6ase nanHbIXx NCBI Nucleotide, 1 6buta 0OHapyxeHa NoJIHasE UAEHTUYHOCTD C
MIOCIIEI0BATEIbHOCTHIO BHYTPEHHET0 TpaHCKpuOUpyemoro crelicepa reHa 18S pubocomuoit PHK
HEOTIpeIeIEHHOTO BUJIA u3 pona Debaryomyces. [TocnenoBaTenbHOCTD
‘GCGACCCCAGGTCAGGCGGGACTACCCGCTGAGTTTAAGCATATAAATAA’

BcTpevaercss B 2,3% Bcex mpouteHuidd B OuOimoteke Blp 2, m 1,06% Bcex mnpouteHmii B
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oubmumoreke B bow 3, w  sBisercs  Hambonee  CHJIBHO  TE€pEIPEICTaBICHHOM
MIOCIIEIOBATEILHOCTHIO BO BCEX YETHIPEX OCTAJIBbHBIX OMOIMOTEKax. DTa MOCIEeNOBATEIbHOCTD
MMEET MOJIHYIO WACHTHYHOCTD MocienoBareabHocTsIM 5,8S pubocomusix PHK, npencraBiaeHHbIX
B 0a3e nanubix NCBI nucleotide, oTHOCAITMXCS K pa3HBIM BHIaM, B TOM YHCIIC HECKOJIBKAM BHJIaM
3makoB: Triticum urartu, Triticum tugridum, Triticum monococcum, Triticum aestivum, Aegilops
cylindrica, Aegilops crassa. Bcé 31o roBopuT 0 cosepkanuu B oOnbinorekax pudbocomuoit PHK u
HEO0OXOJIMMOCTH UX JOTOJHUTEIbHOW OUYMCTKU. Takas ouucTKa Oblja MPOBEJEHA C MOMOLIBIO
nporpammbl  RNA-QC-Chain  w myrém  kaptupoBaHusi mporpamMmoii  Bowtie  Ha
nocienoBarenbHocTH Hekoaupytonux PHK (cM. paznen «metoap»).

[Mocne ymanenwss pPHK ¢ momometo mporpammel RNA-QC-Chain pa3zmep OuOimoTek
yYMEHbBIIUJICS B cpeiHeM 10 43% oT pa3mepa yucThix 6ubauotek. B pesynbrare ynpanenus pPHK
nyTéM KapTUPOBaHUS Ha MocienaoBarenbHoCTH Hekoaupytomux PHK Obuto ymameno B cpennem

36,4% Bcex MPOUYTEHUM, COCTABIISIBITNX YUCThIE OMOIMOTEKN.

3.2.2 KapTupoBanue 0M0J1M0TEK

Kaptupoanue 06110 IpoBeeHO YeThipeMs mporpammamu — Dart, Star, Hisat2 u TopHat2.
KaptupoBanue ObLI0 HpOBEACHO KaXIOW U3 MpPOrpaMM OTIEIBHO KaxJ0To U3 HabopoB
OYMIIIEHHBIX OuOIMoTeK — He mpomenmux ynaineaue pPHK, npomenmux ymanenune pPHK ¢
nomotibio RNA-QC-Chain, u ounmensasix ot pPHK kapTtupoBanmeM Ha mociieIoBaTEIbHOCTH
pubocomubix PHK samens. Mtoro Obuio mosmydeHo 12 kapTUpOBaHHMM Il KakI0M U3 6
6ubnmrorek. OCHOBHBIC XapaKTEPUCTUKU KapTUPOBAHUHN MpUBeIeHbI B Tabnuie 13.

N3 Tabaunst 13 BUAHO, YTO MPOU3BOAUTENHHOCTh MCIIOJIB30BAHHBIX JIJISI KapTHPOBAHUS
CpencTB oTiinuaeTcs. TopHat2 sensercs kak HauMeHee YyBCTBUTEIBHOM, TaK U HAaMEHee TOYHOU
MPOrpaMMOl 7l KapTHUPOBaHUS KOPOTKUX IMpouTeHuil Ha pedepenc. Ilporpamma Star umeer
0oJsiee BBICOKMI YpOBEHb UyBCTBUTEIBHOCTU — KapTupyeT 85% mnpouTeHuit u3 OMONMOTEK, He
npomenmuux ynanenue pPHK, 84% mnpourenuit n3 6ubnanorek, npomenmux ynainesue pPHK
kapTupoBanueM U 90% npoureHuit u3z oudbanorek, oopadotanHsix RNA-QC-Chain. Dart, B T0 e
Bpems, KapTupyer Oosee 98% Bcex mnpoureHuil OUOIMOTEK, HE3aBUCHMMO OT Crocoba

peaoOpaboTKH.
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Tabmuna 13. XapakTepUCTHUKU KapTUPOBAaHHS OMOJIMOTEK KOPOTKUX MPOYTEHHH B

JKCIIEpUMeEHTe ¢ JuHuei 1:BwBIp

[Iporpamma st | Meron  ¢unbrpammu | KaptupoBano Kapruposano
KapTUPOBAHUSA O6ubIMoTEK npouTeHui, % YHUKAJIBHO, %0
Prinseq 85,09 34,67
RNA-QC-Chain 90,24 74,39
Star Bowtie2 84,21 65,61
Prinseq 54,78 34,42
RNA-QC-Chain 77,64 68,39
hisat2 Bowtie2 67,23 59,95
Prinseq 99,12 40,50
RNA-QC-Chain 98,28 82,19
Dart Bowtie2 98,27 74,50
Prinseq 50,60 15,89
RNA-QC-Chain 44,37 36,85
TopHat2 Bowtie2 35,45 24,40

3.2.3 llouck nu¢PpepeHUAILHOM IKCIIPECCHH T€HOB

KonuuectBo mpouTeHuii, KapTUPOBAHHBIX Ha KAXK[bIi M3 T'€HOB, ObLIO MOJICYUTAHO C
nomoiesio nporpammel featureCounts u3 makera nporpamm Subread. [lanee, reHsl, uMmeromime
HU3KYIO DKCIPECCHIO, OBbLIU yJaJeHbl U3 PACCMOTPEHHMsI, COTJIACHO MpOIleype, OMHCAHHON B
paznene «MeToab».

Tpu makera ans s3pika R ObUIM MCHONB30BaHBI IJI OMPEAENCHUS T€HOB, WMEIOIIUX
cTaTucTUyecku 3Hauumyro auddepennmansuyro skcnpeccuto: EdgeR, DEGSeq u DESeq2.
Takum o6pazom, B 001Iei COKHOCTH OBLITO OMPOOOBaHO 36 KOHBEWepOB OMOMH(POPMATHUECKOM
o0paboTku naHHbIX dkcnepuMenTa RNA-seq. Jlns psina reHoB Oblia MpoBeJeHa BepUpHUKAIIHS
middepeHInanbHON SKCIPECCHH € MOMOINBIO MOJMMEpa3sHON IETHOW peaklud B peallbHOM
BpPEMEHHU.

Haubonpmee 3Ha4YeHHe ko3¢ durmenra KOPPEISAIIH [Mupcona  Mexnay
UACHTU(GHUIMPOBAHHBIMUA B pe3yabTare OnomHpopmarndyeckoro aHanuza RNA-seq u

Ha6J'IIO,Z[aCMLIMI/I C MOMOIIBIO KOJIMYECTBEHHOM HHP B pPCaJIbHOM BpPCMCHHU 3HAYCHHUAMU
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M3MEHEHHsI SKCIPECCUH T€HOB TOJYYeHO JUIsi KOHBEWepoB 0OpabOTKH, BKIIOYAIONIUX B CeOs
KapTUPOBaHUE C IMOMOIIBI0 Tporpammbl Hisat m mouck aupepeHInanTbHON 3KCIPECCHU C
nomoinpto makera EdgeR. Ipu stoMm, crioco6 ¢uibrpanuu GHOIHMOTEK CYIIECTBEHHOTO BIUSHHS
Ha TIOJTyYeHHBIE PE3YAbTaThl HE OKAa3bIBALT.

bruta mpoBeneHa mpuopeTu3alys KOHBEWEpoB OHMOMH(pOpMAaTHYECKOH 00paboTKu (CM.
pasnen 2.2.4 — «pe3rome OnomHpopmarnueckoir 00paboTkm»). [ToiHBIE CTUCOK KOHBEWEPOB C
COOTBETCTBYIOIIMMHU 3HAYCHHUSIMU TMPUBENEH B JOMOJHUTENbHOW Tabmuue 4. B tabmune 14

II0OKa3aHbI KOHBGI\/JICpBI, IMOJIYYMBUINEC HaWBBICIITHH IIPpHUOPHUTET.

Tabmua 14. Ilpuoperuzanus KoHBeilepoB OuonHdopmaruueckot oOpaOOTKH B

IKCIIEpUMEHTE ¢ JuHueH I:Bwblp

Meton Meton Meton  noucka
CymMa paHros

¢bunbTpanun kaptupoBanus | JAOI

Bowtie Hisat2 edgeR 84

Chain Dart edgeR 83

Chain Dart deseq2 77

Prinseq Dart edgeR 77

Bowtie Dart deseq2 76

Haubonpmmii mpuopuTeT TOJYYHMST KOHBeWep OuomHpopMaTtudeckold o0paboTKH,
COCTOSIIIMIA M3 CIEAYIOMMX cTaauii: yaaneHue pubocomueix PHK u3 OubnmnoTex KOpOTKHX
MPOUYTEHU MyTEM KapTUpOBaHUA Ha pedepeHc u3 mocienoBarenbHOCTe pubocomubix PHK
SUMEHS; KapTUPOBaHHE OYMIICHHBIX OMOIMOTEK HAa TEHOM SYMEHS C MOMOIIBIO MPOrPAMMBI
Hisat2; momck muddepeHimanpHOi dKCIpeccHun ¢ moMolnpio makera EdgeR mis sseika R.
Hcnonb30BaHHbIN KOHBEMep 00paOOTKH MpeAcTaBieH Ha pucyHke 16.

B niepBoii rmaBHOM KOMIIOHEHTE HAHOOJIBIIINE Beca MMEIOT UCXOJHbIE TepeMeHHbIe ‘N_tot’
u ‘n_sdev’: -0,68 u -0,59, cooTBeTcTBeHHO. Beca qByX Apyrux mepeMeHHbIX cocTaBisiioT -0,27 u
-0,34. Bo BTOpOii KOMIIOHEHTE HauWOOJbIINE Beca MMEIOT MCXOJHBbIE MEPEeMEHHBIE ‘N_Map’ u
‘n_uniq’: -0,64 u -0,6, COOTBETCTBEHHO; Beca nepeMeHHbIX ‘N_tot” u ‘n_sdev’ cocrasistor 0,2 u

0,42. Takum 00pazom, 1o MepBoi IIaBHONH KOMIIOHEHTE NMPOUCXOAUT pa3jielieHne KOHBEHepoB B
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OCHOBHOM B COOTBETCTBHE C KauyeCTBOM OmpereneHHs Au(QepeHnnanbHOi dKCIPEecCuH, B TO

BpCMs KakK I10 BTOpOfI KOMITOHCHTC — B COOTBCTCTBHUEC C KAYCCTBOM KApPTUPOBAHUA OHOIHNOTEK.

" . aar

| ® DEGSeq
A DESeq2
B EdgeR

@

° KapTt.
Dart
A ® Hisat2
® Star
toph

KOMMoHeHTa_2, 43%

]
-

2 -1 0 1 2 3
KomnoHeHTa_1, 49%
Pucynoxk 16. Pactipenenenue koHBeiiepoB OnonH(popMaTnueckoi oOpaboTku OMOIMOTEK
nauaud i:BwWBIp 1 Bowman 1o nepBbIM ABYM ITaBHBIM KOMIIOHEHTaM. KpacHbIM 1IBETOM BbIJICTICH

KoHBeiep 00paboTku Bowtie2-Hisat2-EdgeR, ucmons3oBanHbIi B qanbHeliei pabore

Kongeiiep OuounnpopmaTrueckoil 0OpabOTKM JaHHBIX, COCTOSIIIUMH M3 CIEIYIOLINX
craauii: ¢uabTpanus OUOIMOTEK € MOMOIIBI mporpammbl Prinseq, ymanenne pPHK myrém
KapTUpoBaHus 6ubnuorek Ha nocnenoBatensHoctd pPHK sumens, kaptupoBaHus 6MOIMOTEK HA
IeHOM C TOMOIIbI0 mporpammMbl Hisat2 u mouck auddepeHnnanbHON IKCIPECCHH T'eHOB C
nomoIneko nakera EdgeR, nMeer MakcumanbHyO cpein BceX KOHBEHEPOB CYMMY paHroB. DTOT
KOHBelep ObUT B TaJIbHEHIIIEM UCTIONIb30BaH Uil aHaIn3a IupepeHInaTbHON KCITPECCHH TeHOB.
C momoI11b10 3TOro KOHBeHepa ObLI0 YCTAaHOBIICHO, YTO 794 reHa NOBBIIIAIOT SKCIPECCUIO Y TMHUU

i:Bwblp no cpaBuenuto ¢ Bowman, B To Bpems kak 480 T€HOB — OHIDKAIOT SKCIPECCUIO B ATOM
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muHuU. MA-rpaduK, HIUTFOCTPUPYIOIINH COOTHOIIEHNE I'€HOB C MOBBIIICHHOW U MOHMWKEHHON B

nunuy 1:BWBIp o cpaBaenuto ¢ Bowman skcripeccueii, npeacraBieH Ha pucyHke 17.

bow vs blp

10

n . N non-DE

Down

log-fold-change

T T T T T T T
2 4 6 8 10 12 14

Average log CPM

Pucynoxk 17. CooTHouieHue 001ux ypoBHEH 3KCIIPEeCCUU U U3MEHEHHSI SKCITPECCUU T€HOB

mexay i:BwBlp u Bowman

3.2.4 AHAJIM3 TEPMUHOB F'€HHOW OHTOJIOTHHU

Jlis 288 reHOB ¢ MOHMKEHHOM B TrHUY I:BWBIp skcripeccueii u 565 reHoB ¢ MOBBIIIEHHOH
B OTOU JIMHUU JKCIpeccueil Obuia oOHapyxeHa aHHOTalus B 6a3e gaHHbIx AQriGO. C momoriso
aHaim3a SEA Obl1o oOHapykeHO 48 TEpMUHOB I'€HHOW OHTOJIOTUH, 3HAYUMO IMPEICTABICHHBIX
U1l TEHOB C MOHWKEHHOM AKcnpeccueit 1 67 TepMUHOB, 000TallIEHHBIX /715l TEHOB C MOBBIIICHHOM
skcrpeccuert 'y 1:BwBIp. Tlpu stom, 18 TepmunoB 'O, oOoraméHHBIX Jisi CIIMCKA T'€HOB C
MOHW)KEHHOM dKcnpeccueit y 1:BWBIp, oTHocsTCs K Kateropun «Oroiorndeckuii mpomeccy, 16 —
K KaTeropuu «MoJeKymspHas (QyHKIUs», 14 — K KaTeropum «KJIeTOYHas JoKauuzauus»; 39

TEPMHHOB, 000TalIEHHBIX sl HA0Opa TeHOB C MOBBIIIEHHO dKcnpeccueii y 1:BWBIp, otHOCsATCS
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K KaTeropu «OHWOJIOTMYECKHH Tpouecc» U 28 — K KaTerOpuH «MOJIEKYIsipHas (yHKIHSD».
TepMHUHOB TEHHOW OHTOJIOTMH, BXOJSIIMX B KATETOPHIO «KJIETOYHAS JIOKAIM3ALUS»,
o0oramEHHBIX IS CIIMCKA TEHOB C TIOBBIICHHOH dKcnipeccuel B muHuu 1:BWBIp, o6HapykeHo He
OBLIIO.

Jliisi TeHOB ¢ TOHM)KEHHOM sKkcnpeccuei y i:BWBIp Obutn noctoBepHo oborariensr 'O
tepmunbl «Dotocucrema» (p = 0,0076), «tunakoumn» (p = 0,013), «porocunres» (p = 0,0098).
Kpome Ttoro, misi T€HOB ¢ MOHMXEHHOM JKCIPECCHE B 3TOW JMHUU 3HAYMMO OOOTaIICHBI
TEPMUHBI:  «META0O0JIM3M  KIETOYHBIX mosucaxapuaoB» (p = 0,034), «mverabommszm
MoHocaxapuioB» (p = 0,0011), «cBs3piBanue noHOB Maraus» (p = 0,047). Hakonen, st 3Toro
CIIMCKa TEHOB 00OTaIeHbl TAaK)KE TEPMUHBI «META00IMUECKHI TTpoliece ab(a-aMUHOKUCIOT» (P
=9.10%), «I'Tdasnas axtusHOCTH» (0,0061), «7mukpoTpydoukm» (p = 1,4-10%).

JI71si TEHOB ¢ MOBBILICHHOM dKCTpeccueli B TuHUM 1:BWBIp oGorarieHs TepMUHBI TeHHON
OHTOJIOTHH, CBSI3aHHBIE C OMOCHHTE30M PA3JUYHBIX COCTMHEHUIN: «OMOCHHTE3 KUPHBIX KUCIOT»
(p = 5,910%), «6uocunTe3 M30mpeHon10B» (p = 2-10%), «meTabonusm Tpunrodana» (p = 1,3-10°
%), «6uocunTe3 anbha-amuHOKHCIOTY (p= 0,002); TepMunbl 'O, OTHOCAIINECS K CBA3BIBAHHIO
Pa3sIMYHEIX CYOCTPAaTOB — «CBA3BIBAHME MOHOB xkeneza» (p = 1,2:10%), «cBa3piBaHME HOHOB
maruaus» (p = 0,016), «cBs3piBanue haBuHaaeHUHAMHYKICOTU10B» (p = 0,016); Tepmunsl 'O,
OTHOCSIINECS K OKHUCIUTEIbHO-BOCCTAHOBUTEIBHON aKTUBHOCTH, 3aTparuBarollield pu 3ToM psij
cybcTpaToB, B 4HCIIO KOTOPBIX BxomaT audenoissl (p = 0,016) u CH-OH rpynmer (p = 0,016).
Taxxe, o6oramiensl TepMutsl I'O, cBsI3aHHBIE ¢ MHTMOMPOBAHUEM SHIONENTUAA3HON AKTUBHOCTH:
«aKTUBHOCTb MHTMOUTOPOB 3Hjonentuaa3» (p = 0,016), «akTUBHOCTh MHTUOUTOPOB CEPUHOBBIX

sugonenTtuaasy (p = 0,017).

3.2.5 Merabon4eckne myTu

B 6a3e nannbix BarleyCyc 0bu1 00HapykeH 193 MeTabOIMUYECKUX ITYTH, BKIFOYAIONIHNA B
cebst B oOmieit cnoxxHocTr 179 rena ¢ moseinieHHON B auHuH i1:BWBIp skcmpeccueit. OnHako,
CTaTUCTMYECKH 3HAYMMO O0OOTalIEHHBIX MyTel oOHapyxeHo He Oblo. HamGonbliee 3HaueHue
JOCTOBEPHOCTH HAOMIOAaeTCsl JUId MeTabOoJIMYeCKUX MyTed «OHMOCHHTE3 O-JUXHMHOHOB» (P =
1,59:107%), «niepBHuHBIE peakiuyu 6MocuHTe3a GeHuanponanonnosy (P = 3,36-10%), «Guocuntes
L-tpuntodana» (p = 4,58:10°). Onmako, mocie MOMpPaBKM HAa MHOKECTBEHHOE CpaBHEHHE

3HaA4YCHUA OOCTOBCPHOCTU JIA O6OFaII_IeHI/IH 9THUX META0OIUYSCKUX HYTeﬁ I[3F IMPEBBICHUIIN
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ycranoBieHHbIH mopor 0,05. B »Tux meraboimdeckux MyTsAX ydacTBYIOT 3, 4 U 5 reHOB ¢
NOHWKeHHOH y nuHun i:BWBIp skcnpeccueii, cootBercTtBeHHO. OTMETHM, YTO B 0a3e JaHHBIX
BarleyCyc annoTHpoBaHO Bcero 6 reHOB, BXOJMIIUX B META0OIMYCCKHIl MyTh «OMOCHHTE3 O-
JTMXHHOHOBY», M, TAaKUM 00pa3oM, IMOJIOBMHA W3 ATHUX T'€HOB IMOBBIIIAET HKCIPECCHIO B JIMHHUH
i:BwBlIp.

Hawu6onbmee konuyectBo DI ¢ moBsieHHO dKcnipeccuei y munun 1:BWBIp Bctpeueno
B METa0OIMYECKUX MYTAX «OMOCHHTE3 MOHOMEpOB cyoepunay (7 JI9T), «Oouocunres 6enzoara I»
(6 HO9I'), «b6umocunre3 d¢umasonona» (6 [3I'), «Omocuntes dmnaBonoumos» (6 3.
JIOCTOBEPHOCTHh 00OTAIICHUST ITHX META00IMYECKUX ITyTeH TaKKe MPEBHIIIAET YCTAHOBICHHBIN
nopor 0,05 mocne mompaBKH Ha MHOXECTBeHHOe cpaBHeHHE. Kpome toro, mo 3 JIBI' Ob1i0
oOHapyXeHO B METa0OJMYECKUX MYyTAX «OMOCHHTE3 KYTHHA» U «OMOCHMHTE3 KYTHKYJISPHBIX
BOCKOBY.

B 10 xe Bpems, Obuto oOHapyxkeHo 108 merabosmyeckux myre, Briarovaromux 00 ¢
MOHIKCHHOM 3Kcmpeccueil 'y nuaum 1:BWBIp, u 3 u3 »tux Meraboaudeckux Mmyreid ObLIu

CTATUCTUYCCKH 3HAYUMO TIpeAcTaBieHbl. OHU TTpUBEACHBI B TabauIe 15.

Ta6. 15. MeraGonuveckue MyTH, 3HAYUMO OOOTAMIEHHBIC IS TEHOB C TMOHWKEHHOM

sKcnpeccueil y muuuu i:BWBIp.

Merabonuueckuii | Koi-Bo Koui-Bo Honsa 101" | FDR
MyTh J2r T€HOB

yut PBOK 10 63 15,8% 2.43-10°3
Hyka ycBoeHus | 6 16 37,5% 9.56-10™*
ammonus 11

Hukn KaneBuna- | 15 61 27,8% 8.82:101%
bencona

Kak mMoxHO BuIeTh W3 Tabmuimbl 15, 15 reHoB, BXOAMMIMX B MyTh «HKI KanbBuHA-

bencona» u 10 reHoB, BXomsaumx B MeTaboinyeckuil myTh «ryHT PB®K», moHMxkamT CBOIO
. o .10-8

skcrpeccuto y smHuu 1:BWBIp. 3naunmocTh oOorarieHus 3Tux myred cocraiser 1,5-10° u

2,51-103, coorBercTBeHHO. IllecTh reHOB U3 IIECTHAIIATH, BXOAIINX B META0OIHUECKHI nyTh
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«IHKI yCBOCHUS aMMOHHUs |1», moHMKarT CBOIO dKcIpeccuto y auHuM 1:BWBIp mo cpaBHeHwmto ¢
Bowman, 3Ha4UMOCTh 000TaIeH s 3TOro myTu coctasnser 1,1-1073,

3.2.6 Dkcnpeccusi reHOB IMJIACTOMA

AHanmM3 SKCOPEeCCHUH TEHOB IUIACTH], OTHOCSIIMXCS K pa3HbIM (YHKIMOHAIBHBIM
rpynmnaM, TOKa3ajl pa3lindvs B YPOBHSX HM3MEHEHHS AKCIPECCHU MEXKIY 3TUMH TPYIIIaMH.
CpenHue 3Hau€HUs U3MEHEHMsI YPOBHEH SKCIPECCUU U CPEIHEKBAJAPATHUUHbIE OTKJIOHEHMS IS
pa3HbIX (YHKIMOHAIBHBIX TPYIIT TEHOB IUIACTUIHOTO T€HOMA, a TAaKXKe pa3Indyus B U3MEHEHHUU

OKCTIPECCHH ISl Pa3HBIX (PYHKIIMOHAIBHBIX TPYI T'€HOB IIACTOMA MOKa3aHbl Ha prcyHKe 18.

p=0,02
o p =4,4104
p=0,25 |
, | 1=-0,96
B 6-0,56
p=-1,4
g
_3-
_4-
: [eHbl Benkos [eHbl pMBOCOMHBIX
Mpoune rexsl poTOCHHTES3a 6enkos

Puc 18. 3Menenne OKCIIPECCHUMN PA3HBIX q)YHKI_II/IOHaJ'ILHLIX TPyl MJIaCTUAHBIX T'CHOB B

nuauH i:BWBIp o cpaBHenuro ¢ auHuein Bowman

JlocTOBEpHOCTh pa3nuuMii, OLEHEHHAs C NOMOIIBIO TecTa MaHHa-YUTHH, MEXIy
IpynnamMu «reHbl (POTOCHHTE3a» U «Ipoune TeHbl» cocTaniser 0,2524, Mexly rpyniaMu «reHbl
prOOCOMHBIX OEJIKOBY» M «1poune reHb» — 0,02; HakoHell, MeX/1ly IPpyIIaMu «reHbl HOTOCUHTE3a»

4 o
U «TeHbl puOOCOMHBIX OenkoB» — 4,38 10™. Paznuuust Mexy SKCIpeccHel TeHOB, CBS3aHHBIX C

(OTOCHHTE30M M T€HOB, HE CBSI3aHHBIX HANPAMYIO C (DOTOCHMHTE30M WM (PYHKIHEH pudOCcOM,
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HCJIB3d CYHUTATh JOCTOBCPHBIMHU. OI[HaKO, pasiiniusa B OKCIIPECCCHU I'CHOB (1)0TOCI/IHTe3a " I'CHOB,

CBSI3aHHBIX ¢ (PyHKIMEH puOOCOM, TOCTOBEPHHBI.

3.2.7 Jkcnpeccus reHoB paiiona Blp

OtnenbHO ObLTIAa paccMOTpeHa 3Kcmpeccus 21 reHa, Bxojsmiero B paiion Blp. Qs 7 u3
YHuciaa JTUX TEHOB HAONIONAeTcs SKCIPEcCHsl BBIIIE IMOPOTOBOTO 3Ha4YeHHsA. [Ipu 3Towm,
JOCTOBEPHOE M3MEHEHHUE IKCIPECCHH HAOIIOMAETCs TOJBKO JUISL OJTHOTO W3 T€HOB, BXOISIIUX B
a10T paitoH. 9to reH HORVU1Hr1G087010, koaupyromuii pocdartazy nypnypHoit kucioTtsl. OH
MOBBIIIAET CBOTO AKCMpeccuio B muauu i:BWBIp B 39,75 pas (log2(FC) = 5,313) ¢ 10cTOBEpHOCTHIO

p=1,55-10" nocne mompasKkK HA MHOYKECTBEHHOE CPaBHEHHE.

3.2.8 PexoHcTpyKIUsi TpaHCKpUNTOMAa de NOVO

Jns oubmmotek RNA-seq u3 skcnepumenta Ha jmHusIx 1:BwBlp u Bowman Obutu
HOCTPOCHBI HHANWBHYyaJbHbIE COOPKU TpaHCKpunToMa e NOVO u mMera-cOOpKa TPaHCKPHIITOMA,
mocjae 4ero OBLJIO TPOBENEHO CpPaBHEHHE KadecTBa IMOJYYeHHBIX cOopok. B Ttabmume 16

MIPUBEACHBI OCHOBHBIE TapaMeTpbl COOPOK TPAHCKPUIITOMA.

Tabmuua 16. XapakTepHCTHKH HMHIMBHIyaIbHBIX cOOpok de NOVO u MeTa-cOOpKH

TPAaCHKPHUIITOMA JIEMMBI ssuMeHst auaui 1:BWBIp u Bowman

Co6opka Pa3mep, koHTHTOB N50 Cpennsis | [Ipoutenuit
N36biTounas | Hensz6biTounas JUINHA KapTUPOBaHO, %

Abyss 214465 34987 606 490,32 68,75

Spades 31453 24401 1046 824,6 58,25

Trinity 116897 34363 891 661,59 66,55

GG 122304 39319 976 707,83 77,55

Mera-

cOopka 133070 32466 1056 775,73 72,07

Hcxonnas m3ObITouHast MeTa-cOopka Tpanckpuntoma i:BwBIp u Bowman cocrout us
133070 xonTuros. [locne ynaneHus: n30BITOYHOCTH MeTa-cOOpKa cocToUT U3 32466 KOHTHIOB

cymmapHoil anmuHoM 25184753 ocHoBanmii. Takum o0Opa3oM, B Xoje yJaJleHUs] U30BITOUHOCTH
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KOJIMYECTBO KOHTUTOB OBLJIO YMEHBIICHO 10 24,4% oT ucxoaHoro. Takxke, OTMETUM, YTO MeTa-
cOOpKa TPAaHCKPHUIITOMA B TAHHOM 3KCTIEPUMEHTE UMEET 00JIee BRICOKOE 3HAUCHUE JITUH KOHTUTOB
N50, yueM uHAMBUAYyaIbHBIE COOPKH, U3 KOTOPBIX OHA cocTaBiieHa. 72,1% Bcex mMpoyTeHHH U3
OuOIMOTEK SKCIIEpHMEHTa OBUIO KapTUPOBAHO Ha MeTa-cOOpKy TpaHckpunrtoma. Ilo stomy
rmokasarento Mera-coopka ycrymaer cbopke GG (77,6%), HO omepexaer TpHU JpYyrue
UHJUBUAYaJIbHBIE COOPKHU.

beut nmpoBenén nouck mzBectHeix CDS B cOopke TpaHckpunToMa e NOVO MccienyeMbIx
JUHUH ¢ moMolbio porpaMMel TransRate. Pesynbrarsl noucka npusenens! B Tadnuue 17. Kax
MO>KHO BHIETh U3 Ta0OmuIel 17, oT 19848 xonTuros B coopke Spades 10 29412 KOHTUTOB B COOPKe
GG o0HapyKHUBAIOT TOMOJIOTHIO K m3BeCTHBIM CDS stamenst. [Tpu aToM, HanboJIbIIee KOJTMIECTBO
CDS stumenst ooHapyxeHo B cOopke Trinity. Oanako, HanGosbinee koiaunuectBo CDS sumens,
MOKPBITBIX KOHTUTAMH COOpPKH HE MeHee 4eM Ha 95% cBoel JIMHbBI, 00HAPYXEHBI B MeTa-COOpKe
tpanckpunroma — 1825 CDS. Jlons KOHTHUTOB W3 COOpPKH, I KOTOPBIX OblIa OoOHapykeHa
romoJiorust K u3BecTHbIM CDS stamensi, B Meta-cOopke cocraBisiet 74,5%, 4To HIKE, 4eM Y BCEX

HUHIUBHIYAIBHBIX COOPOK, KpoMe cOopku Trinity.

Tabmuua 17. KommuectBo CDS  stumens, oOHapyxkeHHbIX B O€ NOVO cOopkax

TPaHCKPHUIITOMA B SKCIIepUMeHTe ¢ aunauei i:BWBIp u Bowman

Co6opka KOHTHUTOB

HaWAeHO % KOHTHTOB CDS HatigeHo p_95
Abyss 25804 0,738 18981 1224
Spades 19848 0,813 16818 1017
Trinity 22793 0,663 21885 1478
GG 29412 0,748 19947 1597
Merta-coopxa 24194 0,745 19665 1825

Janee ObUT MPOBENEH MOUCK MEPEKPhIBAaHUS MOTYUYEHHBIX JJIS1 HHAMBHYAIBHBIX COOPOK
TpaHckpuntoma cnuckoB CDS, u Obma mnpousBelneHa OIEHKa BKJIaga KaXIOW U3
MH/IMBUIYAIBHBIX COOPOK B OOIIYI0 CTPYKTYp MeTa-cOopku. IlepekpbiBaHME TaKUX MHOXKECTB

II0Ka3aHO Ha pucyHke 19.
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Puc. 19. (A) Ilepeceucnne muoxectB CDS, 00HapyKEHHBIX B HHANBHIYAIbHBIX COOpKax
tpanckpunroma de novo sxcriepumenta Blp. (b) 3uauenust kpurepust BUSCO st pasHbix cO0pok

TpaHCKpHUIITOMA B 3Kcriepumente Blp

Bo Bcex 4eThIpéX MHIMBUAYaTbHBIX COOpKaxX TpaHCKpuiToMa de NOVO ObLIH 0OHAPYKEHBI
9742 CDS. VHUKaIbHBIMH Il KaKOW-TH00 W3 WHAMBHIYAIbHBIX COOpPOK O NOvOo, TOo ecTh
0OHapY)KCHHBIMH TOJIKO B 3TOM COOpKE M HU B OJJHOW M3 OCTalIbHBIX, ObuH 8656 CDS. 13 3THX
YHHUKAJBHBIX 17151 pa3Hbix cOopok CDS Hanbosbiee komndecTBo — 3554 ObLTH YHUKATBHBIMH IS
coopku abyss, HauMeHbliee Koiu4yecTBO — 1289 Obutk yHHKadbHBIMEH uisi cOopku GG.
Haubounemiee konumyectBo obmmx CDS umeror coopku GG u Trinity — 17281 CDS 6butn
oOHapyXeHbI B 00euX ITHUX COOpKax.

Cymmapso 57,6% Bcex nocienosarenbHocteid BUSCO u3 Habopa Ui MOKPhITOCEMEHHBIX
OpPraHU3MOB BCTPEUAIOTCS B M30BITOYHON MeTa-cOOpKE TpaHCKpUIITOMa — O0JIblle, YeM y TUO0iH
Y3 UHAUBHIYaNbHBIX cOOopok. B momHom Buae npeacraBnensl 30,2% mnocineaoBaTenbHOCTEH, B
¢parmeHTupoBaHHOM — 27,4%.

N3 meta-cO6opku TpaHckpuntoMa 16813 TpaHCKpUNTOB 001a/1a10T YPOBHIMHM SKCIIPECCUH,
JIOCTaTOYHBIMU Ui uAeHTHGuKkauuu  auddepenuumansHoil  sxcnpeccuu.  JlocToBepHOE
MOHMKEHUE dKCIIpeccuu ObLIo onpezeneHo A 470 KOHTUTOB, MOBBIIIEHUE — 115 848 KOHTUTOB.

B meta-c6opke oOHapykeHo 293 HOBBIX KOHTUTOB. M3 HUX 65 1 116 ObUM ynanaeHbl Kak
apredaktsl cOOpku 06 NOVO W KOHTAMHHALMS YYXKEPOIHBIM MAaTEPHAIOM, COOTBETCTBEHHO.

OcraBmuecs 112 Oblin MpoaHAJIN3UPOBAHBI JaJICC. I[Ba KOHTHUI'a OOCTOBCPHO MOBLIIIAKOT
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aKcrpeccuro B imHuU i:BWBIp, emé nBa — nonwkaror. [[jis 3THX KOHTUTOB OBUIM PacCMOTPEHBI
romosioru u3 6a3sl qanabix NCBI Protein nr u oOHapyxeHHas JOMEHHas CTPYKTYpa. DT KOHTUTH
nepeyuciensl B Tadnuue 18.

B xonture DN12020 He 6bu10 00HApYKEHO M3BECTHBIX OEIKOBBIX JJOMEHOB C TIOMOIIBIO
kak NCBI Structure, tax u InterProScan. Koaupyromuii motenmnuan kontura onenéH kak 0,02. B
koHTturax DN16564 u DN19100 Opum oOuapyxkensl ¢ momomisio NCBI  Structure
KaTaJUTHUeCKHe JOMEHBI CEpUH/TpeoHnHOBOH docdarassl (E = 1,03:10°) u nporenn-xunass (E
= 7,27-10*%), cootsercTBeHHO. InterProScan onpeienua B aMMHOKHCIOTHOM HPOIyKTe KOHTHIa
DN16564 docdaraza-nogoousiii nomen tuma PPM (IPR001932) u oTHEC aMHUHOKHCIOTHBIH
OpOAYKT K cemeiictBy ¢ocdaraza-nogoousix OenkoB tuma PPM  (IPR036457). B
aMHHOKUCIIOTHOM mpoaykre koHTura DN19100 6pun ompenenensr ¢ momonisio InterProScan
KaTaJUTHYeCKU JOoMeHT Tupo3uH-kuHaszsl (IPR020635), kaTanuTudeckuil JOMEHT CepHH-
TpeoHnHOBOM/Tupo3uHOBOi kuHa3bl (IPR001245) u gomen mporemnkunasbl (IPR0O00719), a
TaKKe aKTUBHBIM caliT cepun/TpeoHnHOBOM kuHa3bl (IPR0O08271). DTOT aMHUHOKMCIOTHBIN
MPOAYKT OBLIT OTHECET K cynepceMencTBY KuHaza-moo0HbIx 6enkoB (IPR0O11009). Koaupyrommit
noTeHnyan koHTuroB DN16564 u DN19100 6511 onenén kak 0,036 u 0,056, COOTBETCTBEHHO.
Opnnako, cepBUC CPC2 ompeAensl pa3Mepbl UX aMHUHOKHUCIOTHBIX NpoaykToB kak 80 u 110
AMUHOKHCJIOTHBIX OCTAaTKOB, COOTBETCTBEHHO, B TO Bpems kak EvidentialGene ompenenser

pa3Mmepsl ux pazmepsl kKak 121 u 140 aMUHOKMCIOTHBIX OCTATKOB, COOTBETCTBEHHO.
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Tabn. 18. HoBble koHTUTH, OOHapyXeHHbIE B COOpKE TPAHCKPUNTOMA SUMEHS JIMHUH

i:BwBlp

Hud. Dxemp. Jlyummit romouior u3 6a3er NCBI Protein
KonTur
logFC | FDR UICHTH(PHUKATOD OIHCaHue E-xpurepuii
DN12020 |-1,83 |0,0036 |CDY21223.1 BnaC03g54010D,
Brassica napus 4,74

DN16564 1,24 0,026 XP_044946327.1 | IlpeamnonoxuTeabHAS
docdaraza OenxoB 2C

68, H. vulgare 4,14-107%

DN19100 2,82 0,0017 | XP_044955417.1 | IlpenmoioxxuTeIbHAS
CEpUH/TPEOHUH KHHa3a

oenkoB  PBL15, H.

vulgare 1,8:107°
DN21394 -1,03 |0,0058 | XP_037411011.1 | Iluroxpom P450

709B1-monoOuei, T.

dicoccoides 0

B nentuanom npoaykre koutura DN21394 6bu1 o6HapyxkeH gomeH muroxpoma P450 (E
=0,0) xak ¢ momorupio cepsuca NCBI Structure, Tak u B pe3ynbrate paboThl cepsuca InterProScan
(IPR0O01128). DTOT cepBHC TaK)Ke OTHEC JaHHBINM OCIKOBBII IMPOJYKT K CEMEHCTBY IIUTOXPOMOB
P0450, E-kmaccy, rpymme | (IPR002401). [lis 3TOro KOHTHra ObLI OMPENCIEH KOAUPYHOIIU
noTeHuuan, pasueiil 0,34. OxgHako, IpU 3TOM pa3Mep ero MenTUIHOTO MPOIYKTa ObLT OIpeaeséH
kak 102 aMHHOKHCIIOTHI, mporpammbl u3 JjuHeiiku EvidentialGene ompenesnsuin pasmep ero
MENTHHOTO TPOJIYKTa KaKk 523 aMUHOKHUCIOTHL. MIeHTH(hUKAIUS TOMEHHO M CTPYKTYPBI U TIOMCK

TOMOJIOT'OB TaKK€ IMPOBOANIINCH UMCHHO JJIA OCIIKOBOTO MpoOAYyKTa JJIMHOM B 523 aMHMHOKHUCIIOTEL.
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I'naBa 4. O0cyxaenue

4.1 Metoaonorus oopadorku 1anubix RNA-seq

4.1.1 Ounenka kayecTBa 0M0IHOTEK KOPOTKUX IIPOYTEHUMH

B nannoii pabore OblT poBENEH aHATN3 OMOIMOTEK KOPOTKUX MPOYTEHHM, MMOJTyYSHHBIX
NyTéM CEKBEHHUPOBAHMSI TPAHCKPUIITOMA JIEMMbI SUMEHS JBYX HM30T€HHBIX JIMHUW M copTa
Bowman na mnargopme lonTorrent PGM. [lanHbie, moigydaeMbie ¢ TOMOIIBIO CEKBEHATOPOB
lonTorrent, uMeroT cBOIO crneUU(UKY, KOTOpas OTIMYAET MX OT JAHHBIX, IOJYyYEHHBIX Ha
wiatgopmax suueiiku lllumina, sBnsromuxcst Ha AaHHBIA HauOoliee pacmpoCTpaHEHHBIMHU
CEKBEKHATOpaMu BTOpPOTO TOKojieHus. B dactHocTH, muatdopma lonTorrent gaér mocratouHo
mnHHbIe (150-200 HYKJIEOTHIOB) MPOUYTEHHS], OJHAKO IIyOMHAa CEKBEHUPOBAHUS OKa3bIBaeTCA
HECKOJIBKO HIKE, yeM y Takux riatdopm, kak lllumina NextSeq 550 wmu lllumina HiSeq.

B nannoit paGoTe rinyOrHa CEKBEHUPOBAHMS TPAHCKPUIITOMA JIEMMBI STUMEHSI COCTABIISIET
22,9 MWUIMOHOB MPOYTEHUIN CO CpeaHell MIMHON 175 HyKIE€OTHUIOB B SKCIEPUMEHTE C JIMHUEH
i:BWAIM, u 12,9 MUITHOHOB MPOYTEHUH cO cpenHeit umHoM 183 HyKiIeoTHIa B SKCIICPUMEHTE C
nuauer i:BWBIp. U B Tom, U B IpyroM 3KCIIEPUMEHTE HCIOJIH30BAHO II0 IIECTh OMOIMOTEK
KOPOTKUX MpoUYTeHU. Takum 00pa3om, CpeIHUN pa3Mep OUYUIIEHHON OMOIMOTEKH COCTaBIISICT
3,81 MJIH. TPOYTEHUIT B SKCIIEpUMEHTE ¢ auHuel I:BWAIM u 2,15 MiIH mpodYTeHHi B 9KCIIEPUMEHTE
¢ muauei i:BWBIp. Takoii riyOuHBI CCKBEHUPOBAHHUS JOCTATOYHO ISl ONPEICIICHHSI SKCIIPECCUH
reHoB M nowucka anddepeHanbHON 3Kcnpeccud [Sims um ap., 2014], a taxke de novo
PEKOHCTpYKIMHU TpaHcKpuiitoma [Patterson u np., 2019].

B T0 5xe Bpemsi, 3To# r1yOuHBI CEKBEHUPOBAHUS HEAOCTATOYHO JJISl TOYHOTO OMPEIEIeHUS
mapdepennmansaoi dkcnpeccun u3odopm [Katz u ap., 2010] u moucka moJuMophu3MOB
[Quaglieri, Flensburg, Speed, 2019]. Bonee Toro, cumraercs, 4ro IS TOYHOIO OMPEACICHUS
middepeHnnanbHON FKCIpeccuu H30(opM Jydile NoAXoAiT napHeie npourenus [Williams u 1p.,
2014], B oTaM4KE OT MCHOIB30BAHHBIX B JaHHOM HCCIICIOBAHUU OJTMHOYHBIX TPOYTCHH.

VYuuThiBasg, 4TO JaHHasg paboTa MPOBOJUTCS Ha MaTepHuaje MOYTH M30TCHHBIX JUHHUHA
SYMEHsl, pa3pabOTaHHBIX Ha OCHOBE copra Bowman u oTiauuarommuecs OT HEro TOJBKO
OTJENBHBIMU yyacTKaMu XpoMocoM 3H u 1H, Hanuuus nonmMophu3MoB MOYKHO 0XKHJIATh TOJIBKO
B TPAHCKPUIITaX T'€HOB, JIOKAJIM30BAHHBIX B 3TUX ydyacTKax. Kpome Toro, B oTinune OT JaHHBIX

TCHOMHOI'0  CCKBCHHUPOBAHUS, CCKBCHHPOBAHUC TPAHCKPHUIITOMOB JaeT HEPaBHOMCPHOC
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MOKPBITHE, TPOTIOPLMOHATIBHOE YPOBHAM dKcnpeccuu reHoB [Jehl u ap., 2021]. CnenoBatensHo,
JOCTOBEPHOE OIPENEICHUE HNOIUMOP(PU3MOB BO3MOXKHO TOJBKO B TE€X I€HAX, KOTOPbIE MMEIOT
JOCTaTOYHO BBICOKHE YPOBHH JKCIIpecCcHu. B ciydae MByX M3ydaeMbIX MOYTH W30TEHHBIX JTMHHUHA
STYMEHS, 3TO CY)KaeT 00JIACTh MOUCKA TTOIMMOP(U3MOB JI0 T€X T€HOB, KOTOPHIE JIOKATU30BaHbI B
OTJIMYAIOIIMXCS yJacTKaX XpOMOCOM U MMEIOT BBICOKUI YPOBEHb IKCIPECCUH, UTO B PE3YJIbTaTE
JA€T KpallHe MaJloe KOJIMYECTBO I'€HOB.

[Mounck nmommMop(uU3MOB B TPAHCKPUNITOMAX HMCCIEAYEMBIX JIMHUH HE BXOIUT B 33aJaud
JaHHOW paboThl. Iy pemieHus ke MOCTaBJIEHHBIX 33Ja4y — omnpeaeneHus nuddepeHnranibHoi
IKCIIPECCHH TeHOB W de NOVO PEeKOHCTPYKIIMK TPAHCKPHUIITOMA — TIIyOMHAa CEKBEHUPOBAHHMS

SIBJIAETCSA JOCTATOYHOM.

4.1.2 CpaBHeHuUe KOHBeHepoB 0OMOMH(pOPMATHYECKOH 00pad0TKH JaHHBIX

B nmanno# paGoTte ObUT MpeyIoKeH METOJ CpaBHEHHUsS KOHBEHEPOB 0OpaOOTKU JaHHBIX
RNA-seq, mo3Bosstonuii moao0paTh ONTUMAIBHBINM IS WMEIOIIMXCS JaHHBIX KOHBEHep
00paboTKU. DTOT METOJ YYMUTHIBAET YEThIpe MOKa3aTelsisd, MEpBbIe J1Ba W3 KOTOPBIX — JOJIA
KapTUPOBAHHBIX TMPOYTEHUN OMOMMOTEK M JOJS YHHKAIbHO KapTHUPOBAaHHBIX MPOYTEHHI
OMOIMOTEK — XapaKTepU3YIOT KaueCcTBO MPOLEeAyphl KapTupoBanus. J[Ba Apyrux mokaszaTens —
kodbdunuent  koppemsiuuu  [lupcoHa  Mexay ~ ypOBHSMU — W3MEHEHHUS  OKCIIPECCHH,
UICHTU(QUIIMPOBAHHBIMU B pe3ysbTaTe aHaiu3a naHHbX RNA-Seq u onpeaenéHHbIX ¢ TOMOIIbIO
konuuectBeHHOU oT-I1LP nms psiga KOHTPOJIBHBIX T€HOB, M CPETHECTATUCTUYECKOE OTKIIOHEHHE
Takoro Kod(pQUIMeHTa, MOJy4YeHHOE Ha MOJABBIOOPKAX KOHTPOJBHBIX T'€HOB — XapaKTEPH3YIOT
TOYHOCTH onpenaeieHus auddepeHranbHoi SKCIPECCUH TEHOB.

B  nannoii pabGoTe mpeanaraercs IPOBOAUTH  NPHOPETHU3AIMIO  KOHBEHEPOB
ouonnpopmaruyeckoir 00paboTku gaHHBIX RNA-S€J OCHOBBIBasACh Ha CyMME paHIOB
MPUBEACHHBIX BBIIIE YETHIPEX MapaMeTpoB. ABTOPHI HE YTBEPXKIAIOT, UTO JAHHBIA METOJ
MPUOPETH3AIMH KOHBEHEPOB SBISIETCS E€AMHCTBEHHO BO3MOXKHBIM, M JIOMYCKAaIOT, 4YTO B
JalbHEUIIeM S5TOT METOJ MOKeT ObITh YcoBepileHCTBOBaH. K mpumepy, HCMOJIb30BaHUE
B3BEIICHHBIX PAHTOB MOXET YIYYIIUTh MPOIEAYPY BHIOOpPAa KOHBEHEPOB U MOBBICUTH TOUYHOCTH
omnpenenenus AuQQepeHuanbHON dKcpeccud TeHoB. OaHaKo, aBTOPHI MOAYEPKUBAIOT
HEOOXOJIMMOCTh  HCIIOJIb30BAHHMS  MHOJKECTBEHHBIX KOHBEHEpPOB W WX  MOCIEIYyIOIIeH

anopeTmauHeﬁ AJI TIOJTYUYCHU S Han0o0JIee TOYHBIX PE3YyJIbTATOB.
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MHorue Apyrue aBTOPHI TaKXKe YKa3bIBAlOT HA HEOOXOIUMOCTh BbIOOpa KOHKPETHBIX
nporpamm st ounomHpopmaruueckoil o6padbotku mganHeix RNA-seq [Conesa u ap., 2016;
Rajkumar u nmp., 2015; Williams u ap., 2016]. B nanHo#i paboTe Obula mpoaHaIM3MpOBaHA
MIPOU3BOIUTEILHOCTh 36 KOHBEHEPOB HA JBYX HAOOpaxX MaHHBIX, U C IOMOIIBIO MPEI0KEHHOTO
METOJ]a IPUOPETH3alNN BBIOpaHbI KOHBEWEPHI, HanOoJee ONTUMAIbHBIE IS KaXKAOTO U3 3THUX
IBYX HaOOPOB JaHHBIX. ABTOPBI BBIPAKAIOT HAJEHKY, UTO 3TH PE3YJAbTAThl B JalbHEHIIEM Oy 1yT
HCIOJIb30BaHbl B JPyrux paborax mo aHanu3y AaHHbIX RNA-S€q u moMoryr yiay4iiuTh

MOJTy4aeMbIe pe3ysIbTaThl, cliejaB UX 00Jee TOUHBIMH M HAaJIEKHBIMHU.

4.1.3 CpaBHeHHe KoHBeliepoB de NOVO peKOHCTPYKIIMU TPAHCKPHIITOMA

B nmannoit paGote Obuta mpoBeneHa € NOVO PEKOHCTPYKIHUS TPAHCKPUIITOMA JICMMBI
STAMEHSI IBYX MTOYTH U30TCHHBIX JJMHUH, KOHTPACTHBIX 10 OKpacKe Koyioca. BEUM NCTIOIh30BaHBI
TPU MPOTPaMMBbI Il PEKOHCTPYKIMU TpaHckpunroma de novo: Trans-ABYSS, RNA-Spades u
Trinity. Kpome Toro, mporpamma Trinity Obuta mcmosib30BaHa B peskume ‘genome-guided’, B
KOTOPOM MPOrpaMMa PeKOHCTPYHPYET TPAHCKPUIITHI, OCHOBBIBAsICh Ha KAPTUPOBAHUU OUOIHOTEK
KOPOTKHUX MPOYTCHUH Ha peepeHCHBIN TeHOM opraHu3Ma. TakuMm 00pa3oMm, sl KaKI0M U3 ABYX
JUHUN OBLIM TMOJIy4eHBI N0 4YeThlpe cOOpkH TpaHcKpunTtoma. [lanee, mias KakIOW M3 JTUHUI
MOJIy4eHHbIE COOPKU ObLITH 00bETMHEHBI B OJIMH 00N HA0Op TPAHCKPHUITOB, U3 KOTOPOTO 3aTEM
ObLIa yaaneHa n30bITOYHOCTD C TIOMOIIIBIO CKPUNTOB U3 JuHeiku EvidentialGene. IToyueHHbie B
pe3ynbTaTe He-u30bITOUHbIE HAOOPHI TPAHCKPUIITOB TSI KX I01 13 IMHUHN Oy/ieM Ha3bIBaTh METa-
cOOpKOIl TPAaHCKPHUIITOMA TaHHOM TUHUH.

Jiig kax 0¥ U3 ABYX JIMHUU MOTy4eHHbIE COOPKU TPAHCKPUIITOMA M COCTABIICHHBIE U3 HUX
MeTa-cOOpKH OBLITN CpaBHEHBI 0 PSATY MOKa3aTeNeH, 115 KOTOPhIX ObLIa MPOBeieHa HOPMHPOBKA
o MeTojy, IpeaioxeHHomy B pabote [Holzer, Marz, 2019] (moapobuee cm. pazmen 2.2.2). B
pe3yibTare ObLJIO MOKa3aHO, 4TO Ui 00EeHX JIMHUN MeTa-COOpKHM TPAaHCKPUIITOMA OIEpPEXaroT
mo0ble M3 WHAMBUIYAJbHBIX COOPOK IO COBOKYITHOCTH OILIEHEHHBIX mapameTpoB. Ilpu stowm,
0JIHaKO, MeTa-COOPKU MOTYT YCTYHaTh TEM WM MHBIM UHIMBUAYAJIbHBIM COOPKaM 110 OT/IEIbHBIM
OLIEHEHHBIM MTOKa3aTeIIsIM.

ABTOpBI HE YTBEPXJAIOT, YTO TMPEAJIOKEHHbIM B JaHHONH paboTe HAOOp OLEHEHHBIX
napaMeTpoB COOPOK TpPAaHCKPUIITOMA SBISETCS €IMHCTBEHHO BEpHBIM. Takxke, aBTOpHl HE

YTBEPXKIAIOT, YTO METOJ HOpMajM3alMd OICHEHHBIX ToKaszareneir [HOlzer, Marz, 2019],
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aJlalTUPOBAaHHBIN B IaHHOU paloTe, SIBIISIETCSA €IMHCTBEHHO BEpHbIM. OTHAKO, aBTOPBI 3a0CTPSIIOT
BHUMaHHE Ha mpolieMe, MNOJHMMAeMOH BO MHOTHX paboTax, TWOCBSIIEHHBIX aHATU3Y
Mmetoosiorn de NOVO PEeKOHCTPYKIMHU TPAHCKPUIITOMA M3 JAHHBIX CEKBEHHPOBAHUSI BTOPOTO
IIOKOJIEHUS. ABTOpPBI HAJACIOTCA, YTO METOJ CO3JaHMsl MeTa-COOpPKM TpPaHCKPUITOMA H
MIOCJIEYIOLIEr0 CPaBHEHUS KauyecTBa MeTa-COOPKH M MHAMBUIYAJIbHBIX COOPOK TpaHCKPUIITOMA,
ONMCAHHBIE B JAaHHOW paboTe, MO3BOJIAT B JabHENUIIIEM TIOBBICUTh KaU€CTBO PEKOHCTPYHPYEMbIX

de NOVO TpaHCKPHUIITOMOB B MOCIIEAYIOIINAX UCCIICTOBAHUSIX.

4.2 TpaHcKpUNTOMHBII aHaMU3 JUHUH i:BWAIM

4.2.1 DyHKUHOHAJIBHBIN aHAIN3 AU PEePeHIHATBHO IKCIPECCHPYIOLIUXCH T€HOB

Jnst oubmmorexk RNA-seq Tpanckpunroma nuaud i:BWAIM u copra Bowman, B3storo B
KayecTBE KOHTPOJIS, ObLT BBISIBIIEH HanOoJIee ONTUMaJIbHBIN KOHBeMep J1si OMonH(popMaTHdecKon
00pabOTKM UMEIOMIMXCS JaHHBIX CEKBEHHPOBAHMS. DTOT KOHBEWEpP COCTOUT U3 CIEIYIOIINX
cTanuit: QUIbTpalus HUCXOJHBIX OUOIMOTEK KOPOTKHUX MPOYTEHHUH C TOMOIIBIO MPOTpPaMMBbl
Prinseq u ymanenus pubocomusix PHK myrém kapTupoBanus OHOIMOTEK Ha MOCIIEI0BATEIHHOCTH
Hekoaupyromux PHK sumens; kaptupoBanus npoutreHuid Ha pedepeHCHBIM T€HOM C IMTOMOIIBIO
nporpammbl Dart; morcka quddepeHmraabHOi SKCIPECCHH TeHOB ¢ MOMOINbIo maketa EdgeR mis
s3pika R. C moMolpio Takoro KoHBeiepa Obliia JOCTUTHYTa HauOoJIbllas KOppesius 3HaYeHUu I
W3MEHEHUS DKCIIPECCHH, OINpeAeNEHHBIX C ToMomblo aHanmu3a AaHHbiXx RNA-seq c
HaOJI0JaeMBbIMU DKCIIEPUMEHTAIIBHO C IMOMOIIBI0 KOJMYECTBEHHOW MOJIMMEpPA3HON IenmHOon
peaxiuu.

CpaBHUTEJbHBINA aHAIU3 TPAHCKPUIITOMOB MOYTH W30reHHOW JmHuu I:BWAIM u copra
Bowman nokazan 3HauuTEeIbHOE PACXOKIEHUE B PETYIALINU SKIPECCUU T€HOB — B TO BpeMs Kak
1287 reHOB MOHIKAIOT AKCIIPECCHIO B THHKUH I:BWAIM, TOabKO 78 F€HOB MOBBIIIAIOT SKCIIPECCUIO
B OTOW JTMHMM. Takoe pe3Koe CMEIIEHNE YPOBHEN N3MEHEHMSI KCIIPECCUH B CTOPOHY ITOHWKEHUS
B KJIETKAX JIEMMbI PaCTEHUM 3TOM JIMHUU 1O CPABHEHUIO C KOHTPOJIEM CBS3aHO CO CHEeLU(UKOM
Habr01aeMoro (pU3MOIOTUYECKOro mpoliecca. B kineTkax 3TUX TKaHe OTCYTCTBYeET XJI0poduil,
B CBSI3M C YeM He NMPOUCXOAUT GpoTocuHTe3. POTOCHHTE3 — BaKHEHIIHNH U1 AKU3HEIEATETbHOCTH
pacTeHuii mpoiiecca, B KOTOPbIE BOBJICUEHO OIPOMHOE KoJruecTBO reHoB [Dubreuil u ap., 2018].
Bobiioe koaMyecTBO FeHOB KOAUPYIOT OEIKH, y4acTBYIOIIKE B OMOCHHTE3€ XJI0poduiia, coopke

(bOTOCI/ICTCM. CJIC,[[OB&TCJIBHO, MOZKHO ITPEAIOJIOKUTD, YTO B KJICTKAX, B KOTOPBIX 3TU MPOLCCChI
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HE TPOUCXOJAT, SKCIPECCHs] ITUX T'€HOB JIOJDKHA OBITh MOHIKEHA. JTO OOBICHAET OoJbliee
KOJIMYECTBO T€HOB CO CHIDKCHHOM 3Kcrpeccueit y 1:BWAIM reHoB, Hexxenu reHoB ¢ MOBBIICHHON
JKCIIPECCUEH Y 3TOM JIMHUU.

OyHKUMOHANBHBIN aHanu3 101 BeISIBUII yyacTre reHOB, UMEIOIINX MTOHM)KEHHYIO B JIMHUU
i:BWAIm skcnpeccuto, B OAMHHAIUATH MeTa0OIMYECKUX MyTsX. i 3THX IeHOB 3HAYMMO
oOoramensl 234 TepMuUHA TEHHOW OHTOJIOTMH. PaccMOTpUM 3TH MeTa0OJMYECKHe IyTH |
TEPMUHBI TEHHOW OHTOJIOTHH TT0/IpOOHEE.

Cpemy MeTabOMMYECKUX MyTeH MOKHO BBIICIHTH IYTH, HEMIOCPEICTBEHHO CBS3aHHBIC C
dbotocunTezom. B oty rpynmy Bxoaat uuki KansBuna-bencona, cBeroBast daza doTocunresa u
myHT PBOK. OyHkimonanbHas cBsi3b 3TUX METa0OIMUECKUX TyTel U (opMUPOBaHUS YaCTHYHO
oecximopodmmpHOTO (DEHOTHIIA TPEACTABIAECTCS TOCTATOYHO OuYeBHIHON. B camom gerne,
MeTabonmaeckuii myTh «CBeToBas paza PoToCHHTE3a» CBSI3aH ¢ POTOCHHTE30M I10 ONIPEACIICHHUIO.
[uxn KanpBuHa-beHncoHa Takke TeCHO conpsikEH ¢ (POTOCHHTE30M, TIOCKOJIbKY UMEHHO SHEPTHS,
MOJydeHHass B XOJ€ CBETOBOM (a3l (POTOCHMHTE3a, YXOOUT Ha (PUKCAHUIO aTMOChHEpHOTO
yraekuciaoro rasa [Lu, Yao, 2018]. B xome omHoit m3 peakumii mukina Kagpeuaa-bencona
IIPOUCXOUT MPHCOEINHEHUE MOJIEKYJbl YIJIEKHCIIOTrO ra3a B BHJE KapOOKCWIJIBHOM IpymHmbl K
puoyn030-1,5-6ucdocdary ¢ obpasosanuem 3-dpocdo-D-riumepara [Berry, Mure, Yerramsetty,
2016]. Ota peakims KaTaJIu3upyeTCst dhepmeHTOM pudymno3o-1,5-
ouchocharkapbokcunazoit/okcurenaszoit (PBOK, RuBisCO). Drot depMeHT TakKe ydacTBYET B
meTabomuueckom mytu «llynr PB®K». B xoae storo myru b-D-dppykrodypanosza-6-pochar B
pe3ynbTaTe Kackaaa hepMEeHTaTUBHBIX peakiuii mpeodpazyercs B auetui-CoA [Schwender u ap.,
2004].

OOoramieHne MHOIMX TEPMHUHOB TI'€HHON OHTOJOIMM TakKK€ OYEBHJHO CBS3aHO C
ocobeHHOCTAIMH HaOmonaemoro ¢eHotuna. Crofa MOXXHO OTHECTH TEPMUHBI U3 KaTerOpUU
«buonornyeckuii mporecc»: «POTOCHHTE3», «(POTOCHHTETUUECKUN TPAHCIOPT HJIEKTPOHOB B
¢dorocucreme |» U «POTOCHHTETHYECKMH TpaHCHIOPT 3MIEKTpOoHOB B (otocucreme |I»,
«ctabunmzanusa Qotocucremsl |l», «OuocunTe’ xnopodpwmina»y. TepMHHBI M3 KaTeropuu
«KnerouHas nokaau3anus», OTHOCSIIUECS K 3TOU TPYIIE: «XJIOPOIMIIACT», «PEaKIIMOHHBIN IIEHTP
¢dorocucremsl |1y, «Bomookucisommii kommiekc ¢orocucremsl |» u «portocucrema I».
Haxowern, criemyromue TepMUHBI T€HHOW OHTOJIOTHH M3 KaTeropuu «MonekynspHas (QyHKIH

OTHOCATCA K OTOW rpymme: «pudyno3zoduchocharkapOOKcunazHasi aKTUBHOCTbY, «IIyTh



112

UKIMYECKOTO TIEPEHOCa 3JIEKTPOHOB IMpHU (OTOCHMHTETHYECKOW AaKTHBHOCTHY», «CBS3BIBAaHHUE
XJI0pouIIIaY.

Jpyrasi rpyra MeTab0IMIeCKIX ITyTeH, KOTOPYIO MOKHO BBIICIUTh — IIYTH, CBSI3aHHBIE C
YCBOGHHEM a30Ta. B 3Ty rpymmy BXOAAT METa0OJMYECKHE IIyTH «YCBOCHHE aMMOHHS,
«buocunres3 L-rmyramuna 1», «6uocunres L-rmyramuna I1», n «accuMUISIIMOHHOE YCBOEHHE
HUTpaToB». Ha mepBbIil B3IUIAN, CBA3b HAONIOJAEMOTO YaCTUYHO-aJIbOMHOCHOTO (peHoTHIIa
STYMEHSI ¥ TAKMX MTPOLIECCOB, KAK YCBOCHHUSI aMMOHMS HITH HUTPATOB, KaxeTcst HesicHOU. [Iporecchr
e OMOoCHHTe3a TIyTaMUHA U a/ICHO3MHOBBIX HYKJICOTHJIOB, KaK Mbl YBUIHMM JlaJiee, CBSI3aHBI C
YCBOEGHHEM aMMOHHUSI.

PacTeHns B OCHOBHOM YCBAaMBAaIOT a30T U3 TIOYBHI, BIIUTHIBASI €70 KOPHSIMH BMECTE C BOJION
B BHJIC PaCTBOPUMBIX COJIEHM HUTpaTOB Wiau ammonwus [Baslam u ap., 2020]. Hutpatsl cnepsa
BOCCTAHABJIMBAIOTCS IO HHUTPUTOB (PEPMEHTOM HHTpAT-PeayKTa30i, a 3areM C IOMOIIBIO
(dbepmeHTa HUTPUT-peayKTas3bl — 10 amMoHus [Schlapfer u ap., 2017]. AMMoOHWMIT ke yJacTBYeET B
peaknmsaX, KaTaau3upyembix ¢epMeHTamu riayramuHcuHTeTazon (GS; EC 6.3.1.2) wu
rnyramatcunTazou (I'myramun-2-okcornyrapatamunotpancdepasa, GOGAT). [lepBriit u3 3TUX
(epMEeHTOB KaTanu3upyeT MPUCOEAUMHEHNE aMMOHHMS K IIyraMmary ¢ oOpa3oBaHHEM IiIyTaMHHa
[Miflin, Habash, 2002]; Bropoii kaTtaiu3upyer mepeHoC aMHHO-TPYIIIBI ¢ MOJICKYJIbI TIyramaTa
Ha MOJIEKYJIy 2-OKCOriiyTapara, B pe3yJbTare 4ero o0pasyroTcs ABe MOJICKYJIbI TiiyTaMuHa [Bao
u np., 2015, c. 201]. B pe3ynbraTe BCEX 3THUX MPOLECCOB HEOPraHUYECKUN a30T, YCBOCHHBIN
PacTeHHUSIMH U3 MIOYBBI, BXOJUT B COCTaB OPraHUYECKUX COCTUHEHUI.

Ho BcacbiBaHue MuHepanbHBIX COJed — HE EOUHCTBEHHBIN Mpollecc, B pe3yibTare
KOTOPOTO HMOHBI aMMOHHUSI TOSBISIIOTCS B KieTkax pacteHuid. [lomumo sToro, aMMoHHIA
oOpa3yercs mpu MeTabOJIM3Me aMHUHOKUCIIOT, a30THCTBIX OCHOBAaHUM U JIPYrUx COEIWHEHUH, a
TaKkKe B XOJe Kackaaa (hepMEHTATUBHBIX PEaKIuii, U3BECTHOTO Kak (oroabixanue [Betti u ap.,
2016]. menHo B pesyibrare (GOTOABIXaHHS B KIETKaX PACTCHH TMOSBISICTCS HAWOOIbIICe
KOJIMYECTBO aMMOHMUSI; TIPU (POTOABIXAHMHU MOXKET BBIACIATHCS JI0 IECATH pa3 00JbIlle aMMOHUS,
YeM PacTeHHUs] MOTYT MOJYYHTh B XOJI€ BCAChIBaHHS aMMOHUS M HUTPATOB KopHsimu [Keys u mp.,
1978]. Takum 06pa3om, XOTs HOTOABIXaHHE M HE IPHUBOIUT K (PHKCAIIUK HEOPraHMYECKOTO a30Ta
U3 MOYBBI WIIK aTMOC(EpBI, 3TOT MPOLIECC UTPAET BAXKHYIO POJIb B KPYTOBOPOTE a30TCOIEPKAILIUX
MOJIEKYJ B KIETKax pacTeHus. Meraboauueckuil MmyTh (OTOJBIXaHUS M COIYTCTBYIOLINE

MMPpOLECChbI CXCMATHYHO ITOKa3aHbl HA PUCYHKC 20.
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Puc. 20. Metabonudeckue mytu mukia KambBuHa, GOTOABIXaHUS U YCBOCHUS aMMOHUS
[Bauwe, Hagemann, Fernie, 2010]. 3-®I'A — 3-docdormunepansaerum, PI'JT — dochormurepar,
MTI'® — metunenterparuapodomnar, 2-OI" — 2-okcorayrapat, I'C — rmyramuHcunTasza, [OTAT —
riiyramarcuHTerasa. I[lpeacraBieHbl MeTaboMYecKue MyTH, aHHOTUPOBAHHBIE B 0a3e JaHHBIX
PlantCyc: (1) — mukn KansBuna-bencona; (2) — potoapixanue; (3) — MUK YCBOSHUSI aMMOHHS;

(4) — ycBoenune ammonus |l.

doTopIXaHre HEPA3PBIBHO CBsA3aHO ¢ nukiIoM KanbeuHa-bencona [Timm u np., 2016]. B
uukie KanbBuHa-beHcoHa, kak omucaHO BbIIIE, MPOUCXOAUT YCBOECHHUE HEOPraHU4EeCKOIrO
yriaepoaa 3a cu€r aevicteus pepmenta PBOK. Onnako, 3ToT hepMeHT criocoOeH KaTaanu3upoBarh
HE TOJBKO KapOoKcuimupoBaHue pudynoso-1,5-Oucdocdara, HO M €ro OKCUTEHUPOBAHUE, B
pesynbTare yero oopasyrorcs 3-¢ocdo-D-rmumepar u 2-pocdormukonaar [Hagemann, Bauwe,
2016]. Ecu mepBoe 13 3TUX JIBYX COCAMHCHMH Jajice CHOBA UCIOJb3yeTcs B nukie KambBrHa-
Bencona, To BTOopoe MeTaboHM3upyeTcss UMEHHO B Xxoje ¢ortoapixanus [Peterhansel, Maurino,
2011]. B kayecTBe MOOOYHBIX MPOAYKTOB MPH (POTOABIXAaHHH BBIJIEIISIOTCS MIEPOKCUI BOJOPO/IA,
KOTOPBII 3aTeM MeTabOIM3UpYyeTCsl KaTajaa3zaMu, YIIIeKUCIbIi ra3 u amMmoHuil [Peterhansel u jp.,

2010].
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Huxn KanbBuna-bencona, kak yxe OBUIO CKa3aHO BBIIIE, TECHO CONPSKEH C
dotocunTe30M. Clie1oBaTEILHO, B OTCYTCTBHE XJIOPOQHILIA U IPU HEBO3MOKHOCTH (DOTOCHHTE3A,
peakiuu nukia KansBuHa-beHcOHA Takke OCTaHABIMBAIOTCS, @ BMECTE C HUMU U (DOTOIBIXaHHE
[Timm u np., 2016]. B 3TOM ciy4ae orpoOMHOE KOJIMYECTBO aMMOHHSI, KOTOPBIE BBIICISICTCS TIPU
(GOTOIBIXaHUH, HE TMOCTYMAEeT B KJICTKH. DTUM OOBSICHICTCS TMOHIKEHUE SKCIPECCHH TCHOB,
BXOJIAIIUX B META0OJTMYECKHE TIyTH YCBOCHHS aMMOHHS, KOTOPOE HAOJI0IaeTCsl B IAHHOM paboTe.

UTto kacaeTcst MeTabOJIUIECKOTO MyTH «CHHTE3 aJICHO3MHOBBIX HYKJICOTH]IOBY, CYMTACTCS,
9TO ITOT METabOJIMYECKUI MyTh Y pacTeHUil Jiokanu3oBaH B ruactuaax [Witte, Herde, 2020].
ANCHWH WCIOJNB3YyeTC B OTPOMHOM KOJHMYECTBE PA3IMYHBIX META0OJMYSCKUX PEaKIuit
[Haferkamp, Fernie, Neuhaus, 2011], Ho kpome TOTO, IyTh OHOCHHTE3a ITOTO HYKJICOTH 1A CITY)KUT
JUTS YTHITM3AIllid aMMOHHMS B KileTkax pactenuit [Smith, Atkins, 2002]. Kak yxe Obl10 cka3aHo
paHee, B KJIeTKax suMeHs JuHuU 1:BWAIM, yrunusanuss aMMOHHS B IEJIOM IIOJaBJCHA IO
CpaBHEHHIO ¢ staMeHEM copta Bowman. [To-BuauMomMy, IMEHHO 3THM O0O0BSICHICTCS HaOIr01aeMoe
MOHIKEHNE KCIIPECCUU TEHOB, BXOMSIIMX B ATOT METa0OJMYECKUU MyTh, B JIEMME PacTCHHM
NAHHOW JTVHUU.

Tpetbst Tpynma MeTaOOJUYECKUX TYTEH CBSI3aHHA C TMPOIIECCOM a’dpPOOHOTO IBIXaHHUS:
«a’poOHOe napixaHue |», Ha3pIBaeMOE TaKKe «IUTOXPOMHBIA IyTh a’3pOOHOTO ABIXaHUS» W
«a’podHnoe nprxanue |11», Ha3pIBaeMoe TakkKe «alTbTePHATUBHBIN OKCHIATHBHBIHN ITyTh a3pOOHOTO
npIxanusy. Kak Mbl ganee yBUAMM, ¢ STHMUA METa0OJIUYECKUMU MYTSIMH TECHO CBSI3aH €I OJTMH
3HauuMo  oboraméuubii  JIDIT  merabonmuueckuit  myTh,  «pocopunmupoBaHuE WU
nedochopunupoanrie NAD/NADH».

AspoOHOE AbIXaHHE Yy DYKapuoT MpoucxoauT B MutoxoHapusx [Osellame, Blacker,
Duchen, 2012]. MuTOXOHApHH, KaK U IUIACTH/IbI, SIBJISIOTCS MOJYaBTOHOMHBIMHU OpPTraHOUIAMH,
HMMEIOLIUMU CBOM I'€HOM U OKPYKEHHBIMU JBOWHOM MemOpanoi [McCarron u np., 2013]. B xone
a’pOOHOTO JBIXaHUs BHICOKOIHEPTETHUECKHUE AIIEKTPOHBI U3 MOJEKYN YOMXHWHOMA, CYKI[MHATA U
NADH niepeHOCSTCS 10 TaK Ha3bIBAEMOM JbIXaTeIbHOMU IIETIH, OJHOBPEMEHHO C YeM MTPOUCXOIUT
MEePeHOC TMPOTOHOB U3 MaTpUKca B  MEXKMEMOpaHHOE TMPOCTPAHCTBO MHTOXOHIPUN
depmentaruBubiMu KoMiuiekcamu |, 111 u IV [Schertl, Braun, 2014]. ®epMeHTaTHBHBII KOMILIEKC
Il HE mepeHOCHUT MPOTOHBI Uepe3 BHYTPEHHIO MeMOpaHy, HO CHHTE3UPYET YOUXUHOI, KOTOPBIN
3areM ucnojb3yercs komruiekcom 1 [Huang, Millar, 2013]. B pe3ynbraTe co3maércst IpOTOHHBIH

rpaAuUCHT MCXKIY MAaTpuKCOM MU Me)KMeM6paHHLIM MMpOCTPAHCTBOM MHTOXOHﬂpHﬁ. 3arem
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MIPOTOHBI JBMKYTCS TIO TPAJMEHTY KOHIICHTpALUU Yepe3 MeMOpaHHbIN KaHal (epmenta ATO-
CHHTa3bl, KOTOpAsi HCIOJIb3YET MOJYYCHHYIO OT MPOTOHOB PHEPTUI0 i (HOoCHOopUINpOBaHUS
AJI® [Braun, 2020]. Takum oOpa3om, 3HEprus, 3amacéHHas B JJIEKTPOHAX, COJCPIKAIIUXCS B
NADH u B cykuuHarte, B KOHEUHOM utore nepeBoautcs B sHepruto AT®. 3tot nporecc Taxxke
HA3bIBACTCS] IUTOXPOMHBIM JIBIXaHHWEM, TaK KaK OJHUM U3 MPOMEKYTOUYHBIX COCTUHECHUH B LETH
MepeHoca AIEKTPOHOB sABJsieTcs iurToxpom ¢ [Siedow, Umbach, 2000].

OyYHKIIMY MATOXOHAPUN U TIIACTUJT Y PACTEHUM TECHO KOOPAMHUPOBAHBI APYT C IPYroM
[Toshoji u ap., 2012]. B yacTHOCTH, M3BECTHA KOOPJIMHAIUS MMEHHO TaKHUX MPOIECCOB, KaK
dotocunTe3 U adpodHoe apixanue [Yoshida, Terashima, Noguchi, 2007]. Onnako, y pacTeHwiA,
MOMHUMO ITUTOXPOMHOTO a’pOOHOTO JIBIXaHWS, CYIIECTBYET TaK Ha3bIBAEMBIH albTEPHATUBHBIN
OKCHIATHUBHBIH MyTh a3poOHoTO npixanus [Siedow, Umbach, 2000]. DToT myTh TakKe UCTIOIB3YeT
sHepruto, 3anacéHHyo B NADH, u nepesenéunyio 3arem B ¢popMy yOUXHHOJIA, HO HE CO3AAET
MeXMeMOpaHHBI TNPOTOHHBIA TrpaaueHT. HampoTuB, 3TOT mpoliecc MEPEHOCUT 3NEKTPOHBI
HAMPsAMYI0 B MOJIEKYJISIPHBIN KHCIIOPOJI, YTO IMpPEphIBACT abIxareibHyro merb [Schertl, Braun,
2014]. D10 mpOUCXOAUT 3a CUET IeHCTBHS epMEHTa, M3BECTHOTO KaK albTepHATHBHAS OKCHIa3a,
AOX [Siedow, Umbach, 2000]. Dtot epMeHT 0OHAPYKEH Y BCEX N3BECTHBIX PACTCHHIA, @ TAKXKE
Yy HEKOTOPBIX TPHOOB U Y 0Y€Hb HEOOJIBIIIOT0 KOJIMYECTBA )KUBOTHRIX [Matus-Ortega u ap., 2011].

B 6a3e nanubix PlantCyc, kotopas Obliia HCHOJIb30BaHA /IS ONPEACICHHUS y4acTUsI TEHOB
STIMEHS B METa0OJIMYECKUX MYTAX, IYTH HUTOXPOMHOTO a3pOOHOT0 JbIXaHUS U alIbTEPHATUBHOTO
OKCHUJIATUBHOTO a3poOHOTO JbixaHus conepkar 242 u 184 rena, cootBeTcTBeHHO. [Ipn 3TOM, B
MyTU aJbTEPHATUBHOTO OKCHJIATUBHOTO JbIXaHUS MPHUBEAEHBI HE TOJBKO T'€HBI, KOIUPYIOIIHE
HEMOCPEJCTBEHHO allbTEPHATUBHYIO OKCHIa3y, HO W TeHbl, KOAUpYIOUIe (epMeHTaTUBHbBIC
komriekcel | u |l w3 memm mepeHoca SIEKTPOHOB, KOTOPbIE CHUHTE3UPYIOT YOMXUHOII,
UCIOJIb3YeMbId B KauecTBE CyOcTpaTa albTepHATUBHOW OKcHAa3oi. DepMeHTaTUBHBIC

KOMIIJICKCEI B MeM6paHe MI/ITOXOHI[pI/Iﬁ U NEPCHOC IJICKTPOHOB IMOKa3aHbl HAa PUCYHKEC 21.
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Puc. 21. emnb repeHoca JJIEKTPOHOB B MHUTOXOHJIPUAX
[https://pmn.plantcyc.org/BARLEY/]. V — youxunon, 11 — nutoxpom, AOKC — ajgbTepHaTHBHAS
okcumasza, |-V — depmentatuBable komiuiekchl |-V cootBeTcTBeHHO. BhImeneHbI
aHHOTUpOBaHHbIE B 0a3ze manHbIX PlantCyc metabonmueckue nytu: AJll — AspobHoe npixanue |,
ALl — Aspobuoe nmpixanme lll. s aTux MerabosMueckux MyTed MPUBEICHO KOJUYECTBO

yuacTBytomux B HuX JI9I" oTHOcHUTEIHHO 00IIero KoJu4ecTBa y4aCTBYIOIIUX T'€HOB.

B nanHOM mccienoBaHuM HAOIIOJACTCS TOHWKEHHUE SKCIPECCUH 38 T€HOB, BXOJIAINX B
MyTh aJlbTEPHATUBHOIO OKCHUIATHBHOIO JbIXxaHWs. Bce 3TH TeHbl Takke BXOAAT B IYTh
uuTOXpoMHOTO AbixaHus. [Tomumo stux 38 JI9I, emi€ 11 reHoB, BXOAAIIMX B ITyTh IUTOXPOMHOTO
JIBIXaHUSI, TOHWKAIOT CBOIO IKCIPECCHUIO, B TOM YKCe | TeH, JOKAJIM30BaHHbII B TeHOME TUTaCTU/.

Merabonuueckuii myth «hochopunupoanue u aedocodpopunuposanrne NAD/NADH»,
npuBeEHHbIN B 0a3e maHHbix PlantCyc, oTkyna ObUTH B3STHI JaHHBIC 00 YYaCTHH T€HOB SYMEHS
B METa0OJIMYECKUX MPOIeccax, BKIOYAET B ce0s1 HECKOJIBbKO peakuuit st (ochopuiupoBaHust U
nedochopmmpoBanus otaeabHo NAD u otnensHo NADH. O1H 1Be yacTu MeTaboIMuecKoro
IyTH CBsA3aHbl poreccoM B3auMHoro npespatienuss NAD u NADH. benku, yuacTByromnye B 3TUX
B3aUMHBIX MPEBPAILIEHUSNX, COBMANAIOT C OENKaMH, COCTABIAIOIIMMU Komruieke | u3 1enu
MepeHoca EKTPOHOB B a3POOHOM JIbIXaHUH.

B nmannoii paboTe HaOmrogaeTcsl MOHMWKEHHE IKCIpeccuu 38 TeHOB, BXOMANIUX B MYTh
«pochopumuposanue u nedocopopumuporanue NAD/NADH». Drot crimcok JI3I" nonmHOCTBIO
coBnagaer co cnuckoM JIOI7, Bxoasmmx B myTh «a’poOHoe abixanue l1». Bee atu DT Takxke

BXOOAT B IIYTb <<33p06H06 JABIXaHHEC I». Takum O6p330M, (pYHKI_[I/IOHaJ'IBHaH CB3b
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dochopunuposanus u aedocodopunrposanne NAD/NADH ¢ uccienyeMbiM GeHOTHITHYSCKIM
MPOSIBIICHUEM  OOBSCHSAETCS YACTHYHBIM TIEPEKPHIBAHUEM TC€HOB, BXOJAINIUX B  OTOT
MeTa0OJIMYEeCKUH yTh, C T€HAMH a3pOOHOTO JABIXaHHs Y PACTCHHIA.

JuddepeHnnanbHOW SKCIIPECCHH T'€HOB, KOIUPYIOMIUX aIbTEPHATHBHYIO OKCHIA3y,
(dbepMmeHT, crienuUIHBIN 71 AIbTEPHATHBHOTO OKCUIATUBHOTO JIBIXaHWS, HE HAOIIOaeTCsl. DTO
COTJIACyeTCs C UMEIOIIMMHUCS TAHHBIMU, TAKUMU, KaK COOOIIIEHUE, YTO B OCJIBIX CEKTOPaX JIUCTHEB
mytanToB Arabidopsis e mosbimmaeTcst cogaepxkanus Oenka AOX, B To BpeMst Kak B 3€/IEHBIX
CEKTOpax JINCThEB 3TOTO MYTaHTa, CTPAJAIOINX OT (POTOOKCUIATUBHOTO CTpECCa, CYIIECTBEHHO
MOBBIIIAETCs conepkanue atoro Oenka [Yoshida, Terashima, Noguchi, 2007].

I'eHbl ¢ TOBBIMICHHOW OJKcrpeccuedd B JuHHKM stamens 1:BWAIM yuactByior B 15
MeTa0O0JIMYECKHUX ITYTAX; OJHAKO, HU JJI OJTHOTO U3 3TUX IyTel oboramenue J[3I" He okazanoch
CTATUCTUYECKH 3HAYUMBIM. UeThIpe TEpMUHA T€HHOW OHTOJIOTUH OKA3aJIUCh 3HAYMMO 00O0TaIEeHBI
ISl TEHOB C TMOBBIIIEHHOW dKcnpeccredl y uaun i:BWAIM. Tpu U3 3THX TEpMUHOB CBSI3aHBI C
peakuei Ha CTpecc, YeTBEPTHIA TEPMUH — IPOTEOJIN3.

JleranbHO OBUTH PAacCMOTPEHBI T'eHBI, JIOKaNIW30BaHHBIC B paiione Alm. Panee ObLio
MOKa3aHO, YTO JECSTh JIMHUN SYMEHS, JEMOHCTPUPYIOIINX (PEHOTHUII, MPUCYIIUN HCCIeTyeMOn
nuann i:BWAIM, umerot pasianunsie myranuu B Teie HORVU3Hr1G032440, tokain30BaHHOM B
paitone Alm [Taketa u ap., 2021]. DTOT reH KoaupyeT TpaHCKPUIIMOHHBIH (hakTop Golden-like2,
CBSI3aHHBIA B Pa3BUTHH XJIOPOILIACTOB B Iiofax pactenuii [Nguyen u ap., 2014]. D10 nemaer
JIAHHBIN TeH MEePCIEeKTUBHBIM KaHIMIaTOM Ha poJib TeHa Alm. B Hactosiei padote, 0HaKO, HE
HAOJIF01AETCSl M3MEHEHHUS SKCIIPECCHH ATOTO TeHa MekAy smHuer i:BWAIM u coprom Bowman.
Takum 00pa3oM, JaHHBIX I MOAKpeIUieHus rumote3bl Taketa u coaBropos [2021], uro ren
HORVU3Hr1G032440 ssisercs resom Alm, HegocratodHo.

W3 cemu onpenenéHHbIX B HAaCTOsIIEH pabore JIDI', Jokanu30BaHHBIX B paiione Alm, oaux
MOBBIIIAET JKcrpeccuto B auHuHM I:BWAIM mo cpaBHenuio ¢ coprom Bowman. Dto ren
HORVU3Hr1G034230, kogupyrouuit 40S pudocomubiii 6enok. Y pacTeHui, Kak U y Jpyrux
AYKapuOT, MPEICTaBICHbI KaK IUToIuIasmMaTruueckue 90S pubocoMsbl, TaK U MUTOXOHIpHATIEHBIC
70S pubocomBl; HO B OTJIHYME OT APYrHUX OSYKAPHOT, y PAaCTEHUIl MpPEICTaBICHBI TaKkKe
macTuaHbie prdocomMel [Romani u ap., 2012]. Onucanbsl MyTaHTBI IO TeHaM OETTKOB TUIACTH/IHBIX
prOOCOM, OTIHYAIOIINECS TOJHBIM WM YaCTHYHBIM aibOm3umHMOM [Saez-Vasquez, Delseny,

2019; Zhou u ap., 2021], B Tom uncne, netanbhbie [Lee u ap., 2019]. B nannom cinydae, oqHaxo,
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HaOIroaeTcsl M3MEHEHHE OKCIPECCHH TeHa, KOJMPYIOIIEro OelloK, BXOAALINH B COCTaB
sykapuotuueckoit 90S pubocomsl. I'eHbl, Koaupyrone OelKU HUTOIUIa3MAaTHIECKUX prOocoMm,
npe/CTaBlIeHbl  ceMmeiicTBamu — mapanoroB  [Martinez-Seidel wu  nmp., 2020], xoTopkie
OKCTIPECCUPYIOTCS M YYaCTBYIOT B COCTaBJICHHH PHOOCOM B OpraHo- M TKaHeCHenu()UIHOM
narrepae [Hummel u np., 2015]. Takxe, pa3Hble napaioru TEX WIA HHBIX pPHOOCOMHBIX T'€HOB I10-
pasHOMY 3KCIIPECCUPYIOTCs B yeioBusx crpeccoB [Eskelin u ap., 2019]. [To-BuaumMomy, UMEHHO
ITUM OOBSICHSCTCS MOBBIIICHUE IKCIIPECCHH TAHHOTO reHa B Tuauu 1:BWAIM. OHako, HACKOIBKO
aBTOpPaM H3BECTHO, JI0 CHX IOP HE OBIJIO OMMCAHO MOBBILIEHUS IKCIPECCUU T€HOB, KOAUPYIOIINX
OEJIKH ITUTOIIa3MAaTHYECKUX pUOOCOM, NMPU YACTUYHOM alTbOMHU3ME PACTCHHUSL.

PaccMoTprM TmOpoOHEe T'eHbI, JIOKaJIM30BaHHbIE B paiioHe AlM u moHmkaromme
skcnpeccuto B auauA i:BWAIM (Cum. Tadm. 10). F'ewn HORVU3Hr1G034100, koaupyroruii 6e10K
W3 CymepceMercTBa KyNMUH-JIOMEHHBIX OCJIKOB, MOHMKAET JKCIpEecCcHio mpuMepHo B 1,8 pas.
Kynuns! — cemeicTBO 0€NKOB, XapaKTEpU3YIOMIMXCS HATMUYMEM KOHCEPBATUBHOIO PB-IIMIIMHIpPA B
tpetnunoit crpykrype [Dunwell, Purvis, Khuri, 2004]. Dto ceMelCcTBO OTIMYAETCS OTPOMHBIM
pasnoo6paszuem dynkiuit [Dunwell, Purvis, Khuri, 2004]. B uucie stux GyHKIHi — 3amacaoras,
MpUCYIas KylmMHaM, BCTpeYaronuMcs B ceMeHax pactenuii [ Dunwell u ap., 2001], HekoTopbie U3
KOTOPBIX CITOCOOHBI CBSI3BIBATH MOJICKYITBI onurocaxapuaos [Uberto, Moomaw, 2013]. B uemowm,
JUIS 9TOTO T€Ha HAOII0JaeTcs IOCTaTOYHO c1aboe MOHUKEHUE YPOBHEH IKCIPECCUU, U 3HAUCHUE
CTaTUCTUYECKOM JOCTOBEPHOCTH U3MEHEHHSI FKCIIpeccuu 0113Ko k moporosomy (0,024), mosTomy
CBSI3b JIAaHHOTO I'€Ha C U3y4aeMbIM IPOIECCOM HE OYEBH/IHA.

I'enst HORVU3Hr1G034070 1 HORVU3Hr1G034060, komupyromue ructoust H2A u
H2B, mnonmxkawt skcrnpeccuto B 50 u 68 pa3, COOTBETCTBEHHO. 3HAYEHUS KPUTEPHUS
noctoBepHoctd p paBubl 0,0016 u 0,0013, cooTBeTCTBEHHO. ['MCTOHBI CUMTAIOTCS OJHUMHU U3
CaMbIX CTaOUJILHBIX OEIKOB, KOTOPHIE PEAKO YTUIU3UPYIOTCS KIETKOM; CHHTE3 HOBBIX THCTOHOB
MIPOUCXOJUT B OCHOBHOM B S-(paze kierouHoro 1ukia [Lyons u np., 2016]. OnHako, TeHBI,
KOJUPYIOIIKe Kaxablil u3 TumnoB ructonoB (H2A, H2B, H3 u H4), npencrasnens! cemeiicTBaMu
napasoros [Jiang u ap., 2020]. HecmoTpst Ha To, 4TO 3TH Hapajory BHICOKOTOMOJIOTUYHBI, METO/IbI
RNA-seq MoryT paznuuaTh UX MKy co00i U onpenensTh YpOBHH 3KCIIPECCUU ISl OTACIbHBIX
KOHKDETHBIX TI'€HOB, KOAMpyrWuX TUcTOHBl [Iwaya u gap., 2013]. Ilapanoru pazmugarorcs
MaTTepHAMU DJKCIPECCHMH B Pa3HBIX TKaHAX, OpraHax W/WIM Ha Pa3HBIX CTaJAUSX Pa3BUTHUA

[Kawashima u ap., 2015]. Dkcnpeccust arunuunoro ructona H3.15 y A. thaliana crumymnupyer
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pazButue kKamtyca [Yan u ap., 2020]. Bcé 3TO mo3BOJSIOT MPEANON0XKHUTb, YTO M3MEHEHUE
OKCIPECCUH THUCTOHOB OOBSICHSETCS CTPECCOBBIMU YCIOBUSMH, B KOTOPBIX HAaXOAATCS KIIETKH
aeMMbl  pacteHuid JmHuH 1:BWAIM wu3-3a wHecrmocobnoctn (oTtocuHTe3npoBath. OaHAKO,
HACKOJIbKO aBTOpaM HM3BECTHO, JI0 CHX IMOp HE ObUIO MOKAa3aHO CBSI3M W3MEHEHHS IKCIPECCHUU
T'CHOB TUCTOHOB M ()OPMHUPOBAHUS ATLOMHOCHOTO (DEHOTHUIIA Y PACTECHHIA.

I'ee HORVU3Hr1G031940 kommpyer mporeasy, JOKAJIM30BAHHYI0 Ha BHYTPCHHEH
MeMOpaHe MUTOXOHIpPHUIl. DKCIPeccHs ITOTO r'eHa ToHrkaercs B tuHuU 1:BWAIM B 396 pa3 ¢
nocToBepHOCTRIO  1,27-102%,  TIpoTeassl, JOKalM30BaHHBIE HAa BHYTPEHHMX MeMOpaHAxX
MUTOXOHAPHUH, OTHICTUISIOT CUTHAJIbHBIE TMENTHIB OT OEJKOB, TpPAaHCIOPTUPYEMBIX B
MUTOXOHIpUH u3 muToria3mel [Horvath u ap., 2015]. Tlo HEKOTOPHIM OlLIEHKaM, 10 TPEX THICTY
pa3HbIX OCITKOB MMIIOPTHPYIOTCS B MUTOXOHIpUM M3 IuToruiasmbl [Meyer, Letts, Maldonado,
2022]. Hapymienne GYHKIUH MHTOXOHAPUAIBHBIX IMENTHIA3, OTIIEIUISIONMX CHTHAIbHBIC
MENTHAbI, MOXKET MPUBOJIUTH KIETKY K cTpeccoBoMy cocTostHuto [Horvath u nip., 2015; Horvath u
ap., 2015]. Kak yxe Obu10 ckazaHo, (GYHKITMA MUTOXOHAPUN U (PYHKITMH IJIACTU] B PACTUTEIHHON
KJIETKE TECHO CBS3aHbI, CJIE€IOBATENIbHO, CHIYKEHHE IKCIPECCUU ITOTO T'€HAa MOXKHO OOBSICHUTH
0oOLIUM MOHUKEHUEM TPAHCIIOPTa OETKOB U3 LUTOIIIa3Mbl B MUTOXOHIPHUH.

I'em HORVU3Hr1G034640 xoaupyeT TpaHCKPHUMITMOHHBIA (akTop H3 cemencTBa
Myb/Myc. DToT reH moHmkaer 3kcrnpeccuio B nuHuH I:BWAIM B 3,8 pa3 ¢ 10CTOBEpHOCTHIO
2,02:103. dusnonornueckue MPOLECCH, peryaupyemble TAd 93Toro cemeicrBa, MOMKHO
MOJPa3ACIUTh Ha YeThIpe Tpynmbl: (1) IEepBUYHBIA M BTOPUYHBIA MeTab0aM3M; (2) KiIeTouHas
nposmdepanus u uneHtudukanus; (3) passutue; (4) OTBETH Ha OMOTHYECKHE M aOMOTHYCCKUE
(bakTopsl okpyxkaromieir cpenasl [Dubos u ap., 2010]. Kak BumHO, 3T0 0O4€Hb IIUPOKHUMA CHEKTP
cambIX pazHooOpas3HbIX mporeccoB. Onucano He meHee 150 T® storo cemeiictBa y puca Oryza
sativa L. u oxoso 200 y apabugoncuc [Katiyar u ap., 2012]. B naHHOM citydae MOKHO OOBSCHUTH
MU3MEHEHHE JKCIIPECCHU 3TOr0 I'eHa OTBETOM Ha CTPecC, KOTOPBIA pacteHust auHuH i:BWAIM
UCTBITBIBAIOT B CBSI3M C OTCYTCTBMEM XJopoduiia B OpraHax, B HOpPME CIOCOOHBIX K
dortocunresy. Oanako, usBectHo, uto Td Golden2-like conepsxut MYB-JIHK cBs3biBarormii
noMeH [Zhao u ap., 2021]. Otor Td KOHTpoiUpyeT pa3BUTHE XJIOPOIUIACTOB U CHHTE3
xJopoduiuia B 3eNEHBIX opraHax pactenuii [Safi u ap., 2017], npudém y 1BYI0IbHBIX pacTeHHUH
3TOT I'€H UMEET TKAHEBYIO CHEIM(PUUHOCTh, U IKCHPECCHPYETCS MPEUMYILIECTBEHHO B IUIOJAX

[Nguyen u 11p., 2014]. 1 x0Ts TkaHeBas cneM(PUIHOCT PabOTHI ATOTO I'eHa, HACKOJIBKO aBTOPamM
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M3BECTHO, HE ObLJIa paHee MoKa3aHa /sl OJHOI0JIBHBIX PACTEHHH, 3TO JeNIaeT POJib JAHHOTO reHa
B pa3sBUTUU YAaCTUYHO albOMHOCHOTO (eHoTMNA y pacteHuit ymHuu I:BWAIM uHTepecHoi u
3acIyKUBaKOLEH AajabHelIIero 6oJee NogpoOHOro N3y4eHusl.

Hakonen, rten  HORVU3Hr1G032490 kommpyer  riroko3a-6-docdar/docrdar
TPAHCIOKATOP-TIOAOOHBIN OeNOK. DTOT T'€H MOHIKAET CBOIO DKCIpeccuio B 3,75 pa3 B KIETKax
neMMBI pacTeHnit TuaEH i:BWAIM ¢ moctoBepHOCTBIO P = 7,25-10720. T'moko3a-6-pocdar/docdar
TPAHCIOKATOpP TEPEHOCUT MOJEKYINy TIoKo3a-6-¢pocdar W3 HUTOIIIA3MBI B IIIACTHUABI C
OJITHOBPEMEHHBIM TPAHCIIOPTOM HOHa ¢ocdaTa u3 miactun B ruromasmy [Fligge u ap., 2003].
DTOT OENOK B KJIETKAaX pacTeHHH JIOKAIN30BaH Ha MeMOpanax miactua [Fligge u ap., 2011], Ho
MOSIBJISIIOTCS. COOOIIEHHS O BO3MOXKHOM BTOPHMYHOM JIOKaNM3alMM 3TOro Oenka Ha MeMOpaHe
nepokcucoM [Baune u np., 2020]. Hapymenue skcnpeccuu 3TOoro reHa y apabu1oncuc 3aMejsieT
mpopacTaHue ceMsSH W CHHTe3 Xjopoduuia B ceMsmoiiax Ha ceery [Dyson, Webster, Johnson,
2014]. Bo B3pOCIBIX PAaCTEHUSIX IKCIPECCUs] HAOJIFOMACTCS B OCHOBHOM B HE-3€JEHBIX YaCTSIX
pacrenwuii [Facchinelli, Weber, 2011], B oco6enHOCTH B KJIeTKaX 3amacaromux Tkanei [Wu, Wang,
Zhang, 2021], HO pe3KO MOBBIIIAETCS SKCIPECCUS B JINCThAX MPU MOBBIIIEHUH HHTCHCHBHOCTH
ocsenieHus [Fabianska, Bucher, Héusler, 2019]. IIpeanosaraercs, 94To COOTHOIIIEHUE CaxapoB U
¢dochaToB B mimacTugax W IUTO30JIM MPH ITOM KOHTPOJIUPYET MHTEHCHUBHOCTH (POTOCHHTE3a
[Weise u np., 2019].

W3 Bcero nmepeynciieHHOro BUTHO, YTO POJIb STOTO I'eHA B Pa3BUTUHU PACTECHHH U, BEPOSITHO,
MeXaHM3MaxX OTBETa Ha (aKTOPbl BHEIIHEH cpenbl, 1O KOHIIA HE SICHA. OJTOT TeH KaXeTcs
BO3MOXKHBIM KaHIUIATOM Ha pojib reHa Alm, HO menaTh BBIBOJBI O €ro poJjid B (DOPMHUPOBAHUU

YaCTHYHO aJIbOMHOCHOTO q)eHOTI/IHa Ha JaHHBIM MOMEHT 3aTPYAHUTECIIBHO.

4.2.2 Ananu3 de NOVO peKOHCTPYMPOBAHHOI0 TPAHCKPHUIITOMA

Bbina mpoBeieHa peKOHCTPYKIMS TpaHckpunrtoMa nuauid i:BWAIM u Bowman de novo,
JUIS 4ero OBLTH MCTIOJIb30BaHbl HECKOJIBKO MPOTPaMM-COOPIIUKOB, C TOMOIIBIO KOTOPBIX OBLIH
CO3/IaHbl MHIMBHIyaJbHbIC COOpKH (€ NOVO, U3 KOTOPBIX BIIOCIEJACTBHH ObLIa CKOMIIOHOBaHA
MeTa-cOopKa TpaHCKpUIITOMA. bBBUIO MOKa3aHO, YTO MO COBOKYIIHOCTH psa MapaMmeTpos,
XapaKTEepPU3YIOMINX TOJHOTY U KayecTBO COOpKU, MeTa-cOopkKa TPaHCKPUIITOMA OMEPeKaeT
WHIUBUAyaIbHBIE COOPKH, U3 KOTOPBIX OHA ObllIa COCTaBlIeHa. DTO HAOIIOJCHHE COTIacyeTcs ¢

BbICKAa3aHHBIMH paHCC Ha6J'IIOI[CHI/I$IMI/I O TIOBBINICHUH Ka4YCCTBA PCKOHCTPYHUPOBAHHOI'O
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TPAHCKPHUIITOMAa MPU UCIOJIBb30BAHUM HECKOJBKUX MPOrpaMM-COOpIIMKOB M JalibHEHIIei
KOMIIOHOBKH pE3yJIbTaTOB HX paboThl B oaHy o0myto cbopky [Cerveau, Jackson, 2016;
Evangelistella u mp., 2017].

[Mpu ananu3e peKOHCTPYHPOBAHHOTO O€ NOVO TPaHCKpUNTOMA ObUIM OOHAPYKEHBI ISTh
HOBBIX KOHTUTOB, MMEIOMIMX 3HAYNMYIO IU(QepeHInaIbHyl0 3Kcrpeccuto. J[Ba W3 Hux —
DN20386 u DN16917 — uMeroT JIydIllyr0 TOMOJIOTHIO K PACTUTEIbHBIM MOCIEI0BATEIBHOCTIM
XP _044969885.1 u KAF6992501.1, cooTBETCTBEHHO, ONMMCAHHBIM KaK HEOXapaKTepU30BaHHBIN
oenmok H. vulgare wu runorermueckmit Oemox T. aestivum. Cpeau (GYHKIHOHAIBHO
OXapaKTePU30BaHHBIX TIOCIEOBATEIHFHOCTEH STH KOHTUTH HMMEIOT JIYYIIylI0 TOMOJIOTHIO K
TTLL7-nomo6Ho# TyOynuH monmriyrammnaze Acanthaster planci u N-anerunrpancdepase
cemetictea GNAT Planobispora takensis, cootBerctBeHHO. OIHAKO, yPOBEHB TOMOJIOTHH C STUMH
nocie0BaTeIbHOCTAM TocTatouHo HI30K (E = 7,98 u 4,38). P. takensis — rpam-nonoxuTtenbHas
oakrepus, A. planci — TepHOBBIi BeHell, UTIoKoKee cemeiicTBa Acanthasteridae Sladen. [liis atux
MOCJIEI0BATENILHOCTEH HE OBLIO OOHAPYKEHO HM3BECTHBIX OCIKOBBIX AOMEHOB. Koaumpyromiumit
MOTEHIMAJT 3TUX KOHTHUTOB OLIEHEH KaK JIOCTATOYHO HU3KHA. B CBETE BCEro mepedrcieHHOTO
BHJIHO, YTO Ha JJAHHBIA MOMEHT (PYHKIIMOHAJIHHO OXapaKTEPU30BaTh JIBA JaHHBIX TPAHCKPUTITA U
BBICKa3aTh MPEIOJI0KECHUS 00 WX PO B (OPMHUPOBAHWUHU HM3ydaeMoro ()eHOTHNA SUMEHS He
MpeCTaBIseTCs BO3MOXKHBIM. bojiee Toro, Heib3sl yTBEpK/IaTh HABEPHSIKA, SIBISIOTCS JIU TAHHBIC
KOHTUTH TPAHCKPUIITAMHU ['CHOB STUMEHSI, KOHTAMUHAHTAMU WK ke apTedakramu de NOVo coopku
TpaHckpunToma. Jljisi OTBETa Ha 3TOT BONPOC HEOOXOJMMa HE3aBHCHUMAs SKCIEPUMEHTAIbHAsS
MPOBEPKA C MOMOIIBIO TIOJIMMEPA3HOH IEMHON PEaKIMU WM WHBIX MOJICKYISIPHO-TEHETUYCCKUX
METO/IOB.

AMUHOKUCIOTHBIA MNpPOXyKT npyroro koHtura, GG 19862, umeer romomnorutro Kk
cepuH/TpeoHHHOBOW KuHa3ze OeiakoB RHS3 A. tauschii, 3maka, oTHOCSIIEroCs, Kak U SIUMEHb, K
tpube Triticeae. B HEM Tawke OOHapyXeH KaTaJUTHYCCKUH JOMEH NPOTCHHKHHA3BI. ITO
yKa3bIBa€T, YTO, IMO-BUIMMOMY, JAaHHBIM KOHTHT SIBIISIETCS TPAHCKPUIITOM T'EHAa SYMEHS,
KOJMPYIOIIET0  NpoTeMHKUHa3y. IIpoTenHkMHa3pl —  (EepMEHTBHI,  KaTaJu3UpYIOLIUe
npucoenmHeHne QochaTHONH Tpymnmbl K MosieKylaM Oenka. Y pacTeHuil (u3Honoruyeckue
¢GyHKIMU 3TUX (EepMEHTOB OOBIYHO CBS3BIBAIOT C OTBETOM Ha pa3jM4HbIE BUJBI CTpECCa, TaKue
kak xosozoBoit [Guo, Liu, Chong, 2018], 3acyxoBsiii [Chen u ap., 2021], obunotuueckuii [Hake,

Romeis, 2019]. OnHako, NOSBISIOTCS TaKXkKe COOOIICHUS 00 y4acTHU MPOTEUHKUHA3 B PETYIIAIIUN
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kierouHoro 1ukia [Banerjee, Singh, Sinha, 2020] u perynsiuuun pa3mepa cemsiH y pactenuid [Li,
Xu, Li, 2019]. Buay Takoro MHOroo0Opasust (pyHKIIHIA 3TOT0 Ki1acca GepMEHTOB, CJI0XKHO JIENIaTh
BBIBO/IbI O KOHKPETHOH POJIHM JAHHOTO TeHa B (POPMHUPOBAHUHT YACTUYHO aJTbOMHOCHOTO (PEHOTHIIA
STYMEHSI.

Emé oguna xontur, DN4161, comepKUT OTKPHITYIO PaMKy CUHTHIBAHUS, KOIHPYIOUIYIO
AMUHOKHCIIOTHBIN MPpoayKT, romosoruanbii KH nomen-conepxkamiemy 6enxky PEPPER puca O.
sativa. Oonapyxennbiii B HéM PHK-cBs3piBaromuit jomen tumna | K-romonoros moarsepxaaet
MIPUHAVIEKHOCTh aMUHOKUCJIOTHOTO MPOJyKTa K ATOM rpynmne OenkoB. JJomMeH Takoro Ttuma
BIIEpBbIE ObLI ONKCAH B TETEPOreHHOM s/IepHOM puboHykieomnporente K yenoseka [Siomi u jp.,
1993], cnemyromue OTKphIThIC MOJO0OHBIE OeNKK cTaiu HaspiBaTh K-romonoramu, K-homologs,
KH. V XuBOTHBIX Takue OelKM y4yacTBYIOT B cTaOuiu3anuu TpaHcnopTHbix PHK, perymsuun
TPAHCKPUIIIMK ¥ TPAHCKPUMIITHOHHOM caityiencunre [Yan u ap., 2017]. V pacrennii ux QyHKmum
u3ydeHsl xyxe [Yan u ap., 2017]. B renome apabugorncuc ooHapyxeHo 30 reHOB, KOJUPYIOIINX
KH-6enku [Zhang u np., 2022], cpeay HUX BBIACISIOT CBS3aHHBIC C OTBETOM Ha TEIIJIOBOM CTPECC
[Guan u gp., 2013] u ¢ perymsamueit pasButus nserka [Rodriguez-Cazorla u ap., 2015]. B
gacTHoCTH, O6enok PEPPER, conepsxamuii Tpu KH-gomena [Ripoll u np., 2006], onocpenoBanHo
perynupyer BpeMs [IBETeHUs apabuI0TICHC, y4aCTBYsI B TPAHCKPUIILIMU U npotieccunre npe-MPHK
rena FIC, oqHOro M3 OCHOBHBIX peryiaTopoB Bpemenu mnperenus [Ripoll u ap., 2009]. TTomumo
3TOro, y HEKOTOPBIX MYTAaHTOB II0 TeHy PEepP Habmtojgaetcst OienHO-3eNEHBIN Me30(HILT TUCTa
[Ripoll u ap., 2006]. B nmanHoii pabore Obuia HACHTEHUIIMPOBAHA 3HAYMMAS DKCIPECCHUS
TPAHCKPHUIITA, KOJAUPYIOUIET0 aMUHOKHUCIOTHBIN MPOIYKT, TOMOJIOTUYHBINA 3TOMY T€HY, B JINHUU
i:BWAIM u oTcyrcTBHe ero skcmpeccuu B copre Bowman. Beé 310 mo3BossleT MpeanoioKuTh
y4acTHE 3TOTO TeHa B (GOPMUPOBAHUHU UCCIIETYeMOT0 (PeHOTUITUIECKOTO MPOSIBICHUSI.

Hakownen, Tpanckpunt DN2647 coaepKuT OTKPHITYIO PAMKY CYUTBHIBAHUS, KOJUPYIOIIYIO
AMHHOKHUCIIOTHBIM MPOJYKT, UMEIOIUI B CBOEM COCTaBE JIOMEH NMPOXUOWTHHA M TOMOJIOTHIO K
npoxubutuny S. pennellii. Koxupyromuii moTeHIman 3Toro TpaHCKPHIITa OLIEHEH KaK JOCTATOYHO
HEBBICOKHI; 0/IHAKO, Takas OLleHKa OCHOBaHa Ha JuyinHe OP®, 3aHMKEHHOH MO CpPaBHEHUIO C
pe3ynabTaTamMu, TOJydeHHbIMH ¢ Tomompto EvidentialGene. ITowck roMonoroB u J0MEHHOMU
CTPYKTYpBI e IMPOBOAWICA UMEHHO Ul HENTHUAHOTO MPOJYKTa, MOJYYEHHOTO C MOMOIIBIO
EvidentialGene. Takum 00pa3oM, MOXHO TPEANONOKUTH, YTO KOTUPYIOIIUI MOTEHIIAT 3TOTO

TPAaHCKPUIITA JOCTATOYHO BBICOK.
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Jlnst atoro Genka oOHapykeHa romosorus ¢ dao-5-monoousM 6ekom T. dicoccoides. Dao-
5 —dauer and aged animal overexpression, 6emox Caenorhabditis elegans, yaacTByroriuii B reHese
sapeimka [Korcekova u ap., 2012]. Myranter C. elegans mo stomy reHy UMErOT MOHMKESHHYIO
(bepTUIHLHOCTH ¥ HAPYIICHUS B Pa3BUTHH TIOJOBBIX opraHoB [Lee u ap., 2014]. OqHako, yauThIBas
HaIMYME JOMEHAa NPOXHOUTHHA B aAMHUHOKHCIOTHOM Tpoaykre TpaHckpunta DN2647,
IpeIcTaBiIsieTcst 00Jiee BEPOSATHBIM MPUHAICKHOCTh €T0 HIMEHHO K 3TOMY CEMEHCTBY OCITKOB.

Benku cemeiicTBa MPOXUOUTHHOB TOCTATOYHO KOHCEPBATUBHEI M IPUCYTCTBYIOT B KJIETKaX
BCceX JykapuoTtmueckux opranm3moB [Artal-Sanz, Tavernarakis, 2009]. Buyrpu KieToK
MPOXUOUTHHBI JIOKanu30BaHbl B muToxoHApusix [Krupinska u mp., 2020], roe oOpa3yroT
KOMIUTEKCHI U3 12-16 OenkoBbIx Mosiekyd. OpHaKo, €CTh COOOMICHHS] TakKe M O SIePHOM
JIOKamu3auu mpoxuoutuHoB [Morrow, Parton, 2005; Wang u np., 2002].

[IpoxnOUTHHBI y4aCTBYIOT B PETY/ISIUH KieTouHoro nukia [Nuell u np., 1991], nepenoce
curHanoB [Rajalingam, Rudel, 2005], ctapennu u kiaerounoi rudenu [Morrow, Parton, 2005]. ¥
pacTeHuii MPOXUOUTHUHBL, TOMHUMO TPOYUX (YHKUMH, YY4acCTBYIOT B PETYISIIMM Pa3BUTHUS
pasnuuHBIX opraHoB u Tkanedr [Huang, Yang, Zhang, 2019]. IIpoxuOuTHHBI MOTYT BIMATH Ha
ctabmibHOCTH TuIacTul [Chen u ap., 2019], 9T0 KOCBEHHO yKa3bIBaeT HA UX BO3MOXKHYIO CBS3b C
CHUHTE30M U HaKoIuieHueM xsopoduiuia. [IpoxuOuTHHBI y4acTBYIOT B IpOLIeCcCaxX CTApEHUS JIMCTa
[Chen, Jiang, Reid, 2005]. Ananu3 3KCIIpecCHH I'€HOB CEMEHCTBA MPOXHOMTHHOB y TOMAaTa
MO0Ka3all, YTO KaK MUHUMYM IISITh T€HOB 3TOTO CEMENCTBA IKCIPECCUPYIOTCS B IUIOAAX, MPUUEM
MEHSIIOT YPOBHHU SKCIPECCUU B 3aBUCUMOCTH OT CTaJuM pa3BuTus mioaa [Huang u np., 2021], uro
MO3BOJISIET IPENONOKUTE UX YU4ACTHE B PETYISIUU 3TOT0 npoiecca. OTMETUM, Ui TpaHCKPUIITa
DN2764 B nannoii pabote Obliia onpeseneHa 3HaunMas auddepeHianbpaas 3KCIpeccuss Mexay
munuei I:BWAIM u coprom Bowman. VuuteiBas Takxke, 4TO y pPaCTEHHH HMPOMCXOJUT OOMEH
CUTHAJIaMHU MEXIY MUTOXOHIPUAMHU U ractuaamu [Borner u np., 2015], dyHkimonansHas cBs3b
MPOXUOUTHHOB C TaKWMHU IIpolieccaMu, Kak MopdoreHe3 IIacTH, CUHTE3 M HaKOILICHHE
xsopousuia u GOTOCUHTE3, MPECTABIACTCS UHTEPECHOW U MEPCTIEKTUBHOM TEMOM JalbHEUITNX
HUCCIe0BaHUM.

OTMeTHM Takke, UTO OENKOBBIN MPOJTYKT UMEHHO 3TOTO TPAHCKPHITA UMEET HauOOIBIIYIO
CpeM BCeX TOMOJIOTHIO K (DYHKIIMOHAILHO aHHOTHPOBAHHOMY O€JKy 13 0a3bl JaHHBIX Protein nr.
Kpome Toro, mis Hero Hamuuue AOMEHHOW CTPYKTYpbl OBUIO OMpeAeNeHO ¢ HauOOIbIIeH

noctoBepHocThio ¢ momoineio NCBI Structure. OTtu pesynbTaThl ganee MOATBEPIKIAIOTCS
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pe3yabTaTaMy, MOJY4eHHBIMU C HCIIOJIb30BaHueM cepBuca InterProScan. Oror Tpanckpunt Obu1
BBIOpaH /IS JIOKATU3alluU B TEHOME STUMEHS C IMOMOIIBI0 AKCIIEPUMEHTATBHBIX METOI0B. bbuin
pa3paboTaHbl mpaiiMephl, MO3BOJISIOMINAE ONMPEACIUTh MOJIMOP(U3M B CTPOCHHUHU 3TOTO T'eHA y
muann Bowman wu smaum i:BWAIM. TMonumepasnas nennas peakius, npoenéunas na JTHK
MIIEHUYHO-STYMEHHBIX 3aMEIIEHHBIX JIMHUH, TTOKa3ajia, YTO 3TOT T'€H JOKAJIM30BaH B KOPOTKOM
mede xpomocombl 3H sumens. [lockoiabKy HM3BECTHO, YTO T€HOM IOYTH W30TEHHOM JIMHUU
i:BWAIM ornunuaercs ot reHoma copra Bowman ygactkom KOpoTKoro rieda xpomocombl 3H
[Druka u ap., 2011], MOXHO HPEAMOJIOKUTH, YTO 3TOTO T'€H JIOKAIM30BaH KMEHHO B paiione Alm.

Taxum 06pa3zom, MOXKHO TIPEAIONIOKNTE, YTO TeHBI, Koaupytomue Tpanckpuntel DN4161
u, B Oombmieit creneran, DN2764 — kangumatel Ha posnb rera Alm. Opmako, gaHHOE
MPEANOJIOKEHNE TpeOyeT NaabHEHIeld MPOBEPKHU C MOMOIIBIO AKCIIEPUMEHTAIBHBIX METOJIOB —
BBIJICJICHUS] JTAHHBIX T€HOB Yy SIUMEHS, CO3/IaHUsA TEHETHYECKUX KOHCTPYKIIMH, COACpIKaIIuX
JAaHHBIE TEHBI C MOCTEAYIONEH TpaHchopManret OakTepuii, CHHTE3a OEJIKOB, KOJIUPYEMBIX A TUMHU
reHaMH, B KyJIbType TpaHC(HOpMUPOBAHHBIX OaKTEpHil, BBICIEHUS ITHX OEIKOB U YCTAHOBIICHUS
WX CTPYKTYpPhl C IOMOIIBIO CHEKTPOCKONHMHU WM HHBIX METOJOB, MOUCK ATHUX T€HOB U HUX
FOMOJIOTOB B TE€HOMAaxX pa3jW4yHbIX COPTOB SYMEHS W [JPYIMX 3J1aKOB, XPAHSIIMXCA B
OMOPECYPCHBIX KOJIICIUSAX, CAaWT-HAMpPaBICHHBI MyTareHe3 C IIEJIbI0 TOJIYYEHUS PacTECHUU
SUMEHSI, MYTAHTHBIX [0 JaHHBIM T€HaM, M HU3y4eHUS (PEHOTUIUYECKOrO IMPOSIBICHUS 3TUX
MYyTaluH, a TaKKe MPOUYNX SKCIEPUMEHTAIBHBIX TOAX0A0B. BCE 3T0, 0/1HAKO, BBIXOJMT 32 pAMKHU

JTAaHHOU paOOTHI.

4.3 TpancKpuNTOMHBII aHaau3 Junuu i:BwBIp

4.3.1. DynkunoHaabHbIi anaaus 12T

CpaBHUTEIBHBIA aHAIU3 TPAHCKPHIITOMOB IOYTH W30TeHHOW juHMK I:BWBIp u copra
Bowman nokasan, yto Hanbojee ONTUMAalbHBIM KOHBEHEpPOM 00pabOTKH NaHHBIX OMOIHMOTEK
RNA-seq siBisieTcst KOHBeWep, COCTOSAIMMN U3 QUIBTpAaluU OMOIMOTEK ¢ MOMOIIBIO TPOTrPAMMBI
Prinseq, ymanenust mnocnenoBarensHocTeidi pPHK myrém kaptupoBaHust OHOMHOTEK Ha
nocinenoBareabHocTH Hekoqupyroux PHK sumens, kaptupoBanust 6u6imoTek Ha pedepeHCHYIo
MOCJIEIOBATeIbHOCT, TE€HOMAa SIUMEHST C TOMOINbI0 mporpammbl  Hisat2 u  mowmcka

i depeHInanIbHON IKCIIPecCHH ¢ MoMoIiblo nakera EAgeR mns s3pika R. B xonme ananmsza
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TpaHcKkpuntoma ObuTH BeisiBIICHB! 1274 JIOI7, n3 KoTOphIX 849 MOBBIMIAIOT SKCIPECCHIO Y TUHUH
i:BwBIp, u 425 — noHmkaror.

Jliis criicka TeHOB ¢ MOBbINIeHHO!M B HuK 1:BWBIp sxcnipeccueii e 6b110 00HApY)EHO
JOCTOBEPHO OOOTaméHHBIX MeTabomuaeckux myreil. OqHako, ObI0 0OHAPYKEHO yJacTHE ITHX
TCHOB B TaKWX META0OJIMYECKHX IyTSIX, Kak OWOCHHTE3 ()IIaBOHOJIOB, (DIAaBOHOHUIOB U
benmnnponanon1oB. MHorue (eHOJbHBIC COCAMHEHHs SBISIOTCS aHTHOKCHaaHTamu [Rice-
Evans, Miller, Paganga, 1997]. Ilpu 3ToM, /jisl JTUHUU YEPHOKOJOCHIX SYMEHEH OTMEYaeTCs
MOBBIIICHHAS YCTOWYMBOCTh K okcuaaTuBHbIM ctpeccam [Ceccarelli, Grando, Van Leur, 1987].
Kpome TOrO, HekoTOphie (IIaBOHOMIBI, B YACTHOCTH KeMII()epoJsi, TOBBINIAIOT AKTHBHOCTH
nosudenookeuaas y rpubos [Lu u ap., 2021], pacrennii [Esmaeili, Ebrahimzadeh, Abdi, 2017]
u kuBOoTHBIX [Tang wm gmp., 2021]. Tlomudenomokcuaassl — (GEpMEHTHI, HEMOCPEACTBEHHO
YYacCTBYIOIINE B CHHTE3€ MellannHOB [Boeckx u ap., 2017b]. Ilyts cunTe3a nuruapokamrmdeposia
u Bxondmue B Hero JIOI mokassl Ha pucyHke 22.

Hackonbko aBTopaM U3BECTHO, 10 CHUX MOP He ObLI0 MOKa3aHO CBSA3U UMEHHO KemIidepoia
C peryJsmuei CHHTe3a MEeJIaHUHOB B pacTeHusax. Kemmndepos Takke nMeeT apyroit GyHKITHOHAT,
B TOM 4MHCIIE, SIBJISIETCS MPEALIECTBEHHUKOM B CHHTE3€ pazNu4HbIX (praBoHOJOB [Berger u ap.,
2022]. Tem He MeHee, MOBBIIIEHHE OSKCIPECCHH TI'EHOB, YYaCTBYIOIIMX B IIYTH CHHTE3a
IUrUapokeMIideposia, IpsIMOro TMpeAllecCTBEHHUKA KeMiideposia, B JieMME SUMEHS JIMHUH C
YaCTUYHBIM MEJIaHU3MOM KOJIOCA, MO3BOJIIET BBICKA3aTh IMPEAINOJIOKEHHE O MOJOKUTEIHHOM
BIUSHUU KemIdeposia Ha MelaHoreHe3. s MpoBepKH 3TOTO MPEANOIOKEHHUS] HEOOXOAUMbI
JalbHENIINe SKCIIEPUMEHTABHBIE TPOLIETYPHI.

I'eHbl, MOBBIMIAMOIIKE SKCIpeccrio B uHUH I:BWBIp mo cpaBHenuto ¢ coprom Bowman,
YYaCTBYIOT TaKKe B MYTAX OMOCUHTE3a O-IUXMHOHOB U MOHOMEPOB CyOepuHa. XHHOHBI, B TOM
YHUClIe O-JIUXWHOHBI, SBJISIOTCS OJHUMH U3 TPEIINIECTBEHHUKOB B pEaKIMSIX CHHTE3a
amtomenanuHoB  [Rouet-Mayer, Ralambosoa, Philippon, 1990]. O6pa3oBanue cybepuna
napajuielbHO ¢ MEJIAHOTE€HE30M MpU TMOBPEXKICHUU TKaHEeW HaONtoaeTcsl y caxapHOW CBEKIBI
[Fugate u mp., 2016]. 3HAYUMOCTD ITHX MPOILECCOB B IEIOCTHBIX, HE TIOBPEKAEHHBIX TKAHAX Ha
JAHHBIA MOMEHT M3y4eHa HeIOCTaTo4yHO. bojee TOro, HeM3BeCTHBI KOHKPETHBIE T'€HBbI STUMEHS,
y4aCTBYIOIIME B HEKOTOPBIX CTAIHSIX MPUBEAEHHBIX MTPOIIECCOB — TaK, B 0a3e nanHbix PlantCyc B
MeTabOoINYEeCKOM MyTH OMOCHHTE3a MOHOMEpOB CyOepHHa MPUBEICHO B 0o0mIel cioxHocTH 20

peaxunﬁ, U3 KOTOPBIX TOJIBKO  JIA 8 OpUBCACHBI T'CHbBI, KOIUPYIOIINUC (I)CpMCHTBI,
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KaTAJIM3UPYIOIUEC OTU PCAKIUH. HGI[OCTaTO‘-IHaSI AHHOTAalMgd J3TOro0 MW MHOTUX APYTrux

METa0O0IMUYECKUX HyTeﬁ 3aTPpyAHACT OCMBICIICHUC ITOJIYYCHHBIX PC3YJILTATOB.

HORVU2Hr1G038140 3,87 2
L-deHnnanaHuH HORVU2Hr1G089440 1,54 —-{ N-dbepynonntupamuH
HORVU2Hr1G089540 3,08

HORVUOHr1Go018190 3,30
‘ HORVU2Hr1G072180 -2,71 ‘ HORVU2HriG120150 1,45

HORVU4Hr1G082470 5,42
HORVUEHr1G030390 0,99
L-aporeHaTt

4-kymapounn-KoA

| HORVU2HriG116390 -1,24
¥

HapWHreHWH
XaNnKoH

HORVU7Hr1G034350 2,72
HORVU5HriGo46480 2,08

(2S)-HapuHreHuH

HORVU7Hr1G028710 2,32

HORVU5Hr1G011540 0,84

1 Xxopusmart HORVU4Hr1G084810 0,85

HORVUOHr1G005300 3,27
¥

3 ‘,a,wm,a,pouemncbepon ‘

Puc. 22. Merabonuyeckuii MmyTh CHHTE3a AUTHAPOKeMII(epoiia u3 xopusmara [Rommens
u np., 2008]. IIpuBeneHs! ciemyronue MeTaboIMYeCKUE MTyTH, aHHOTHPOBaHHBIC B 0a3e JaHHBIX
PlantCyc: (1) — nmyth cunTe3a deHunananuna; (2) — myTh CHHTE3a MOHOMEPOB CyOepHHOB; (3) —
nytb cuHTe3a QuaBoHounoB. [lpuBenenst JIOI, ydacTByromue B OTAETBHBIX CTaIHIX
MeTaboIMIecKoro MmyTH. ['eHbl, 3HAYUMO TOBBIIIAIOIIME IKCIpeccHio B JmHuu I:BWBIp mo
CpaBHEHHIO ¢ copToM BOwman, BbiJieIeHbl CHHUM IIBETOM; T'€HbI, MOHIKAIOIINE SKCIIPECCHIO B

JTOM JIMHUHU, BBIJCJICHBI KPACHBIM.

B OeiaoM XKE, MHOFOO6paBI/Ie TCPMUHOB T€HHOW OHTOJIOTHHA U META00JIMYECKAX HYTGP'I, C
KOTOPbIMHU CBA3aHBI I'CHBI C MOBBIIICHHON B JIMHUH |BWB|p 3Kcnpeccnel71, MOKCT YKa3bIBATb Ha
wieiiotponHeii 3dexT rera BIp, uyTo coriacyercs ¢ UMEIOIIMMHUCS B JIMTEpAType MaHHBIMH
[Bishaw, Struik, Gastel van, 2014; Choo, 2010].

I[J'ISI T'CHOB, UMCIOIIHUX MMOHWXKXCHHYIO 3KCIIPECCUIO Y JINHUU |BWB|p, IMMOKa3aHO y4aCTUC B
nukie KansBuHa-bencona, mynre Pb®K u nukie ycsoenus ammonus. Kpome toro, skcnpeccus

ICHOB ILIaCTOMA NOHHXKACTCA Yy JIMHHUU |BWB|p, l'IpI/I‘-IéM I'CHBI, CBsA3aHHBIC C (I)OTOCI/IHCTSOM,
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MMOHIKAIOT CBOIO SKCIPECCHUIO CHUITBHEE, YeM I'€HbI, KOJUPYIOIIHe pubocomMHubie Oenku. Be€ aTo B
COBOKYITHOCTH MOJKET TOBOPUTH O IMOHIMKEHHUU (POTOCHHTETUYECKOW AKTUBHOCTH U B IEJIOM
(U3HOTIOTMYEeCKON aKTHBHOCTH IUIACTHJ B KIIETKAaX I[BETKOBOW YEIIyHM M TIEpUKApIa STYMEHS
munauy i:BWBIp. DTo mpennonoxeHne MoAKperisieTcsl HabarIaeMbIMA U3MCHEHHSIMU YPOBHEH
AKCIIPECCUU TE€HOB, JIOKAJIM30BAHHBIX B MJIACTOME.

JlaHHBI pe3ynbTaT, YKa3bIBAIOIIMM HA NEPECTPOMKY TPAHCKPUIITOMA ILIACTHNL TIO
CPaBHEHUIO C AKTUBHBIMHU (POTOCHHTE3UPYIOITUMHU XJIOPOTIIIACTAMH, COTIIACYETCS C IMOJTyYCHHBIMU
paHHee C TIOMOIIBIO B3JCKTPOHONH MHMKpOCKomuu pesyinbratamu [Shoeva u ap., 2020],
MOKA3bIBAIONMMU HAKOIIJICHUE MEJIAaHWHA B TUJIACTHJIaX U CTPYKTYPHBIE M3MEHEHHUsI TIJIaCTH B
KJICTKaX JIeMMbI suMeHsi JuHuW 1:BWBIp. BeiaBuraercs mnpeamnosiokeHHe O BO3MOMXHOCTH
BBIJICJICHHUSI HOBOTO KJIacca TIacTHA, (QYHKIMS KOTOPBIX 3aKJII0YAeTCsS B CUHTE3€ M HAKOTUICHUHU
MEJIaHWHOB — «MeJaHoruiactoBy [Shoeva u ap., 2020]. B mocneanue roapl OBLIM MPOBEICHBI
WCCTIeI0BaHUS, OCBSIMIEHHBIC PACTUTEILHBIM MEJIAaHWHAM Ha MPUMepe pa3HOOOpa3HBIX pACTEHUH
[Pandey, Dhakal, 2001; Varga u np., 2016; Wang, Rhim, 2019; Yao, Qi, 2016]. Ognako, 31
uccienoBaHusi c(OKyCHpPOBaHbl B OCHOBHOM Ha CTPYKTYpe M XMMHUECKHUX CBOMCTBaxX ATHX
coemuHeHUi. [lanpHelmme pabOThl B ATOM HaIpaBJICHWHU, MPOBEAEHHBIE HA Pa3IMYHBIX
PacCTUTENBHBIX 00BEKTAaX, MOTJU Obl IMPOJMTH CBET HA ydacTHe IJIACTHJ B 3TUX Mpoleccax, U
CBSI3aHHBIX C ’TUM MOP(OJIOTHUYECKUX U3MEHEHUSX, TPOUCXOASIINX B MIIACTUAAX.

PekcekBeHupoBaHHEe T'E€HOMOB COPTOB SUMEHS, KOHTPACTHBIX IO OKpacke KoJjoca,
nokazano, 4yro reH HORVUIHr1G087010 comepxut 25 monumopdubix SNP — Gosbiie, yem
1r000# APYroi reH, JOKaTU30BaHHbIH B paiione Blp [Long u mp., 2019]. Ha ocHoBanuu 310TO
Long u coaBropsl. [2019] BeiaBuHY M Tipeanonoxenue, uto red HORVUI1Hr1G087010 sisnsiercst
resom Blp, oOycnasnuBaromuM (GopMUpOBaHHE METAHWHOBOW YEPHON OKPACKH I[BETKOBOM
yemyn u nepukapmna sumenst [Long u ap., 2019]. Ot1ot ren kogupyer docdarazy myprnypHOit
kucnotel. Habmomaemoe B JaHHOM paboTe MOBBIIMICHHE SKCIPECCHH ITOTO reHa y JuHuu i:BwBIp
ceugerenscTByeT, uto reH HORVUIHr1G087010 mokeT OBITh acCOIMUPOBAH C CHHTE30M
MEJaHUHOB, XOTs PYHKIMOHANbHAS CBI3b (PocaTazbl MypIypHON KHUCIOTHI U CHHTE3a METAaHUHOB
0CTaéTCs HEsICHOM, M JAHHBIX IS MOATBEepsKAeHus rumote3bl Long et al. [2019] vemocraTouHo.

®docdarazpl MypnypHOH KHUCIOTHI — (EPMEHTHI, HIUPOKO TMPEJICTABICHHBIE Kak Y
KUBOTHBIX, OaKTepHil u rpuboB, Tak u pacrenuil [Dai u ap., 2011]. Cuutaercs, 4To UX QYHKIHH

B IIEPBYIO OUEPE/Ib COCTOST B YCBOEHUH (pochopa KOPHIMHU pacTeHUH U3 MOUBbI, U UX IKCIPECCHS
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MOBBIIIAETCS B OTBET Ha nedunut docdopa [Wang u ap., 2011b]. Kpome Toro, Habmromaercs
aHTUOKCUJAaHTHOE JeiicTBue ¢ocdaraz mypmypHOH KHUCIOTHI apaOWaoONCHC M Tomara, M
BBICKA3bIBACTCS MPEAIOJIOKCHHE, YTO 3TU (PEPMEHTBHI MOTYT TaKKe y4aCTBOBATh B Pa3BHTHU
pacTeHHsT B HOPMaJbHBIX ycioBusXx [Zhu wm ap., 2005]. Amanmm3 skcmpeccuu 28 T'eHOB
apabuporicuca, Koaupyrmux ¢ocdaraszsl MypIrypHOH KUCIOTHI, TOKa3all, 4TO, HECMOTPS Ha TO,
9TO 3TH TEHBI PA3IMYAOTCS CBOMMH IATTEPHAMHU JKCIIPECCHH, BCE OHHM DKCIPECCHPYIOTCS B
uBeTke pactenus [Zhu u np., 2005].

Jlanee, Ob10 TOKazaHo Hajmuuue B mociemoBarenbHocTh reHa HORVUIHr1G086780
MOJIMMOP(H3Ma, AaCCOLMHUPOBAHHOTO C MEJIAaHUHOBOM OKpPackod O000J0YEeK 3EpHOBKH C
JI0CTOBEpHOCTHIO P = 6,75-101%° ['maronesa, 2022]. JlanHas accormarus 6ojee J0CTOBEPHA, YeM
accoIranus moJuMopGU3MOB B IPYTHX T'eHaX, JOKaIH30BaHHBIX B Jokyce Blp [['marosesa, 2022].
OtoT ren koaupyer Oenmok u3 cemerictBa CLAVATA/CLE-nentusioB, KOTOpbIe y4acTBYIOT B
(hopMUPOBAHUH COIBETUH U OTIPEJCHUHN apXUTEKTYPhI Kojloca y 31akoB [[maronesa, 2022]. Takum
00pa3oM, 3TOT T€H SBJISETCS MEPCIEKTUBHBIM KaHIAWIATOM Ha pojb rena Blp. B Hacrosmiei
pabote, omHako, HaOmomaercs HyneBas skcnpeccus reHa HORVUIHr1G086780 B memme u
nepukapre Kak suMens guaun 1:BWBIp, Tak u pacrenmii copra Bowman. Takxum oGpaszom,

UMCHOIIUXCA JaHHBIX HEJOCTAaTOYHO, 9TOOBI DOATBEPANUTDE WK OMPOBEPIrHYTHh T'HIIOTE3Y, YTO I'CH

HORVU1Hr1G086780 siisiercst renom BIp.

4.3.2 Anaym3 de NOVO peKOHCTPYHPOBAHHOIO TPAHCKPHUIITOMA.

Bbiia npoBeeHa peKOHCTPYKIUS TpaHCKpUunToMa de NoVO, [yist 4ero ObLTH UCIIONb30BaHbI
HECKOJIBKO NPOrpaMM-COOPILHUKOB, ITOCIIE Yero U3 MOoJIy4YeHHbIX cOOpPOK Oblja cocTaBieHa oOas
MeTa-cOopka TpaHckpunToma. I1o COBOKynmHOCTH napaMeTpoB, OTPAXKAIOIIUX KAUYECTBO U IIOJHOTY
cOOpKH, MeTa-cOOpKa oNepekaeT HHANBUYaIbHbIE COOPKH, U3 KOTOPBIX OHA ObljIa COCTABJICHA.

B TpanckpuntoMe ObUIM OOHAPY)KEHBI YETHIPE HOBBIX KOHTHUIA, UMEIOIINE JJOCTOBEPHYIO
mddepeHInanbHyI0 3KCIIPECCUI0, aMMHOKUCIOTHBIE MPOAYKTHI KOTOPBIX HMMEIOT 3HAYMMYIO
TOMOJIOTHIO C TIOCIIe0BATENbHOCTAME OenkoB u3 0a3el manHbix NCBI Protein. Paccmotpum 3ti
KOHTHTH TnoapoOHee. Ilentuanbiii mnponykt kontura DNI12020 wumMeeT TOMOJOTHIO K
(GYHKIMOHATHLHO aHHOTUPOBAHHOMY O€JIKY pacTeHUH ¢ KpaifHe HU3KUM YPOBHEM JI0CTOBEPHOCTHU

— E =4,74. B 5TOM nenTuIHOM NpPOJIYKTEe HE OBUIO OOHAPY)KEHO TOMEHHOW CTPYKTyphl. Ero
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KOJMPYIOIIHMA OTEHIMAI OYeHb HU30K. BCE 3TO MO3BOJIsIET OTOPOCUTH ATOT KOHTUT KaK apTe(axT
cOOpPKH TPAHCKPHUIITOMA.

B amuHokucnotHoM mnpoxaykre koHTura DN16564 Obina oOHapykeHa JOMEHHas
CTPYKTypa CEpHH/TPEOHHMHOBBIX (hocdara3z, ¥ OH MMEET TOMOJIOTHIO K MPEIOI0KHUTEIbHOM
docdaraze 6enkoB 2C ssumens. [IoaToMy, MOKHO yTBEPKIaTh, 4TO 3TOT KOHTHUT C BEICOKOU JTOJICH
BEPOSATHOCTH JEHCTBUTEIBHO KOJAUPYET CEPUH-TPEOHUHOBYIO (ochaTasy OeTKOB. AHAIOTUIHBIM
oOpa3zom, npoaykT koHTura DN19100 MoxHO cuuTath ceprH/TPEOHMHOBON IPOTEMHKUHA30M 13-
3a UACHTU(PUIIMPOBAHHON JOMEHHOU CTPYKTYPhI OEJIKOB 3TOr0 CEMEICTBA U TOMOJIOTUH C OEJIKOB
C IPOTEMHKUHA30H staMeHs1. O0a 3TUX KOHTUTA MMEIOT 3HAYUMO TTOBBIIIAIOT AKCIIPECCUIO B JIMHUU
i:BwBIp B 2,36 pa3 u B 7 pa3, cooTBeTcTBeHHO. OIHAKO, MX KOJUPYIOIINI MOTESHIIAAN OIICHEH, KaK
OuYeHb HU3KHWH, HO OTa OIEHKAa OCHOBAaHA HAa AMHHOKHUCIOTHBIX MPOIYKTaX, HMMEIOIINX
3HAYUTEIHHO MEHBIINI pa3Mep, 4eM Te, KOTOpble ObUIM OOHApYKEHBI Ui STHX KOHTHIOB C
MOMOII[bIO KOHBelepa nmporpamMm EvidentialGene.

Kak yxe 0b1710 cka3zaHo paHee, PyHKIIMHA MPOTEUHKUHA3 pa3HOOOPA3HbI U 3aKITFOYAIOTCS, B
TOM umucie, B orBere Ha crpecc [Guo, Liu, Chong, 2018; Hake, Romeis, 2019], perymsmuun
KJIETOYHOTO LHMKJIAa M JApyrux mnpoueccoB. IIporenHdocdarazpl kaTaausupyroT OTIEIEHHE
docdharHoli Tpynmbel OT O€nKoB, (GOCPOPUITUPOBAHHBIX TNpPOTEHHKHHA3aMu. OHH TaKkKe
pEryJIMpYIOT OTBET Ha pa3IMuHbIe BUIbI cTpecca [Reyes u 1p., 2006]. Kpome Toro, OHM y4acTBYIOT
B (pOpMUPOBAaHUM peakUUM HAa (PUTOrOPMOHBI, B OCOOEHHOCTH Ha TMOEPEUIMHOBYIO KUCIOTY U
abcuu3oByro kucioty [Qiu u ap., 2022]. B nemnowm, GyHKIUK 3TUX OEITKOB OUY€Hb MHOTOOOpPa3HBI,
U B JJAHHOM CIIy4dae CJIO0XHO YTBEpXKJIaThb O KOHKPETHOM posin 3Toro 6eika B (GOpMUPOBAHUU
Habmronaemoro (eHoTuna s;tuMeHs. O6paiaeT Ha ce0si BHUMaHUE MOBBIIIEHUE HKCIIPECCUN 000UX
TUX KOHTUroB B JuHuHM I:BWBIp, d4ro mo3Bosiser mpeamonokuth HUX BO3ZMOXKHOE
aHTaroHucTuuyeckoe aeicraue. OpHAKo, Ui MPOBEPKU 3TOTO IMPEANOI0KEHUS HEOOXOIUMBbI
JanbHeHIe SKCepuMeHTalbHble npoueaypbl. OTMETHUM TaKXe, YTO NMPOTEHHOBBIE (OoCOTa3bI
kiacca PP2C conepxar B cocTaBe (yHKIMOHAIBHOM (hOpMBbI O€lKa XelnaTUpOBAaHHBIN HOH MarHus
Mg?* [Zhang u nap., 2022]. B nauHoii e paboTe HabmomaeTcss oboramieHHe TePMUHA TEHHOM
OHTOJIOTHUH «CBsI3ablBaHHE MOHOB MAarHHs» N€HaMH, MMEIOLIMMM MOBBIIIEHHYIO KCIIPECCHIO B
nuauy i:BWBIp.

Hakonen, aMMHOKHMCIOTHBIN IpoAyKT KoHTUra DN21394 meeT roMosioruio K UTOXpom

P450 709B1-nomo6HOMYy Genky T. dicoccoides u ¢ BBICOKO# JOCTOBEPHOCTBIO COJICPIKUT B CBOEM
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cocTtaBe OOHapyKeH NOMeH nuToxpoma P450. DTo MO3BOJSET YTBEPKIATh ¢ OOJBIION IOJel
BEPOSITHOCTH, YTO I'€H, TPAHCKPHUIIT KOTOPOT'O PEKOHCTPYHPOBAH B 3TOM KOHTHTE, ACHCTBUTEIHHO
KOJUpPYeT HUTOXpoM. LIMTOXpoM ydacTByeT B IEIU IEPEHOCA DICKTPOHOB B MUTOXOHPUSIX, B
nporiecce a3pooHoro apixanus [Yoshida, Terashima, Noguchi, 2006], u B mactuaax B mpoiecce
¢dorocunreza [Yoshida, Terashima, Noguchi, 2007]. B nunuu i:BwBlp momasien mporecc
dorocuHTe3a, Kak ciexyer m3 ananmza JIOI'. Kak roBopmiiock panee, (GyHKUWH IUIACTUI U
MUTOXOH/IPUI HEPa3pbIBHO CBS3aHbI U B3aMMHO perynupyrot apyr apyra [Hedtke u np., 2002].
DTO MOXKET OOBSICHATH MOHIKCHHUE IKCIIPECCHH 3TOTO KOHTUTA, KOJMPYIOLIETO IIUTOXPOMHBIN

Oenox, B tuuun i:BwBIp.
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3aK/JII09eHne

[IpoBenéuublii B nanHOW paboTe OMOMH(OPMATHYCCKHI aHAIN3 OMOIMOTEK KOPOTKHUX
MPOYTEHUI TO3BOJSET CHENaTh ONpEeACIEHHBIE BBIBOJBI KaK O METOJOJIOTHYECKON dYacTh
oOpabotkn nmaHHBIX RNA-seq, Tak u 00 H3MEHEHHUSX TPAHCKPUITOMA JIEMMBI SUMEHS,
COITYTCTBYIOIUX (POPMUPOBAHHUIO KOHTPACTHBIX MO OKPACKE KOJI0Ca (PEHOTHIIOB.

PesynbraThl, mONydeHHBIE B JaHHON paboOTe, CBHUIECTEIBCTBYIOT, YTO HCIOJIH30BAHUE
HECKOJIbKUX KOHBeilepoB OuomH(popMaTtudecko 00pabOTKM JNaHHBIX C OTOOpoM Hauboisee
ONITUMAIIFHOTO KOHBEHepa Ui KOHKPETHBIX HWMEIOIIUXCSA JAHHBIX IIO3BOJISIIOT JIOCTHYb
HanOOJIBIIICH TOYHOCTH aHaJIM3a U ompeaeneHus audhepeHIuanbHoi dKCpeccuu reHoB. Kpome
TOTr0, MCHOJIb30BAaHUE HECKOJBKHX MpOrpamMM Jyisi (e NOVO peKOHCTPYKIMHU TPAHCKPHUIITOMA U
nocieayrionee o0beAnHeHHE MOJTydeHHBIX (e NOVO cOOpok Maér HauOOJBIIYIO IMOJHOTY U
TOYHOCTh PEKOHCTPYKIIMK TPAHCKPUNTOB U3 MaHHBIX RNA-seq. ABTOpHI MpearnoyararpT, 4To
TaKOW MOAXOJ NMPUMEHHM B paboTe C JaHHBIMM MAacCOBOTO MapajlieIbHOTO CEKBEHHPOBAHMUS
TPAHCKPUIITOMOB C MOMOIIBIO IIATGOPM JIJIsi CEKBEHUPOBAHHS BTOPOTO MOKOJIEHUSI HA CAMBIX
pa3zHooOpa3HbIX OMOJOTMYECKUX OOBEKTaX, OTHOCSIIMXCA K JYKApUOTHUYECKUM OpraHU3MaM.
Takke aBTOpPHI CUMTAIOT, YTO O3TOT MOJXOJ MO3BOJUT YIAyYIIMTh pE3ylIbTaThl aHaliu3a u
MPUOIN3UTHCS K MOHUMAHHUIO OMOJIOTMYECKOTr0 CMBICIIAa M MOJIEKYJIIPHBIX MTPOLIECCOB, CTOSIIIINX 32
UCCIIETyeMbIMU SIBICHUSIMH.

OYHKIMOHAIBHBIA ~ aHAJIM3  TEHOB,  HW3MEHAIOIIMUX  OKCIPECCHI0 B JIMHUH,
XapaKTepHU3yIolIelcs YaCTUUHBIM allbOMHU3MOM, TMOKa3ald acCUMETPHIO M3MEHEHHus mpodumeit
AKCIPECCUU, TMPOUCXOAAIINX B KIETKaX JIeMMbI 3TON TUHUH. KOIMUecTBO TeHOB, MOHMKAIOIIUX
CBOIO SKCIIPECCHUIO B STOW JIMHUU, MPEBHIIIAET KOJIMYECTBO T'€HOB, MOHIKAIOUIUX KCIIPECCHIO,
O0onee 4yem B JecATh pa3. [eHbl, MOHIKAIOUIME SKCIPECCHUIO0, CBS3aHBI C (POTOCHHTE30M,
MeTa0O0JM3MOM a30Ta M a’3poOHBIM JbIXaHueM. OJJHAKO, YUUTBIBas CIEUU(UKY UCCIEAYEeMOIo
¢eHoTHIIA, MOXXKHO YTBEP)KIAaTh, YTO BCE 3THU MPOLECCHl — 3TO CIEACTBUE, a HE IMPHUYMHA
¢dopmupoBanus (eHotuna. ['eHbl ke ¢ MOBBIIIEHHON B 3TON JIMHUM 3KCIPECCHEN ydacTBYIOT B
IIPOTEOJINU3€E U OTBETE Ha CTPECC, YTO TAKXKE MOXKHO CBSI3aTh € HAOI01aeMbIM (DEHOTUTIOM. AHAIIU3
de NOVO peKkOHCTPYMPOBAHHOTO TPAHCKPHUIITOMA IO3BOJWJI OOHAPYKUTh TPAHCKPHIITHI, HE
IpeJCTaBICHHbIE B TEKyllel BepcuM TeHoMma siumeHs. HesaBucumasi sKcnepuMeHTaIbHAas

IpOBCpKa IIOKa3ajla, 4TO TCH C MOBBIIICHHOM 3KCHpCCCI/ICI71 B 23TOH JIMHUU, KO):[pr}OIJ_[I/Iﬁ
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POXUOUTUHOBBIN OETIOK, JIOKAIM30BaH B KOPOTKOM Iuiede XpoMocombl 3H stamenst. I'en, myranus
B KOTOPOM MPHUBOAMUT K (POPMHPOBAHUIO M3ydyaeMoro (hpeHOTuIa, JOKAIU30BaH UMEHHO B 3TOM
wiede xpomocombl 3H. Tem He MeHee, 0e3 JONOJHUTENBHOW BEpH(PHUKANNWU C IMOMOIIBIO
AKCHEPUMEHTAJIbHBIX NPOLEAYpP, TAKUX KaK CaWT-HAIpaBJICHHBIH MyTareHe3 WM FeHeTHYecKas
TpaHcopMaIHsl, HEb3sl YTBEPXKIATh, SIBJISCTCS JIX 3TOT I'eH UCKOMBIM reHoMm Alm.

AHanu3 TpaHCKPUNITOMA JIMHUH, XapaKTEPU3YIOUIEHCS MEIaHW3MOM KOJIOCa, MO3BOJIMII
BBIJICIUTh TE€HBbI, HWMEIOIIHE JOCTOBEpHYIO Iu(depeHIIMaIbHYI0 dKcipeccuro. [eHbl ¢
MOHW)KEHHOM JKcmpeccuell B 3TOM JIMHHUM, CBSI3aHbI ¢ (POTOCHMHTE30M M COIYTCTBYIOLIUMU
npoueccamu — myHToM PBOK u ycBoennem aMMoHMs1. DTO TOBOPUT O MOJIAaBICHUH (POTOCUHTE3A
B OpraHax pacTeHUH, CoJep KalluX MeJIaHuH. [[J1si TeHOB e C MOBBIIIEHHOW JKCIPECCUEN B 3TON
JIMHUH, TOKA3aHO Y4acTHE B CHHTE3€ Pa3HOOOpa3HbIX META0O0JIUTOB, B TOM 4Hciie (DJIaBOHOUIOB U
MOHOMEPOB cyOepuHa. boiiee moapoOHOMY (GYHKIIMOHAIBFHOMY OIKMCAHUIO JSTHUX TEHOB
MPEMSITCTBYET HEAOCTAaTOYHAs WM3YYEHHOCTh M aHHOTAlMs MEeTa0OJMYECKUX MyTell sSuMeHs, B
OCOOEHHOCTH CBSI3aHHBIX C OHMOCHHTE30M MEJIAaHMHOB M MX IpeAleCTBEHHUKOB. De novo
PEKOHCTPYKIUS TPAHCKPUIITOMA 3TOM JMHWM BBIIBMJIA TPAHCKPHIITHI, HE IPEACTABICHHBIE B
TEKyILIeH BEpCHMM IeHOMa SYMEHsS, 4acThb M3 KOTOPBIX MMEET 3HAUUMYI JU(epeHIHATbHYIO
3KcHIpeccuto. B ATOM JIMHMU MOHM)KEHA SKCHpeccHsl reHa, Koaupyroomniero uutoxpom P450, u
MOBBIIIEHA JKCIPECCUSA JIBYX T'€HOB, OJMH M3 KOTOPBIX KOAUPYET NMPOTCUHKUHA3Y, APYrou —
¢docdarazy 6enkoB. X0oTs A1 OEIKOB 3TUX THIIOB M3BECTHO y4acTHE B PEryJALIUU MHOXECTBA
(U3M0JIOTNYECKUX IPOLIECCOB PACTEHUH, IENIaTh BBIBObBI O TOM, SIBJII€TCS JIU OJMH U3 TUX F€HOB

HUCKOMBIM reHoM BIp, Henb3st 6e3 SKCepuMeHTaTbHON BEpUPHUKAIIUH.
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BruiBOABI

Pazpabotan meton OmoMH(pOPMATHYECKOTO KOHBEHEPHOTO aHalM3a TPAHCKPUIITOMHBIX
JAHHBIX Ha OCHOBE KOMOWHAIH HA0OPOB KOMIIBIOTEPHBIX IPOTPAMM JJIsl OLICHKH YPOBHSI
OKCTIPECCHH TEHOB IyTEM KaK BBIPAaBHUBAHMSA IMPOYTCHUI HAa TE€HOM, TaKk W COOPKH
TpaHCKpHUITOB (e NOVO.

[Ipennoxxen MeTox BbIOOpa ONTUMAIbHOM KOHGUIypauuu OHOMHPOPMATHUECKUX
KOHBEHEpOB Ui aHAIM3a CeNn()UIECKUX TPAHCKPUIITOMHBIX JAHHBIX, OCHOBaHHBIH Ha
OIICHKE XapaKTePHCTUK KAPTHUPOBAHUS U TMOUCKA TUPPepeHIINATHLHON IKCIIPECCUN TEHOB.
C moMomIbI0 ATOTO METOJA YIS IBYX AKCIIEPUMEHTOB IO CPABHEHHIO TPAHCKPUIITOMOB
sumenst copta Bowman, u nuamii i:BwAIm u i:BwBIp Obuti BIOpaHBl ONTHMabHBIC
KOH(uUrypanuu KOHBEHepoB U BbISBIECHHI TU(depeHIaTbHO SKCIIPECCUPYIOIIHUECS TEHBbI.
B  memme  sumens  gmuHMu  i:BwAIm  GombmmmHCTBO  auddepeHInaIbHO
JKCIIPECCUPYIONINXCS] TEHOB UMEIOT IOHMKEHHBIN YPOBEHB IKCIIPECCUHU 110 CPABHEHHIO C
coproM Bowman; ux ¢dyHKIMS cBsi3aHa C a’dpOOHBIM JbIXaHWEM, (OTOJBIXaHUEM U
(hoTOCMHTE30M, OHH BOBJICYCHBI B MeETA0OJIWYECKHE IyTH (POTOCHMHTE3a, a’dpOOHOTO
JIBIXaHUS U YCBOCHHUS a30Ta.

Ha ocHoBe aHanm3a TpaHCKpUIITOB, coOpaHHbIXx de NOVO B nuuuu i:BwAIm BeisBicH
0€JI0K-KOAMPYIOIIHMIA I'eH, TOMOJOTHYHBIH K MPOXHOMTHH-1-og00HOMYy Oenky Solanum
pennellii, umeroruit BEICOKHI YPOBEHBb SKCIPECCUU B ATOM JIMHUM SYMEHS U HYJICBOW B
TpaHCKpUIITOMAax y copra Bowman. DToT reH Iokanu30BaH B KOPOTKOM ILIeYe
xpoMocoMmbl 3H sSUMeHs 1 MOKET ObITh aCCOIMMPOBAH C MPOSBICHUEM aIbOMHU3MA.
BrisiBnensl renbl, aud@epeHuanbHOo SKCIPECCUPYIOMUECS B JIeMME SUMEHS JIMHUU
i:BWBIp u pacrenusix copra Bowman, (GyHKIHH KOTOPBIX CBSI3aHBI ¢ OMOCHHTE30M O-
JMXUHOHOB U (DEHUIIITPONIaHOUAOB U (POTOCUHTE30M. | €Hbl, MOHIKAIOIINE SKCIPECCHIO B
nunun 1:BwBIp BoBieueHbl B MeTabOIMYECKHIA MTyTh aCCUMUIISIIIMN a30Ta, & TAKKE IIUKIT

KaneBruHa-bencona n «ryHT PBOK».
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JlonmoJiHeHU st

JlononuurensHas Tabnuua 1. I'eHsbl, 4711 KOTOpBIX ObLIa MPOBEACHA BepuduKaius

b epeHIanbHOM SKCIIPECCUU ¢ TOMOIIbI0 KoaudecTBeHHou [11IP B peanbrHOM
BpeMmeHu. [IpuBenensl torapudpMrupoBaHHbIEe 3HAUYEHUS] U3MEHEHUSI YPOBHEN IKCIIPECCHH,
MOJy4YEeHHBIE ¢ ToMOIIbI0 OT-ITL[P

DKCIEPUMEHT Jlor. uamenenus
I'en DKCIPECCUHU
Alm HORVU3Hr1G039930 | -3,28

HORVU2Hr1G106880 | -3,02
HORVU2Hr1G068610 | -3,36
HORVU4Hr1G023580 | -1,97
HORVUZ2Hr1G040780 | -4,20
HORVU7Hr1G000900 | -4,62
Blp HORVU2Hr1G089440 | 2,34
HORVU1Hr1G011930 | 4,77
HORVU4Hr1G005920 | 2,34
HORVU3Hr1G032370 | 2,36
HORVUZ2Hr1G103000 | 4,70
HORVU1Hr1G079200 | -1,26
HORVU4HriG087230 | -5,44
HORVUG6Hr1G030390 | 2,02
HORVUZ2Hr1G086380 | 0,06
HORVU1Hr1G068030 | 0,68
HORVU1Hr1G086680 | 0,70
HORVU1Hr1G087070 | -1,61
HORVU2Hr1G103040 | -0,51

JononaurensHas tabnuia 2. OTHECeHHE TeHOB, JTOKAIU30BAHHBIX B MNIACTUIHOM I'eHOME
STIMEHSI, K TPEM (PYHKIIMOHATIBHBIM TpyIaM (cM. pasaen 2.2.5 — QyHKInOHAIbHBIC
anamms J1O0).

I'en Onwucanue I'pynna

AGP50751 | ATP synthase CFO subunit | NPOYME T'eHBI
AGP50750 | ATP synthase CFO subunit 111 IPOYHE T'eHBI
AGP50752 | ATP synthase CF1 alpha subunit MIPOYHE TCHBI
AGP50762 | ATP synthase CF1 beta subunit IpOYHe TeHBI
AGP50761 | ATP synthase CF1 epsilon subunit MPOYHE TEHBI
AGP50779 | ATP-dependent Clp protease proteolytic subunit MIPOYUE TEHBI
AGP50766 | chloroplast envelope membrane protein MPOYHE TEHBI
AGP50784 | cytochrome b6 IPOYHeE TeHBI




156

AGP50785

cytochrome b6/f complex subunit 1V

MMPOYNC I'CHbI

AGP50767

cytochrome f

IMPOYNC I'CHbI

AGP50756

hypothetical chloroplast RF34

IMPOYNC I'CHbI

AGP50736

maturase K

IMPOYNC I'CHbI

AGP50798

NADH-plastoquinone oxidoreductase subunit 2

IMPOYNC I'CHbI

AGP50760

NADH-plastoquinone oxidoreductase subunit 3

IMPOYNC I'CHbI

AGP50801

NADH-plastoquinone oxidoreductase subunit 7

IMPOYNC I'CHbI

AGP50758

NADH-plastoquinone oxidoreductase subunit J

IMPOYNC I'CHbI

AGP50759

NADH-plastoquinone oxidoreductase subunit K

MMPOYNC I'CHbI

AGP50786 | RNA polymerase alpha subunit IPOYHE TeHBI
AGP50746 | RNA polymerase beta POYHE TeHBI
AGP50745 | RNA polymerase beta subunit POYHE TeHBI
AGP50747 | RNA polymerase beta’ subunit IPOYHE TeHBI
AGP50789 | translational initiation factor 1 POYHE T'CHBI
AGP50765 | photosystem | assembly protein Ycf4 reHbl POTOCHHTE3A
AGP50755 | photosystem | P700 apoprotein Al reHbl POTOCHHTE3a
AGP50780 | photosystem 11 47 kDa protein reHbl POTOCHHTE3A

AGP50741

photosystem 1l CP43 chlorophyll apoprotein

reHbl OTOCHHTE3a

AGP50783

photosystem Il phosphoprotein

reHbl OTOCHHTE3a

AGP50735

photosystem Il protein D1

reHbl OTOCHHTE3a

AGP50740

photosystem Il protein D2

reHbl OTOCHHTE3a

AGP50739

photosystem 11 protein |

reHbl OTOCHHTE3a

AGP50768

photosystem Il protein J

I'CHBbI (bOTOCHHTeSa

AGP50738

photosystem Il protein K

I'CHBbI (bOTOCHHTeSa

AGP50743

photosystem Il protein M

I'CHBbI (bOTOCHHTeSa

AGP50781

photosystem Il protein T

I'CHBbI (bOTOCHHTeSa

AGP50742

photosystem Il protein Z

I'CHBbI (bOTOCHHTeSa

AGP50763

ribulose-1C5-bisphosphate carboxylase/oxygenase large
subunit

I'CHBI q)OTOCI/IHTeBa

reHbl OCJIKOB

AGP50791 | ribosomal protein L14 prbocom
I'CHBEI OCJIKOB
AGP50777 | ribosomal protein L20 prbdocom
T'SHEI OCIIKOB
AGP50794 | ribosomal protein L22 prbdocom
T'SHEI OCIIKOB
AGP50796 | ribosomal protein L23 prbdocom
T'eHEI OCJIKOB
AGP50775 | ribosomal protein L33 pubocom
T'eHEI OCJIKOB
AGP50788 | ribosomal protein L36 pubocom

AGP50787

ribosomal protein S11

reHbl OEJIKOB
pubocom
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TeHBbI OCIKOB
AGP50753 | ribosomal protein S14 pubocoM
TeHBbI OCJIKOB
AGP50800 | ribosomal protein S15 prbdocom
TeHBI OCITKOB
AGP50737 | ribosomal protein S16 pubocoM
T'eHBI OCITKOB
AGP50776 | ribosomal protein S18 pubocoM
TeHBI OCITKOB
AGP50795 | ribosomal protein S19 prbocom
TeHBI OCITKOB
AGP50748 | ribosomal protein S2 pubocom
TeHBI OCITKOB
AGP50793 | ribosomal protein S3 prbocom
TeHBI OSJTKOB
AGP50757 | ribosomal protein S4 pubocom
TeHBI OSTKOB
AGP50799 | ribosomal protein S7 prbocom
TeHBI OSJTKOB
AGP50790 | ribosomal protein S8 prbocom

JHonomautensHas Tabnuma 3. [Ipropernsanus KoHBeiepoB OMONH(OPMATHIECKOH
00paboTku B skcriepumMente Alm.

Meron | Ilokazarenu Panru
Meron | Meron | moucka %_ %_ %_ %_ | Cymma
kapr. | ¢mmeT. | JOT corr stdev mapped | unig corr | stdev | mapped | uniq | parros
dart rnamap | edgeR 0,8382 | 0,0579 | 98,7740 | 87,4043 | 36 25 12 11 84
dart rnamap | DEGseq | 0,8363 | 0,0526 | 98,7740 | 87,4043 | 31 30 12 11 84
dart unfil DEGseq | 0,8363 | 0,0526 | 98,7740 | 87,4043 | 32 31 10| 10 83
dart rnamap | DESeqg2 | 0,8381 | 0,0582 | 98,8069 | 85,3196 | 35 23 12 11 81
dart unfil DESeqg2 | 0,8381 | 0,0582 | 98,8069 | 85,3196 | 34 22 10| 10 76
dart chain DEGseq | 0,8164 | 0,0582 | 98,8069 | 85,3196 | 27 24 11| 12 74
dart unfil edgeR 0,8375| 0,0584 | 98,6988 | 79,0480 | 33 21 10| 10 74
toph unfil DEGseq | 0,8319 | 0,0448 | 98,6988 | 79,0480 | 30 36 3 1 70
star chain DEGseq | 0,8070 | 0,0562 | 98,6988 | 79,0480 | 21 28 9 9 67
star rnamap | DEGseq | 0,8140 | 0,0563 | 64,5500 | 58,7600 | 25 26 8 8 67
star unfil DEGseq | 0,8140 | 0,0563 | 64,5500 | 58,7600 | 26 27 7 7 67
toph chain DEGseq | 0,8201 | 0,0503 | 64,5500 | 58,7600 | 28 34 2 3 67
toph rnamap | DEGseq | 0,8319 | 0,0448 | 59,7517 | 54,7000 | 29 35 1 2 67
hisat unfil DEGseq | 0,8098 | 0,0525 | 59,7517 | 54,7000 | 24 33 5 4 66
hisat rnamap | DEGseq | 0,8098 | 0,0525 | 59,7517 | 54,7000 | 23 32 4 5 64
hisat | chain DEGseq | 0,8070 | 0,0529 | 59,7983 | 52,4867 | 22 29 6 6 63
star rnamap | edgeR 0,8057 | 0,0691 | 59,7983 | 52,4867 | 20 14 8 8 50
star unfil edgeR 0,8055 | 0,0691 | 59,7983 | 52,4867 | 19 13 7 7 46
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dart chain edgeR 0,7987 | 0,0718 | 78,8883 | 69,7250 | 14 8 11| 12 45
star rnamap | DESeg2 | 0,8049 | 0,0698 | 78,8883 | 69,7250 | 18 11 8 8 45
hisat | rnamap | edgeR 0,8001 | 0,0668 | 78,8883 | 69,7250 | 16 19 4 5 44
hisat | unfil edgeR 0,8000 | 0,0663 | 74,4033 | 65,2433 | 15 20 5 4 44
dart chain DESeg2 | 0,7983 | 0,0723 | 74,4033 | 65,2433 | 11 7 11| 12 41
star unfil DESeg2 | 0,8048 | 0,0698 | 74,4033 | 65,2433 | 17 10 7 7 41
hisat | rnamap | DESeg2 | 0,7986 | 0,0675 | 72,0650 | 62,0633 | 13 18 4 5 40
hisat | unfil DESeg2 | 0,7986 | 0,0676 | 72,0650 | 62,0633 | 12 17 5 4 38
hisat | chain edgeR 0,7920 | 0,0692 | 72,0650 | 62,0633 8 12 6 6 32
star chain edgeR 0,7896 | 0,0723 | 33,1905 | 29,2016 6 6 9 9 30
toph rnamap | edgeR 0,7977 | 0,0677 | 33,1905 | 29,2016 | 10 16 1 2 29
hisat | chain DESeg2 | 0,7896 | 0,0706 | 33,1905 | 29,2016 7 9 6 6 28
toph unfil edgeR 0,7973 | 0,0679 | 31,6817 | 27,8240 9 15 3 1 28
star chain DESeq2 | 0,7875| 0,0735| 31,6817 | 27,8240 3 5 9 9 26
toph rnamap | DESeq2 | 0,7879 | 0,0739 | 31,6817 | 27,8240 5 4 1 2 12
toph unfil DESeg2 | 0,7878 | 0,0740 | 34,2236 | 25,6145 4 3 3 1 11
toph chain edgeR 0,7781 | 0,0775 | 34,2236 | 25,6145 2 2 2 3 9
toph chain DESeqg2 | 0,7659 | 0,0848 | 34,2236 | 25,6145 1 1 2 3 7
JlononuutensHas Tabnuna 4. [Ipuoperusaius KoHBeHepoB OMOUMHPOPMATHIECKOM
00paboTku B skcniepumente BIp

Meron Tlokazarenu Panru

TIOHCKa %_ %_ std | %_ %_ | Cymma
Kapr | ®uner. | DT corr stdev | mapped | uniq corr | ev | mapped | unig | panros
hisat | rnamap | edgeR 0,9297 | 0,0209 | 67,2333 | 59,9467 36| 36 5 7 84
hisat | chain edgeR 0,9295 | 0,0209 | 77,6417 | 68,3917 34| 34 6 9 83
hisat | chain DESeq2 | 0,9284 | 0,0211 | 77,6417 | 68,3917 31| 31 6 9 77
hisat | unfil edgeR 0,9296 | 0,0209 | 54,7750 | 34,4200 35| 35 4 3 77
hisat | rnamap | DESeq2 | 0,9285 | 0,0211 | 67,2333 | 59,9467 32| 32 5 7 76
star | chain edgeR 0,9266 | 0,0217 | 90,2383 | 74,3900 28| 28 9 10 75
hisat | unfil DESeq2 | 0,9285 | 0,0211 | 54,7750 | 34,4200 33| 33 4 3 73
star | rnamap | edgeR 0,9269 | 0,0217 | 84,2050 | 65,6133 29| 29 7 8 73
star | unfil edgeR 0,9271 | 0,0216 | 85,0933 | 34,6733 30| 30 8 4 72
star | chain DESeq2 | 0,9256 | 0,0220 | 90,2383 | 74,3900 25| 25 9 10 69
star | rnamap | DESeq2 | 0,9258 | 0,0220 | 84,2050 | 65,6133 27| 27 7 8 69
star | unfil DESeq2 | 0,9258 | 0,0220 | 85,0933 | 34,6733 26 | 26 8 4 64
hisat | rnamap | DEGseq | 0,9236 | 0,0229 | 67,2333 | 59,9467 24 | 21 5 7 57
dart | chain edgeR 0,9200 | 0,0241 | 98,2820 | 82,1918 18| 15 11 12 56
hisat | chain DEGseq | 0,9235 | 0,0229 | 77,6417 | 68,3917 22| 19 6 9 56
star | chain DEGseq | 0,9217 | 0,0236 | 90,2383 | 74,3900 19| 16 9 10 54
star | rnamap | DEGseq | 0,9218 | 0,0235 | 84,2050 | 65,6133 20| 17 7 8 52
star | unfil DEGseq | 0,9219 | 0,0235 | 85,0933 | 34,6733 21| 18 8 4 51
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dart | rnamap | edgeR 0,9197 | 0,0242 | 98,2733 | 74,5048 16 | 13 10 11 50
hisat | unfil DEGseq | 0,9236 | 0,0229 | 54,7750 | 34,4200 23| 20 4 3 50
dart | unfil edgeR 0,9198 | 0,0241 | 99,1242 | 40,5047 17| 14 12 6 49
dart | chain DESeq2 | 0,9190 | 0,0244 | 98,2820 | 82,1918 15 9 11 12 47
dart | rnamap | DESeq2 | 0,9188 | 0,0245 | 98,2733 | 74,5048 14 8 10 11 43
toph | chain DESeq2 | 0,9180 | 0,0222 | 44,3667 | 36,8465 10| 23 2 5 40
toph | rnamap | DESeq2 | 0,9180 | 0,0222 | 50,6000 | 15,8884 11| 24 3 1 39
dart | chain DEGseq | 0,9148 | 0,0260 | 98,2820 | 82,1918 9 6 11 12 38
dart | unfil DESeq2 | 0,9187 | 0,0245 | 99,1242 | 40,5047 13 7 12 6 38
toph | unfil DESeq2 | 0,9180 | 0,0222 | 35,4500 | 24,3955 12| 22 1 2 37
dart | rnamap | DEGseq | 0,9147 | 0,0260 | 98,2733 | 74,5048 7 4 10 11 32
dart | unfil DEGseq | 0,9147 | 0,0260 | 99,1242 | 40,5047 8 5 12 6 31
toph | chain DEGseq | 0,9122 | 0,0243 | 44,3667 | 36,8465 41 10 2 5 21
toph | unfil DEGseq | 0,9122 | 0,0243 | 35,4500 | 24,3955 6| 12 1 2 21
toph | rnamap | DEGseq | 0,9122 | 0,0243 | 50,6000 | 15,8884 5| 11 3 1 20
toph | chain edgeR 0,9091 | 0,0264 | 44,3667 | 36,8465 3 3 2 5 13
toph | rnamap | edgeR 0,9091 | 0,0264 | 50,6000 | 15,8884 2 2 3 1 8
toph | unfil edgeR 0,9087 | 0,0265 | 35,4500 | 24,3955 1 1 1 2 5




