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CIHCOK MCINO0/Ib30BaHHBIX COKPAILeHNH
OHIT - single nucleotide polymorphism, oHOHyK/IeOTU/IHBIE TOTUMOP(HU3MbI
PHK - PuboHyk/erHOBasi KUC/IOTa
mHPHK - [lnvnaHble Hekoaupyrolue PHK
MPHK - Martpuunas PHK
IOHK - [1e30KCcMprUOOHYK/IEMHOBAsT KUC/IOTA
RNA-seq - RNA sequencing, maccoBoe BbICOKOIIPOU3BOJUTE/LHOE
cekBenrpoBanue PHK
OPC - OTKpbITbIe paMKU CUMThIBaHUS
FPKM - Fragments Per Kilobase of transcript per Million mapped reads,
KO/IMUeCTBO (hparMeHTOB /I KOHKPETHOT0 9K30Ha Ha JIJIMHY TeHa Ha MUWIJTMOH
KapTHPOBAHHBIX IMPOUTEeHUMN
TPM - Transcript per Million mapped reads, KonuuecTBO TpPaHCKPUIITOB Ha

JUIMHY TeHa Ha MWUIMOH KapTUPOBAHHBIX MPOUYTEHUM
@C - ¢akrop crialicuHra

CDS - kogupyronjas rnocyiegosatensHoCcT PHK



BBeaenue

AKTya/nbHOCTb TeMbI UCC/Ie/J0BaHUSA

Omunueie  Hekogupytomme PHK (muPHK) mnpeacraBnstor coboii  Kmacc
MUHEeWHbIX Wid KosibleBblx Monekyn PHK pgmunHont ot 200 Hyk/1eoTH[OB,
Hekoaupytoiux 6enok. ITogobno MPHK, auPHK copepskaT caiiTel CIIaliCHHTA,
10C/ieJOBaTe/IbHOCTH 3K30HOB (¢dparmeHToB 3pesiori AHPHK) u momu(A)-xBocT
(Ulitsky, 2013). Perynsiiuss ux 3KCIpecCUU OCyllecTB/seTcss aHasornuHo MPHK,
0/[JHAaKO T0Ka3aHo, YTO UX 3KCIpeccusi Oosee TKaHecrelMUUHa, a ee ypOBEeHb HIXKe,
yem y MPHK (Derrien et al., 2012). [Josiroe BpeMst UX QyHKLMHK ObLIM €1a00 U3yUeHbl,
Y 3TU MOJIeKY/Ibl pacCMaTPUBA/IMCh KakK TPaHCKPUMNLMOHHGIM 11yM (Yang et al., 2022).
HanpHelmid aHamm3 Tokaszan, yto JHPHK yuacTByroT B 0O/BIIOM KOJHUECTBE
Ba)KHEUIIMX TPOLIECCOB y >XUBOTHBIX W PAaCTeHWM: PEryssiliuM 3KCIPecCUU TeHOB
(Karlik, 2019), dbopmupoBaHuu CTPYKTYpbl MAaKpOMOJIEKY/ISIPHBIX KoMrliekcoB (Tsai et
al.,, 2010), B3aumopeicTByoT c Genkamu (Sousa et al., 2001), oOyc/ioBIMBarOT
pa3BUTHe NaToreHes3a y >KUBOTHbIX U yesioBeka (Kazemzadeh, 2015).

[To cpaBHeHMto c kMBOTHbIMU (yHKIMUM JHPHK y pacreHuii n3yueHbl meHee
JetanbHO. OJHAKO KCIepUMEHTaTbHO T0Ka3aHO, YTO OHU Y4aCTBYHOT B peryJ/isiLiiu
YCTOMUMBOCTH K X0JIOZJOBOMY, COJIEBOMY UM TeryioBoMy ctpeccy (Zhu u Wang, 2012),
BJ/IMSIOT Ha ycToWunBoCTh K runokcuu (Cheng et al., 2012), npuHUMarOT yuyacTve B
Pa3BUTHHM TIIOZIOB, KOpHeH U yucTheB (Huang et al., 2018) u B 60o/bI1I0M KOTMUECTBE
JIPYTHX TPOL[eCCOB POCTa U Pa3BUTUS pacTeHUM, oTBeTa Ha cTpecc (Traubenik, 2024).
OTHPHK  BbIMOMHSAIOT (QYHKIMM KaK TeHeTUYeCKUX, TaK U SIMUreHeTUUeCKuX
peryisTopoB SKCIPecCHd TeHOB, MOTYT JeUCTBOBaThb KaK LMC-PeryisTOpHbIe
3JIeMEHThI, B3aMMOJENCTBYs C COCEAHUMM TeHaMW, WM KakK TpaHC-peryJ/isiTOpHbIe
3/IeMEeHTbI, OKa3bIBasi BJIMSIHME Ha T'eHbl, PaCrOJIO’KeHHbIe Ha yJaJeHuH OT MeCTa UX
cuHTe3a (Wang et al., 2023). 3to pa3Hoobpa3ue ¢yHKIimi Aenaetr AHPHK BaykHBIM
00BEeKTOM /17151 TTIOHUMAaHKSI MOJIEKY/ISIPHBIX MeXaHU3MOB POCTa M Pa3BUTHS PacTeHUH,
WX OTBeTa Ha OMoTHUecKuil U abrotuueckuit ctpecc. OAHAKO IO CUX TIOP TOJIBKO JIIsI
Hebonbio vactu AHPHK wux dyHKIMOHanMbHasg posib Obla OXapaKTepU30BaHa

sKcriepuMeHTabHO. [st 6onbimHcTBa JHPHK dyHKI[MK 0CcTal0TCsl HEU3BECTHBIMM.



Baxknyto uHgopmaruio o hyHkuroHanbHou pomu AHPHK MoxkeT nipejocTaBUTh
CPaBHUTEJIbHBIM aHa/In3 M0C/1e/l0BaTe/IbHOCTE U3 T€HOMOB pa3/IMYHbIX OPraHU3MOB.
[To coBpeMeHHbIM Tpe/CTaBieHUsIM, (GYHKI[MOHA/TBHO Ba)KHbIE TMOC/Ie0BaTebHOCTH
ABJISTIOTCST O0J1ee KOHCepBaTUBHBIMU. AHanmm3 3Bostoluu JHPHK y sxuBoTHBIX (Hezroni
et al., 2015) u pacrenmii (Hao et al., 2015) mpogeMOHCTpUpOBan psJi Ba)KHbBIX
ocobeHHOCTel 3THX MosieKy/1. Yncno uaentuduuypoBanubix fHPHK y Buzia pacTenuit
KOppe/iMpyeT C pa3MepoM reHOMa, U Haubosiblllee WX KOJTUUECTBO Cpeiu 26 BH/OB
OKa3anochk y KyKypy3sl (Chen u Zhu, 2022).

B To Bpems Kak CTpykTypHble cBoucTBa JHPHK (pacnpezenenuve no aivHaw,
YKMC/Ty 9K30HOB, YPOBHIO 3KCIIpeccruy oTHocuTe/ibHO MPHK) y pa3HbIX BU/I0B pacTeHUi
pocratouHo cxoxkud (Chen wm Zhu, 2022), umcno obmux aHPHK Bbille cpeau
POZICTBEHHBIX BUIOB (B TIpeJiesiax OZHOTO POAa), MPY 3TOM MX A0JsI pe3Ko yObiBaeT 110
Mepe yBelWYeHHs IBOJIIOLMOHHOTO paccTosiHus (Sang et al., 2021). Takum obpaszom,
6onee 70% nuPHK siBnsiercst Bugocnenudrunbivu (Hezroni et al., 2015). Bo mHorux
paboTax Toka3aHa BbICOKAasi BHyTPUBU/IOBasi Bapuabe/lbHOCTb TIePBUYHON CTPYKTYPHI
nHPHK 1o cpaBHenuto ¢ MPHK (Wang et al., 2015). OHu 1eMOHCTPUPYIOT OOBIITYIO
JIOJTI0 O/THOHYK/IeOTHUAHBIX 3amMeH 110 cpaBHeHHI0 ¢ MPHK (Chen u Zhu, 2022).

B nocnegHee BpeMs B CB3M C IIPOrPeCcCOM B MeTOJAaX CEKBEHUPOBaHUS U
cOOpKM TeHOMOB CTaji0 BO3MOXXHBIM PEKOHCTPYMpPOBAaTb He OJWH, a MHO>KeCTBO
reHOMOB OJHOr0 BHZJA. DTO I03BOJISIeT [eTaJbHO HU3yuyaTb CTPYKTYPHBIE pas3/Inuus
reHOMOB OJJHOTO TakKCOHa, TaKhe KaK Bapyaldy Ha/lu4yusi-OTCyTCTBUSI reHoB (PAV).
Takue BapyaLiv IPUHSATO OMMCHIBATh B pAMKaX KOHLETLUW [aH-TeHOMa, M0/ KOTOPbIM
T0Jjpa3yMeBal0T Hen30BbITOUHBIN HabOp TeHOB, Mpe/ICTaB/IeHHbIX B reHOMaX TaKCOHa,
Kak npaBwio, Buga (Rasko et al., 2008). ITaH-reHOMbI OBIBAIOT OTKPBLITBIMU (TIpU
no0aByieHNY HOBBIX TIpe/ICTaBUTe el BH/ja KOJIMUeCTBO HOBBIX T€HOB HEOTPAHUYEHHO
pacTeT) 1 3aKPbITBIMU (/17151 KOTOPBIX CyIlleCTByeT BepXHHUM Mpe/ie/l KOJIMueCTBa reHOB).
Arnrpokcumalen naH-reHoMa MOXKeT CJIY’KUTh IaH-TPaHCKPUIITOM, OIpefie/leHHbIN
Ha OCHOBe I'€HOB, 3KCIPeCCUPYIOLIMXCS Y pa3HbIX MpeACcTaBUTe/el TakCoHa. B sTom
Cllyyae pacCMaTpUBAKOTCSl BapualliM, OL[eHeHHble Ha OCHOBE SKCIIPeCCHU TeHOB
(ePAV), mipu 3TOM CTPYKTYpHble OCOOEHHOCTH TlaH-TeHOMa U TaH-TPaHCKPUIITOMaA

oka3sbiBaroTcs 6mmskumu (Hirsch et al., 2014).



[ns  cenbCKOXO3AKWCTBEHHBIX pPAaCTeHWW MoOJe/b IlaH-TeHOMa aKTUBHO
UCTIONB3YeTCs TIpM  TIOMCKe HOBBIX 0€/IOK  KOJUPYIOL[UX TEHOB, OLIEHKe WX
pa3Hoobpasusi, CTPYKTYPHBIX 0cobeHHOCTel U 3Bo/oLMK. OHa MOo3BOJIsieT paszenThb
reHbl Ha /jBe TPYIIIbI KOTOPbIe MPUCYTCTBYIOT y BCeX IMpeJcTaBuTesnerd Buza (4po) u
reHbl, KOTOpble MPUCYTCTBYIOT JIMIIb y HEKOTOPBIX IMpeJcTaBuTeseil Buza (06o1ouka
U 065ako). ['eHbl BTOPOM Tpyrmbl OOBIYHO CBsi3aHBI C afamnTalliell pacTeHWd K
YCJIOBUSIM OKpY>Karollleli cpeibl U YCTOMUMBOCTBIO K Oosie3nsM. IlosTomMy OHM
BBI3BIBAIOT 0OJIBILION UHTEpec ucciefoBaTesieil. CiefyeT OTMeTUTD, UTO Ji7IsI OTTHMCAHUS
pa3Hoo0Opasus AyIMHHbIX HeKoaupyomux PHK mMozens maH-TpaHCKpUTNITOMa paHee He
TIPUMEHs/1ach.

Y KyJbTYypHBIX pacTeHH# OJHUM W3 Haubosiee aKTMBHO M3yuyaeMbIX SIBJISIETCS
reHOM KyKypy3bl Zea mays. KyKypy3a siB/sieTcsl OHOM U3 BelyIX 3ePHOBBIX KY/IbTYD
mupoBoro 3emiezenus (Shindin, 2009). [lIupokomMy pacnpoCTpaHeHHUIO 1 YBeJIUYeHUI0
TIPOM3BO/ICTBA KYKYpY3bl CIIOCOOCTBYHOT €€ BBICOKAsl YpPO’KallHOCTb U IIHMPOKHe
BO3MO)XHOCTH MCIIO/Ib30BaHUS Kak IIPOJYKTa IMWTaHWS, TaK M LIeHHOrO0 KOpMa sl
CebCKOX03MCTBeHHbIX XXUBOTHBIX (Korobka, et al., 2015). I'eHoM KyKypy3bl SIBISIETCS
OJHUM M3 Havbosiee TOMHO CEKBEHUMPOBAHHBIX W aHHOTUPOBAHHBIX. [/ KyKypy3bl
y)Ke TIpOBeJieHbl WCC/IefloBaHUsI 10 COOpKe IMaH-TeHOMOB W TIaH-TPaHCKPUIITOMOB,
0/JJHaKO TOJIBKO /1/1s1 6e/I0K KOJUPYIOLL{MX reHOB. B CBsI3u ¢ 3TUM Npe/iCTaB/IsieT UHTepec
u3yudeHue CTPyKTypbl U QpyHkuui AHPHK KyKypy3bl Ha OCHOBe MMEROIIMXCS JaHHbIX
10 CEKBEHHMPOBAHUIO MaH-TPaHCKPUIITOMA.

Ilesn v 3a5aum padoOTHI

ITouck mmmHHBIX Hekogupyrouwx PHK B mnaH-TpaHCKpUnTOMe KyKYypys3bl,
OLlIeHKa UX CTPYKTYPHOT'O pa3Ho00Opa3usi ¥ BLISIBJIEHHE 3aKOHOMEPHOCTe UX SBOTIOI[UH
Ha OCHOBE HCII0/Tb30BaHUs OMonH(OPMaTHUeCKMX KOHBEHepOoB.

3a/iauu, MOCTaB/I€HHbIe /1Jis JOCTHXKeHHsI YKa3aHHOM 1]e/1, BK/IIOUa/In:

1. Co3pmanue 6ronHbOpMaTHUECKOTO KOHBeMepa i Mpe/icka3aHus ¥ aHHOTAI[UH
nocnenoBatenbHoCcTer JHPHK cenbCKOX035MCTBEHHBIX pacTeHUWM Ha OCHOBe

IIIMPOKOMACIITaOHOTO aHa/M3a TPAHCKPUIITOMOB, €ro armpoOars Ha TpUMepe

KYKypYy3bl U apabuoricuca.



2. Co3panue OmomH(pOpPMaTHUeCKoro KoHBelepa [jiss COODKM M aHa/iu3a TMaH-
TPaHCKPUNTOMOB CEe/IbCKOXO03CTBEHHbIX paCTEHUM.

3. Cobopka nan-TpaHckpurntroMoB AZHPHK 1 6e/10K KOAUPYIOIIMX reHOB MHOPeTHBIX
JIMHUM KYKypY3bl, CDaBHUTE/IbHBINA aHa/IN3 UX CTPYKTYPHBIX 0COOEHHOCTEH.

4. CpaBHUTe/IbHBIM aHalM3 TeMIIOB HaKOIUIEHWs 3aMeH I10C/efloBaTeIbHOCTeN
MPHK u n1HPHK B naH-TpaHCKpHUIITOME JIMHWW KYKYDPY3Bbl.

5. CpaBHUTeNbHBIA aHaAM3 pa3HOOOpa3usi aHTUCMBICJIOBBIX, WHTPOHHBIX U
MexxreHHbIXx AHPHK B Macimrabax maH-TPaHCKPUNTOMA JIMHUM KYKypy3bl U
CKOPOCTEeMN UX HyK/IeOTUHBIX 3aMeH.

HayuHas HOBU3Ha

BriepBeie ¢ wucrionb3oBaHueM fAaHHbIX RNA-seq 503 WHOpegHBIX JIMHUH
KYKYPY3bl PeKOHCTpYyHUpOBaHhbI TaH-TpaHckpuntToMbl JHPHK 1 MPHK u nipoBesien nx
KOMIUTeKCHBIM 6ronH(popMaTrueckuii aHamu3. [TokasaHo, uTo 06a rnaH-TpaHCKPUTITOMa
SIB/ISIFOTCST 3aKPBITBIMU, TIPU 3TOM [IO/IS1 TIOC/e[0BaTeIbHOCTEeM, KOTOpPbIe SIBJISIOTCS
crieliuUYHBIMU /1J1 TPAHCKPUTITOMOB OT/le/TbHBIX JMHUIM KyKypy3bl Yy ZHPHK Bhiilie,
1o cpaBHeHuto ¢ MPHK.

Bniepeble  MpoBeZileHO  CpaBHUTe/IbHOE  MCCJ/IeJOBaHMe  SBOJIFOLIMOHHBIX
XapaKTePUCTHK TocenoBaTebHOCTel AHPHK 1 6e/10K KOAUPYIOUUX T€HOB KYKYPY3bl
B COCTaBe IaH-TPAaHCKpUNTOMa. ¥YcTaHoBieHo, uro AHPHK memoHcTpupyror Gosee
BBICOKOE FeHeTUUeCKoe pa3HooOpasve W TeMIT HaKOIJIeHHsT HYK/IeOTUJHBIX 3aMeH T10
cpaBHeHut0 ¢ MPHK.

BrIgB/1eHbI 3BOJIIOL[MOHHbIE Pa3/InuUs MeXX/1y aHTUCMBIC/IOBBIMU, MeXXT€HHbIMU
v uHTpoHHbIMU AHPHK, CBsi3aHHBIE C BO3MOXXHBIMU pPa3/IMUUsMU (PYHKI[MKA STUX TUTIOB
mHPHK. TIlokazaHo, uTto aHTuUCMBICIOBRle AHPHK  gBiastoTcss  Hambosiee
KOHCepPBAaTUBHBIMU KaK [0 TeMIlAM HAaKOIUIEHWS HYK/IEOTUIHBIX 3aMeH, TakK M II0
COCTaBy TOC/e/J0BaTe/IbHOCTel B reHOMax WHOpeAHbIX IMHUM KyKypY3bl; MHTPDOHHBIE
nHPHK xapakTtepur3yroTcss Haubosibllield CKOPOCThIO MyTaruid, a MexxreHHble THPHK
JeMOHCTPDUPYIOT ~MaKCuUMaJibHOe pa3HooOpa3ue cocTaBa UM €ro  BBICOKYHO

crie{uUUHOCTh Y UHOPeJHBIX IMHUIA KyKYPY3bl.
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TeopeTuueckas ¥ MpakTU4ecKas 1{eHHOCTh

PaspabotaH OoronHpOpMaTUUECKUH KOHBeMep ICAnnoLncRNA
naeHTUGUKaumy 1 aHaau3a JHPHK B TpaHCKPUNITOMHBIX JaHHBIX Ha OCHOBE METO/I0B
MaIIMHHOTO 00yUeHHs C BO3MOXXHOCThIO HACTPOMKY ITapaMeTPOB, CITeIU(MUIeCKHX [IIs
pedepeHCHBIX TEHOMOB PAaCTeHUN pa3HbIX BUOB. KoHBeliep obecrieurBaeT He TOJHKO
nipesckasanve fHPHK, HO 1 ux KnaccuduKalyio Ha OCHOBe FeHOMHOM JIOKau3allvy,
aHa/ M3 SKCIpeccuu M TKaHecrnelUM(UUHOCTU. IIpeasiokeHHbIe OMLIMM TMOBBILLIAKOT
TouyHOCTh uAeHTU(UKatmu JHPHK y pasHbIXx BHUJOB pacTeHWd, uTO OBLIO
IIPOZIEMOHCTPUPOBAHO TIPU aHa/M3€ TPaHCKPHUIITOMOB KYKYPy3bl M apabujoricuca.
BorunciutenbHblii  KoHBeliep ICAnnoLncRNA cBoOojHO fAoCTymeH IO afpecy:
https://github.com/artempronozin95/ICAnnoLncRNA-identification-classification-
and-annotation-of-LncRNA

Cosyian aBToMaTtu3vpoBaHHbI KOHBeliep PTA (Pan-Transcriptome Assembler)
nnsi cOOpKM M aHa/M3a KoAupywimumx W Hekoaupyrommx PHK, mo3Bosstomumii
vccnenoBatb ocobenHocty sposmonm MPHK m guPHK B pamMkax Mogenu IaH-
TpaHCKpUITOMa. BerunciuTesibHbIN KoHBeliep PTA cBo6OAHO JOCTYTIEH T10 afpecy:

https://github.com/artempronozin95/PTA-Pan-Transcriptome-Assembler

C nomo11b0 TpUMeHeHHs] KOHBeHepOB BbISIBJIEHbI OCHOBHbIE 3aKOHOMEPHOCTH
naH-TpaHckpuritoma AHPHK uHOpeHBIX MMHUM KyKypy3bl (00MBIINI M0 pa3Mepy B
cpaBHenun ¢ MPHK pa3mep maH-TpaHCKpUIITOMa, B KOTOPOM Ipe00/IafjaloT TeHbI
ob/aka); BBICOKasi KOHCEPBATUBHOCTb aHTUCMbICIOBbIX AHPHK; OGonbias momns
mexxreHHbIXx AHPHK oTHocuTcsi K 00/laky B CpaBHEHMM C aHTHUCMBICTIOBBIMH M
WHTPOHHBIMH. OTH 3aKOHOMEPHOCTU MOTYT OBITH HCII0JIb30BaHbl I [€TA/ILHOTO
n3yueHus pazHooOpasus fHPHK y apyrux BU10B pacTeHUH.

Pa3paboTaHHble 6rMorHGbOpMaTHUeCKe KOHBeHephbl MOTYT ObITh a/]JalTTUPOBAHbI
[/ aHanu3a TPAHCKPUNTOMOB [IPYTMX CeJIbCKOXO35IMCTBEHHBIX KYJbTYp IS
uaenTrdukauyu fHPHK B TpaHCKPUNITOMHBIX JAHHBIX O0JIBIIOT0 00beMa. Pe3yabTaThl
BbIsIBJIeHUS ¥ aHHOTaumu AHPHK c momoIifsio pa3paboTaHHbIX KOHBEMEepPOR M03BOJISIIOT
orpeJie/iuTh  pas3/iduusi WX CTPYKTYpP, VYTOUHUTh (PYHKIMOHAILHYHO pOJib B

MOJIEKY/ISIPHBIX TIPOLieccax pacTeHUM.
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HOJ’IO)KEHI/IH, BbIHOCHMbI€E HaA 3dLIUTY

1. buomndpopmatnuecknri kKoHBeliep ICAnnoLncRNA 3a cueT npumeHeHUs
QIFOPUTMOB ~ MAIIMHHOTO OOyueHWusi W MHOTOYPOBHEBOW  (puibTpaluu
apredakToB 0obecrieurBaeT BLICOKYH) TOUHOCTh MAaCCOBOTO TIpeJCcKa3aHUus U
aHHOTaluu AJuHHBIX Hekogupyrouux PHK (gHPHK) B TpaHckpunTomax
pacTeHuH.

2. Tan-tpanckpurnitombl MPHK 1 aHPHK vHOpegHBIX JUHUM KYKypy3bl UMEIOT
«3aKpbITBIM» THUI (OTpaHUYEHbI 0 UWCIY SKCIPeCCUPYIOLIMXCSl TeHOB), TIpU
3TOM UX CTPYKTYPBbI OTJIMYAIOTCS APYT OT Apyra — B naH-TpaHckpunrome MPHK
1peo0/1aiatoT reHbl «spa» U «000/I0UKU», KOTOPbIe CUMTAOTCST 3BOJTFOLIMOHHO
Oosiee IpeBHUMM, TOT/ja Kak B maH-TpaHcKpuntoMme AHPHK npeobafatoT reHsl
«0bs1aKa», YTO CBUJETELCTBYET 00 UX OTHOCUTETHHO MOJIO/IOM 3BOJTFOL[MOHHOM
BO3pacre.

3. pHPHK, pasnuuaroiyecs rno IoJIOKeHHI0 B FeHOMe, OT/IMYaroTCs M0 TemIlaM
9BOJTFOI[UHN — MeXXTeHHbIe ¥ MHTpoHHBbIe THPHK rMetoT HanbosibIiyto CKOPOCTh
MyTalMi, TOrZa Kak aHTucMbicyioBele JHPHK — sBastoTrcss  Haumbosee
KOHCepBaTUBHBIMU II0 TemIlaM HYK/JeOTHJHbIX 3aMeH M TII0 COCTaBy
10CJIeJ0BaTeIbHOCTEM.

Anpobanus padboTbI

OcHoOBHbIE pe3y/bTaThl, TMOAy4YeHHble B PaMKax HacTosieldl paboTel, ObuH
Tpe/iCTaB/ieHbl Ha MeXJYHapoJHbIX KOH(epeHLMsX «buovHdopmaThka reHoMHOU
PEryJISil[Uui U CTPYKTYPHOM cucTeMHOUN Ouosiornn» (HoBocubupck, 2022 - 2024 1T.);
PlantGen (HoBocubupck 2021-2025); MapuyKOBCKMX HAyuHbIX  UTEHUSIX
(HoBocubupck, 2021); MockoBckasi  KOH(epeHIMs] I10  BBIUMCIUTE/TLHOMN
MosieKyissipHor  O6uonoruu (MCCMB) (MockBa, 2021); Conference on Cereal
Biotechnology and Breeding (CBB6) (Benrpuss 2021). A Take Ha CcCbe3je
BaBunoBckoro o61iecTBa reHeTUKOB U cesieKi[uoHepoB B 2024 rogy. Pa3paboTaHHbIe

KOHBEﬁepr 3dl1daTeHTOBAHBI.
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Iyommkanumn

[To MaTepuasam AuccepTariy Omy0/IMKOBaHO 5 cTaTel B )KypHasiax u3 [lepeuns
BAK (Bce unzaekcupoBanbl B PUHLI, Scopus u Web of Science), B Tom umcie 2 B
3apyOe)KHBIX >KypHaiax, a Takke 10 Te3ucoB B cOOpHUKAax MaTepyasioB HAayUHBIX
KoHdepeH1uii. Bce paboThl 0ry6/1MKOBaHbI B COABTOPCTBE C KOJIJIeraMHu.

CtpyKTypa 1 06peM padoThI

[duccepTaliisi COCTOMT W3 JIeBSITU pas3/iesioB: BBeZleHHWe, 0030p JMTepaTyphl,
MaTepyasbl U MeTOZbl, [BYX pa3fie/loB C pe3yabTaTamMu (pa3paboTka MeToza
npefickasaHuss ¥ aHHoTauuu AHPHK ¥ aHanu3 maH-TpaHCKpUITOMA), 3aK/IHueHue,
BbIBO/IbI, CITUCOK JuTeparypbl (348 WCTOUYHMKA), a TakKe BK/IHOYaeT OrjaBJ/ieHUe,
TIPUJIO>KEeHUe U CITMCOK COKpalrieHnii. PaboTa u3nokeHa Ha 170 cTpaHuijax (BK/rOYast
[Tpunoxkenue), cofep>kut 33 pucyHka v 10 Tabmuir.

JIMYHBIM BKJIa/| aBTOpa

ABTOopoM pa3paboTaHbl JBa OuouH(OpPMaTHMUeCKMX KOHBelepa: 1) mais
ripejicka3aHus ¥ aHHotauuu AHPHK, 2) aia aBTomMatrueckoi cOOpKHM M aHaM3a IaH-
TPaHCKpUITTOMA. Tak)Ke aBTOp IPOBeJ KOMIJIEKCHbIM aHanu3 BbisiBaeHHbIX AHPHK u
0e/ToK KOAMPYIOIIMX FeHOB B MaH-TPAHCKPUIITOME KYKYPY3bl.

biaropapaocTu

ABTOp BbIpa)kaeT HCKpeHHIOW OmarozapHocTh 1.0.H. AdonHukoBy [I.A. 3a
Hay4YHOe PYKOBO/CTBO JaHHOU paboToii. Paccka3zoBy /.A 3a mpefocTaB/ieHre JOCTYIIa
K pecypcam llentpa KosimekTMBHOro monb3oBanus UWlul' CO  PAH
«buouHdopmaTuka» ass npoBeseHus pacuetoB. 3emssiHckol E.B. u EpmoBy H.U. 3a

TI0/1e3HbIe COBETHI T10 Y/TYUILIeHUI0 PabOTHI.
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I'JTABA 1. O630p /uTepaTypsbl

1.1 O6mas xapakrepucruka JHPHK

Hekogupyromue PHK (HkKPHK) BBIOMHSIOT B reHOMax pacTeHUW psf
BaKHEMIINX (PYHKLMM, CBSI3aHHBIX C PErysiljier 5KCIPecCUd TeHOB, FOMeoCTa3’oM
¢GH1310/I0THYeCKUX TMapaMeTpoB pacTeHUi. 3HaHWe (PYHKIMOHAIBHBIX 0COOEHHOCTeN
HKPHK no3BossieT 1iesieHanpaB/eHHO y/yylllaTh pa3/jdyHble CBOMCTBA pacTeHui (Zhu
1 Wang, 2012; Wu et al., 2013; Deng et al., 2018), uto obycnapivBaeT UHTEpeC K
M3y4yeHUro 3TUX MoJieKys. Hekomupyroique PHK MoXHO paszie/ivth Ha [Be TpYIIIIbL:
CTPYKTypHble Hekojaupytoiiue (pubocomubie PHK, TtpaHcrioptHeie PHK, wmasbie
sanepHble PHK, manelie sapeimikoBeie PHK) 1 perynsitopHble HeKogupyromue (Masble
Hekogupytoiue PHK u niunnble Hekoavpytomue PHK) (Hasumnosa, 2021). Haumvenee
V3yUeHHbIMU U3 BCeX IMepPeUYrC/IeHHbIX K/IaCCOB MOJIEKYJT IBISOTCA AnHHbIe HKPHK
(Kim u Sung, 2012; Joshi 1 Romanowska, 2020).

Onunneie Hekoaupyroimme PHK (aHPHK) sBnsitoTcss BakHBIM — K/1aCCOM
Hekoaupyroiux PHK B >XMBBIX opraHu3Max U TPe/ICTaB/ISIOT COO0M JTMHeNHbIe WU
KonbiieBble MosieKynbl PHK, cogepskaiijue 6osee 200 HYKIeoTHZIOB 6e3 OTKPBITBIX
pamok cumuTbiBaHus (Kim u Sung, 2012; Ha3umnosa, 2021). @yHKUMU U CTPYKTYpa (Kak
nepBUyHasi, Tak W BTopuuHasi) AHPHK cnabo wusyueHnl B cpaBHeHHMU C 0enok
KOAUPYIOIMMU TeHaMu U reHamMud Mmajbix Hekogupyromux PHK. OpgHako yuactue
nHPHK BbIsiBeHO B perynsituu skcripeccud reHoB (Karlik, 2019), ¢dopmupoBanuu
CTPYKTYPbl MaKpoMOJIeKyIsipHbIX KoMryiekcoB (Tsai et al., 2010), Bo B3auMo/jeliCTBUM
c 6enkamu (Sousa et al., 2001), B matoreHese (Medvedeva et al., 2015). zuPHK
Haubosiee aKTUBHO U3Y4arOTCsl SKCIIePUMeHTaIbHO U OMorH(OpMaTHUeCcKH y uesioBeka
U JPYTUX MOJe/bHBIX BUZIOB (MbIllib, KpbICa, Apo3oduia U T.A.). ITU UCCIel0BaHuUs
MO3BO/ISIIOT ~ WJeHTUULMpoBaTh mnociaefoBaresbHocTH  AHPHK B reHomax wu
TPAHCKPHUMTOMaX, pPacM(poBaTh Ba)KHbIe OCOOEHHOCTU WX CTPYKTYPHI, PETry/ISIUH
9KCIIPeCCUU U (PYHKIIMOHUPOBaHUS, KIacCUUIMPOBATh UX TI0 CTPYKTYype U (QyHKIUH.
Ha cerogHsimHWiA [ieHb 3TU MeTO[bl TIO3BOJWIN WAEHTU(HUIMPOBaTE OOJbIIOe
KOo/uecTBo TocsiefoBaTesibHocTeld AHPHK y >kuBOTHBIX. Tak, cormacHo 6a3e JaHHBIX
Gencode (Frankish et al., 2021), B reHome Mbiiiu orrcado okosio 13 000 renos sHPHK.

B renome uenoBeka HacuuthiBaeTcsi 6osee 18 000 renoB quPHK (I'opaurok, 2014).
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N3yuenne paHPHK y OKMBOTHBIX TIO3BOIWIO  KjaacCU(UUMpPOBaTh HUX  TIO
BHYTPUK/IETOYHOM JIOKaiv3almu ( IIPOMOTOpHBIE, SHXAHCEpHbIe, TeJIOMepHbIe,
curHanbHble U ap.) (Li et al., 2014; Zhao et al., 2018) 1 Mo MoJ/IOXKeHHIO B TeHOMe
(Me>xXreHHbIe, UHTPOHHbIE, aHTUCMBIC/IOBbIe U 7Ap.) (Ma, 2013; De Quattro, 2017;
Karlik, 2019; Chen, 2020). 3Tu wuccnefoBaHUsI TMPUBOAAT K CO3/JaHHUIO
CrielManu3upoBaHHbIX 0a3 gaHHbix JHPHK, copepkamux mocsemnoBaTelbHOCTU
JeCSITKOB ThICS'Y TPAaHCKPUITOB, a Takke WH(pOpMaL1io 00 UX MepBUYHOM CTPYKTYpe,
9K30H-MHTPOHHOW OpraHu3aliyd, reHOMHOM KOHTEeKCTe W, B HEKOTOpBIX CJydasX,
BTOpryHOl cTpykType (Griffiths-Jones, 2006; Amaral u Mattick, 2008). Bcieacrue
OTCYTCTBUS Y TepBUYHOM CTPYKTYpbl AHPHK 4eTKO BbIpa’keHHbIX (DYHKLIMOHATbHBIX
cerMeHTOB (Kak, HampuMmep, [OMeHbl y Oe/IKOBBIX II0C/Ie/[0BaTebHOCTeH), Ha
CeroAHsIIIHUN AeHb npesickazanre pyHkiuu JHPHK Ha ocHOBe nepBUYHOM CTPYKTYPbI
sBJIsSileTCs C/I0)KHOU 3aaueli (Blythe, 2016; Belinepnu u I'apees, 2020; Ahmad et al.,
2021).

Poct unTtepeca Kk fHPHK npuBesn K TOMy, UTO 3KCIIepUMEHTA/IbHbIX METO/0B
CTaJI0 HEeJJOCTaTOYHO /I UCC/IeOBaHUs JJaHHbIX MoJieKys. [Tostomy and m3yuyeHus
3TOoro Knacca PHK akTMBHO MCTO/B3YIOTCS MeTo/Ibl OMonH(popMaTUKU. B uacTHOCTH,
OHU HarpaB/ieHbl Ha MIMPOKOMACIITabHOe pacro3HaBaHWe I10C/eloBaTeIbHOCTeH
THPHK B renomMax u TpaHckpuntomax (Zhao et al., 2018; Bryzghalov, 2021; Talyan et
al., 2021), npezacka3anue ux B3aumoercTBul ¢ 6enkamu (Campalans, 2004), c MPHK
u apyrumu Hekogupytomumu PHK (Unver u Tombuloglu, 2020a), Ha usyueHue
Biusinvsl AHPHK Ha skcrnipeccuto apyrux reHoB (Karlik, 2019), usyueHve MexaHU3MOB
ux 3Bostotmu (Duret et al., 2006; Khorkova, 2015) u npejcka3aHue WX BTOPAYHOM
cTpyKTypbl U dyHKImi (Graf u Kretz, 2020).

OHPHK Takke u3BecTHbI M y pacTeHuM. VIHTepeCHO OTMeTHTb, 4TO ,
HeCMOTPs Ha psif, crielfudruuecKix ocobeHHocTel (CrTocOOHOCTb TPaHCKPHUOMPOBATHLCS
PHK-nomumepasoit IV u V 'y pacreHuii), (yHKLHMOHa/AbHble U CTPYKTYpHBIE
xapaktepuctiku fHPHK >XMBOTHBIX 1 pacTeHuii umetoT MHOTo obiiero (Golicz, 2018).
N3BecTHO, uTo y pactenni JHPHK npuHMMarOT yyactue B peryJsisiliii yCTOMYUBOCTH
K X0JI0/IOBOMY, COJIEBOMY U TerioBoMy ctpeccy (Zhu u Wang, 2012; Wu et al., 2013;

Deng et al., 2018), oka3biBatOT BIMsIHWE Ha yCTOWUMBOCTH K runokcuu (Cheng et al.,
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2012), npyHKUMAIOT yYacTHe B Pa3BUTHH TUIOZI0B, KOpHel u muctheB (Ma, 2013; Huang
et al., 2018). OgHako, HECMOTPS Ha pacTylliee YMC/I0 UCC/IeJOBAaHUM, TTOCBSIL€HHbIX
CTPYKTYPHO-(GYyHKIIMOHa/IbHOMY aHanu3y AHPHK, naHHbBIN TUIT MOJIEKY T IO-TIDE>KHEMY
OCTaeTCsi MaJIoM3yueHHbIM. DTO CBS3aHO CO MHOKECTBOM (paKTOPOB, KOTOPbIE HY>KHO
yuutbiBaTh npu upgeHTupukaimu AHPHK. Pasmep aHPHK cxox c pa3smepom
HEKOTOPBIX 0e/I0K KOAMPYIOIIUX T€HOB, UTO MPUBOJUT K OLIMOKaM paclio3HaBaHUS.
Takxke uccie0BaHUA MOKa3bIBAKOT, YTO IocaeoBarenbHoCTH AHPHK mnipereprieBatoT
OBICTPYIO 3BOJIOLIMIO, 3aKOHOMEPHOCTH KOTOPOM TI0Ka HeTOHSATHBI. Kak rpaBumsio, B
TIpOLiecce 3BOJIFOLIMK 3TU TOC/e/I0BaTe/IbHOCTHA OUeHb OBICTPO HAKalIMBalOT 3aMeHbI
Tak, UTO /IayKe C TI0C/Ie/J0BaTebHOCTSMU U3 O/IM3KOPO/ICTBEHHBIX BU/IOB OPraHU3MOB

OHU UMeroT c1abyto romosioruto (Ponting, 2009; Derrien et al., 2012).

1.2 Knaccudukanusa jHPHK 1o mo/io)keHuio B reHoMe

AHPHK  knaccuuiuupyroT 1Mo MHOTMM TapaMeTpaM: JJIMHa TPaHCKPUIITA,
pacriosio)keHve B reHome, B3aumogelicteue ¢ JHK, PHK wnu Genkamu, yuactve B
niporjeccax peryssiun 3kcrpeccun reHoB (Karlik, 2019). OgHako Hanbosiee wacTo
VICTI0J/Ib3YIOT K/IaCCU(UKALMI0 MO TOJI0)KEHUI0 B TeHOMEe OTHOCHUTEIbHO W3BECTHBIX
6esok Koaupyrommx reHoB. CormacHo 3tol Kinaccubukanmu, aHPHK gensTcs Ha

yeTbIpe KpynHbIX Knacca (Ponting, Oliver u Reik, 2009) pucyHok 1.1:

® VHTPOHHble — [epeKpbIBAlOTCS C UHTPOHOM TeHa.

® QaHTUCMBIC/IOBbIE — OPHEHTHPOBaHbl MPOTHUB HarpaB/eHUsl TPAHCKPUIILUU
reHa, Ko/IMpytolero 6emnok.

® MeKT'eHHbIe — PACII0/IOKeHbI MeXX/1y IByMsl JIOKyCaMU T'eHOB.

® CMBICJIOBblE — OpUEHTUPOBaHbl B HarpaB/JIeHWM TPaHCKPUILIMKA TeHa,

KOJIUPYIOIIET0o OeJIoK.
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Knaccbl gHPHK
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Pucynok 1.1. Knaccudukaius fHPHK Ha ocHOBe pacriosiokeHUss ¥ OpUeHTaluu

«+——— HanpaseneHune
YTEeHUA TpaHCKpunTa

OTHOCUTETHHO O/IMKaNIIINX WK TIepeKPhIBAIOLUXCsl 6e/I0K KOAHUPYIOIUX TeHOB.

Muaunyanusa TpaHcKpunumu UHTPOHHBLIX AHPHK mpoucxofuTr B Hamnpas/eHUU
TPaHCKPUIILUY T'eHa-MUIlIeHH, TePMUHALMsl IPOMCXOAUT B 00/1aCTU MepeKpbiBaHUs C

5K30HOM reHa-muilenu (Budak, Kaya u Cagirici, 2020).

TpaHckpuriss aHTUCMBICIOBBIX OHPHK HaunHaeTcs Ha 3'-KOHLle TreHa,
Kogupytoiero 6enok. Otu fHPHK pa3zesnsitoT Ha [[Be IPyTIbl B 3aBUCUMOCTH OT LIUC-
Y TpPaHC-TeOMeTPUUeCKOW U30Mepuu. TpaHCKPUIILKS LUC-U30MepPOB aHTHCMBbIC/IOBOM
mHPHK  (uuc-gaPHK) TIpoMCXOoguT C TPOTUBOIIONIOXHOTO KOHIIA JIOKyca OesioK
KOJIMPYIOLEro r'eHa, C KOTOPbIM JJaHHbIA TPAHCKPHIIT TTepeKpbIBaeTCs. 3a CueT 3TOro
OHPHK wvMeeT BBICOKMM YpOBEHb KOMILJIEMEHTADHOCTM C JIaHHBIM TE€HOM.
TpaHCKpUITILIUS TpaHC-M30MepOB aHTHUCMbICI0BOM JHPHK mipoucxoguT c jokyca
cocefHero 0eioK KOJUPYIOIETO TeHa, C KOTOPhIM TiepeKphIBaeTCsl JAaHHbBIN
TpaHCKpUNT. Takum o0pa3om, 1of00HbIe TPAHCKPUMTHI MOTYT TepeKpbIBaThCs C
HECKOJIbLKMUMHU FeHaMU, HO TIPU 3TOM UMEIOT HU3KUM YPOBEHb KOMIIJIEMEHTapHOCTH C

HumH (Britto-Kido et al., 2013).

Hmina wMexrenHbix AHPHK mpeBbimaer 200 HYKIeOTHJO0B, [JaHHbIE

TPAHCKPHUNTHI He TEePeKPBLIBAIOTCS C KOAWpYHImuMU Oenok reHamu. OcobGeHHOCTH
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TPAaHCKDUNTOB  JAaHHOTO  KJjacca: BBICOKasi BapuabeNbHOCThb,  BbIpayKeHHas
TKaHecnerduuHocTe. B pabore Kapusta et al. (2013) 6uonH(opMaTHUeCKUMH
MeToZaMu OBIJI0 TI0Ka3aHO B3auMOJelcTBHe MeXreHHbIX AHPHK ¢ MOOHIBHBIMH
snemMeHTamu. [IpoBefieHHOe MCCiefoBaHMe MPeJOCTaB/IsieT CUCTeMaTUUeCKYI0 OL|eHKY
BK/IaZla MOOWIBHBIX 3/IEeMEHTOB B COCTaB, SBOJIIOLIMOHHOE TIPOMCXOXKeHHe WU
peryssauuo fHPHK.

CwmbicnioBble AHPHK TpaHCKpUOUPYIOTCS B HaTIpaB/IeHUU TPAHCKPUIIIMKU 6eToK
KO/JIJMPYIOLMX FeHOB. JTO Jle/laeT UX BblJe/leHre B 0TAe/bHbIN Kiiace AHPHK wmm faxe
ux uaeHTudukaluio B kauectBe AHPHK nocrarouHo npotuBopeunBbiM. CTPYKTYpHbIE
xapakTepuctuku Takux PHK (a/1vHa, KOJMUeCTBO 5K30HOB M WHTPOHOB) MOTYT
COBITaJaTh CO CTPYKTYPOi O6e/I0K KOAUPYIOIero reHa. B CBSI3U € 9TUM oIpe e/ ISIFoIM
KpUTepHeM TIpU BbISIBJIEHUH TMOZOOHBIX TPAHCKPUMTOB CTAHOBUTCS HaIUuue WM
OTCYTCTBHE KoAupyrolero norednuana (Ma, 2013). Hanpumep, B pabote (Ma, 2013)
rpejriojiaraeTcs, YTO TPAHCKPUNTHI JaHHOro kijacca AHPHK Morytr mnosHOCTBRO
TepeKphIBaThCS C reHamH, Koaupyroummu 6eok. OgHako B pabote (Budak, 2020)
onuckiBatoTcs ripumepsl AHPHK, BO3HMKIIIMX 3a CcYeT a/lbTePHAaTUBHOIO CI/IAMCUHTa
WA yKOpauMBaHUs TePBOro 100 Moc/ieiHero 3K30Ha TeHOB. ABTODHI MPeATIoaraorT,
YTO 3TU TeHbI MOT'YT TIPe/ICTaB/ISATh U30()OPMbI OEJTKOB, KOJUPYEMBIX 3TUMHU T€HaMH, a
He naHPHK. Hanpumep, B paborax (Derrien et al.,, 2012, Budak, 2020) PHK,
TiepeKphIBaloILIKecs C 9K30HOM T'eHa, Kogupytoiero 6esok, He cunrtatorcs AHPHK. s
pacTeHWM TaKWUX TPAHCKPUIITOB HaWleHO Majo, U HU [Ji1 OJHOTO W3 HUX HeT

dbyHKUMOHanbHOM aHHOoTauuuy (Budak, 2020).

1.3 Monekynsipabie ¢pyakiuu sHPHK

mHPHK vMeroT HeCKOobKO OOIMX XapaKTePUCTHK C TeHaMH, KOJUPYIOIUMU
Oenku, UTO 3aTpyHSET X UAeHTHUUKalMo. Tak, Hanpumep, 6onbiMHCTBO AHPHK
TpaHcKpubupyercs ¢ tmiomomipio PHK-momumepaser II. OHM uMeOT CXOZAHbIE
MUreHeTHYecKre Npo(uiv, Haluure CUTHAJIOB CIJIaliCUHTa Y TI0/IMa|eHUIMPOBaHus,
a Tak)Ke CxXo/iHble pa3Mephbl 3K30HOB U UHTPOHOB (Ulitsky u Bartel, 2013; JlykuHa et
al., 2022). Kpome Ttoro, Hekotopble THPHK umetoT asvHy, mpesiiuatoigyro 1000

HK. Takum o6pa3om, OHU MOTYT COZiep>KaTh OTKPBIThie paMku cunThiBaHus (OPC).
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Hanpumep, B pabote (Dinger et al., 2008) ynomuHaetcs, uro fHPHK B cpesiHeM MoryT
coliepaTb HeCKOoJIbKO TpaHompyembix OPC, umerommx gjuHy B Tipefenax 50
Ko#oHOB. OnHako Hamvuve OPC y HekoTopeix ZHPHK He moapa3symeBaeT Haiuuue
KOJIMPYIOIIero moTeHIuana. B OonbimHCTBe ciydaeB mnogobueie OPC ymbo He
TPaHCUPYIOTCS, MO0 TPUBOJSAT JIUIIb K CUHTe3y KOPOTKUX TMeNTH/0B 0e3 TIPU3HaKOB

¢dyHkumonanbHoOro 6enka (Ransohoff, 2018).

OTnnunTenbHOU 0COOEHHOCTBHIO mHPHK ABJIAETCS CrIocoOHOCTh
TpaHckpubupoBaTthcsi PHK-mommmepasoii IV u V, ocobenHo y pacrenuii (Xie et al.,
2014). bonpmmHcTBO AHPHK noOKanu3yroTcss Kak B K/IETOUHOM sifipe, TaK U B
ruroruia3me (Pal 1 Rao, 2017). Takke sHPHK feMOHCTpUPYIOT O0/1ee HU3KHI yPOBEHb
9KCTIPeCCUH, TIPU ITOM 3IKCIPECCUPYIOTCS Oosee crieriupuuHO AJisi OTpefie/leHHbIX
TkaHeld (TarocsH et al., 2020). CpaBHenue JHPHK pasnuuHbIX BUZIOB pacTeHWH
MOKa3aso, YTo [0/l CXOAHBIX MOC/Ae[0BaTe/IbHOCTeN y pa3HbIX BUAOB Masna. OHaKo
mHPHK  omHoro Buaa  [eMOHCTPUPYKOT  [OCTaTOYHO  BBICOKMM  YDPOBEHb
KOHCEepBaTUBHOCTHY MEePBUYHOM, BTOPUUHOM U TPeTUUHOW CTPYKTyphl (Ahmad et al.,

2021).

B pa6otax (Li et al., 2014; Ahmad et al., 2021; Zhao et al., 2022) yka3biBaeTcs,
yTo Ha (yHKI[MOHUpoBaHue AHPHK BusieT MX BHYTPHUK/IETOUHAs JIOKaH3allusl.
B paborax (Kopp 1 Mendell, 2018; Ha3sumora, 2021; Ahmad et al., 2021; Zhao et al.,

2022) BbifienstoT 0siTh OCHOBHBIX PyHKUMM AHPHK, npefcTaBieHHbIX Ha pucyHKe 1.2.


https://www.zotero.org/google-docs/?B0V0K4
https://www.zotero.org/google-docs/?S7dJhJ
https://www.zotero.org/google-docs/?S7dJhJ
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Cu2HanbHble OHPHK

OHPHK ualije Bcero skCripecCMpyroTcs B Orpe/ie/ieHHbIX TKaHgX. B HeKOTOpbIX
paborax oTtmeuaercs, uro AHPHK skcripeccupytoTcsi crieruduyeckd B OTBeT Ha
pasnuuHble ctuMybl (Huarte u Rinn, 2010; Loewer et al., 2010; Hung et al., 2011;
Ha3umnoga, 2021). B cBsSi3u € 5TUM MOXXHO TMPeAII0/I0XKUTh, UYTO SKCIPECCUsI HEKOTOPBIX
THPHK HaxoguTcs moji KOHTpO/eM TpaHCKpPUMNLMOHHBIX (gakTopoB (Wang u Chang,
2011), ocyuiecTB/sieTCs B ONpeJeneHHbIi MOMEHT BDEMEHHU U B OTpe/ie/IeHHOW TKaHU
Y MOXKET CJTY>KUTh CUTHA/IOM JiJIs 3allyCKa peryJ/siTOpHBIX MPOLIeccoB B KiieTKe (Wang
u Chang, 2011). Takas crierjucduueckas sKcripeccusi xapakrepsa st THPHK, kotopbie
Ha3bIBalOT CUrHa/bHbIMU (pUcyHOK 1.3A). CurHanbHble fHPHK MoryT BeiCTymnath B
KayecTBe 3JIeMEeHTOB peryJsanuu. V3BeCTHO, Hampumep, uTto curHajbHbele JHPHK
B3aMMO/IEMCTBYIOT C MOAUGMULIMPYIOIIUMA XPOMaTHUH (epMeHTaMM, TaKuMH Kak
TMCTOHOBbIe MeTUITpaHC(hepasbl, YTOObI MOAABUTL SKCIIPECCHI0 WX TeHOB-MUILIeHeH
rocpe/icTBOM obOpa3oBaHus retepoxpomaTtriHa (Chen, Wang u Yao, 2016). Takue
B3aUMO/IeHCTBUYS U SIBJISIFOTCS YaCThIO PETYISTOPHBIX M CUTHAIbHBIX (DYHKLIWN JaHHOT O

tuna JHPHK.
OHPHK npumaHKu unu 108ywKu

OHPHK TpuUMaHKM CBSI3bIBAIOT OE/IKM W TeM CaMbIM TIPEMSTCTBYIOT WX
B3aMMO/IEICTBUIO C PeryJIAITOPHbIMM pailloHamMu TeHoB-muileHeli (Wang u Chang,
2011) pucynok 1.26. Ot paHPHK KocBeHHbIM 00pa3oM  pernpeccUpyroT
TpaHCKpuniuio,  6mokupys  MukpoPHK,  mopgudwuimpyromme  KOMIUIEKChI
(cyObeauHULIBI XpOMAaTHHA), KaTaTuTHUecKre 0esiku ¥ hakTophl TpaHCKpuriyuy (Wang
u Chang, 2011; Kotake et al., 2011). Takxe fHPHK BbICTYyNatOT B KaueCTBe JIOBYLLKH
st MUKpoPHK; maHHbIN MexaHH3M B3aUMO/IeMCTBYS ITOAPOOHO OIMKCaH B TI0/[pa3/ierie

1.3.1 «Mexanusmsbl B3aumogerictBus JTHPHK 1 MukpoPHK».
OHPHK npo8oOHUKuU

OHPHK Takke BBIMOMHSIOT (PYHKLUIO TPYNNUPOBKH/JIOKAIM3alA (aKTOPOB
TPAHCKPUIILIMKM B Olpe/ie/leHHbIX TeHOMHbIX JIOKycax. Takve OHPHK Ha3biBarOT
Hanpas/sitoiuMu (pucyHok 1.2B). nHPHK HanpaBnsitoT MogudukaTopsl XpoMaTUHA

1 OesKOBble KOMIUIEKCHI WM (aKTOPbl TPAaHCKPWILIMKA K OTpe/ie/ieHHbIM TreHaM-
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mumieHsM. OHH  CITOCOOCTBYIOT — JIOKa/M3allud — PeTY/STOPHBIX ~ MOJEeKyJl B
orpe/ieJIeHHbIX JIOKyCax /It OCYLLeCTB/IeHUs] TpaHCKpUILMOHHOW peryssiguu (Chen,
Wang u Yao, 2016). suPHK umeroT uyc- U TpaHc-reoMeTpuuecKyro usomeputo. Luc-
V30Mepbl  HamnpaB/slOT  M3MeHeHWs  XpOMaTvHa, BbICTyasg B KauyecTBe
KOMIlIeMeHTapHbIX MuilleHer Aisi Manbix PHK (Takux kak MukpoPHK, wmasnbie
untep¢epupyromye PHK) (Wang u Chang, 2011). Tpanc-usomeps! gocrasnstot JHK-

muieHb nocpeacrsom PHK-/THK-B3aumogeiicteuii (Ye et al., 2022).
OHPHK kapkacnbl

mHPHK  kapkacekl (ckaddomnabl) uUrpamT BakHYH pojib TIpu  cOOpKe
MaKpPOMOJIEKY/ISIDHBIX ~ O/IKOBBIX ~ KOMIIEKCOB Y WHHUIMAIIMM  Pa3/InUHbIX
6uonornyeckux rnpoueccoB (Yang, Froberg u Lee, 2014) pucyHok 1.2T". TlogoGHbie
nHPHK criocoOHbI CcoeVHATL HECKOJBKO Oe/lKOB B OAWH PUOOHYK/IEMHOBBIM
KOMILJIEKC, KOTOPBIM I103BOJISIET TO/aB/AsATh WIW aKTUBUPOBAaTh TPAHCKPUIIIUIO B
3aBUCHMOCTH OT HaJIM4UMs ¥ IpUpo/ibl BoBieueHHbIX AHPHK u 6enkoB (Wang u Chang,

2011).
OHPHK 3HxaHcepbl

IHPHK, TpaHCKpUIILIUA KOTOPBIX OCYIL[EeCTBJIAETCH C 3HXAHCEepPHBIX JIOKYCOB,
Ha3biBatoTcsi AHPHK snxaHcepamu (pucyHok 1.2/1). Kak u Bce gHPHK, wux
MOC/1eI0BaTeIbHOCTU CYMTHIBAIOTCS B OJHOM HarlpaB/IeHUU, UMEIOT Mou(A)-XBOCT U
crinavicupytotes (Lam et al., 2013). Ux ciaepyetr oTinuath OT 3HxaHcepHbIx PHK
(5PHK), koTtopele sBASIOTCA MPOAYKTOM [BYHArnpaBJIeHHOW TPaHCKPUIMLMM, He
CIJIaliCMPOBaHbI ¥ He UMerOT 1o/u(A)-xBocTa. JHxaHcepHble JHPHK Ha ceroansimHui
JleHb I0BOJIbHO T1/1I0X0 u3ydeHbl. OfHako coriacHo runortes3e (Kim, Hemberg u Gray,
2015) cuHTe3 3HXaHCepHbIX AHPHK MOXKeT C/Iy>KUTh CIIocoO0M TIo/iep>KaHusT
OTKDBITOTO COCTOSTHUSI XpOMaTMHa B 00/1aCTM 3HXaHCEpOB [y objeryeHus ux
B3aMMO/IEHCTBUSI C TIPOMOTOpPaMHU TIOCPe/ICTBOM 00pa3oBaHus TieTesb. HekoTopble
WCC/IeIOBaHUs TOKAa3bIBAalOT BOBJIEUEHHOCTb 3HXaHcepHbix AHPHK B mnpouecc
aKTHBAaLIUU dKcripeccuu reHoB-mutieHel (Kim et al., 2010; Lai et al., 2013). Takxe B
HECKOJILKMX paboTax TIOKa3aHO TIOHWKEHWe SKCIPeCCMM TeHOB-MUIIIEHeH IpH

HOKJlayHe Omvpkaiiieii K Hum saxancepHout sHPHK (Lai et al., 2013; Melo et al., 2013).
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1.3.1 Mexanu3mbi B3aumogeiictBus AHPHK u mukpoPHK

Ocoboe BHUMaHHWe CTOUT yAenuTh Blaumogeicteuio fHPHK u mukpoPHK. B
pabore (Zhang et al.,, 2020) yka3biBaeTCcsl Ha ydacTHe JJaHHBIX B3aUMOJIEMCTBUM B
PEryJiIsil[ui YCTOMUYMBOCTH K OO/Ie3HSIM, XOJI0[J0BOMY, TETUVIOBOMY, OMOTHYECKOMY M
abrOTHUYeCKOMY CTPecCy y pacTeHHH.

MukpoPHK - 5310 Manble Hekoaupytoiie PHK gnuHoit 18-25 HT.,
TPaHCKPUOUpYeMble W3 WHTPOHOB WM MeXreHHbIX perroHoB (Chen m Rajewsky,
2007). Ha ceropHsimiHUM [ieHb BbIZIE/SIFOT YeThIpe TWIa B3aumo/erictBusi AHPHK u
MukpoPHK (Jin et al., 2020) (pucyHoxk 1.3): (A) guPHK gerpagupyeT npu cBsi3bIBaHUA
¢ mukpoPHK; (b) mHPHK BbicTyriaeT B KauecTBe MuIlleHU (TyOKH) [jis
MukpoPHK; (B) auPHK konkypupyer ¢ MukpoPHK gnsi perynsiud ypoBHS
skcripeccun MPHK; (I') guPHK BeicTymaeT mipeaiecTBeHHUKOM MHUKpoPHK
(cinaticupyercs B MukpoPHK). Bosee mogpo6HO pa3bepem [jaHHbIe MeXaHHU3MBbI

B3alMO/IENCTBUSI.

A Herpagauna aHPHK npw ectpamsanun mnPHK [5) JOHPHK muwenn ans mukpoPHK (ry6km)

MAKpoPHK

. ®
iy Nt i 4
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Pucynok 1.3. Mexanusmbl B3aumogeictBusi AHPHK-MukpoPHK: A) [erpazaius
nHPHK npu BctpamBanuu mukpoPHK.  B) guPHK BeicTynaer B KauecTBe mMuilieHU
(ry6kn) ayis MukpoPHK. B) ntHPHK konkypupyeT ¢ MUKpoPHK a71s1 perynisiiiyiy ypoBHs
skcripeccin MPHK. T') guPHK BeicTymaer mnpepmectBeHHUKOM MUKPOPHK

(cninavicupyetcst B MUKpOPHK).


https://www.zotero.org/google-docs/?zwQC9X
https://www.zotero.org/google-docs/?GV0Ahr
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Heepadayus oOHPHK npu ecmpausaHuu mukpoPHK

MukpoPHK ¢byHKI[MOHMPYIOT B KOMILIEKCE C Oe/lkaMH CeMelCTBa aproHaBTOB
(AGO). Kommnnekc MUKpoPHK-AGO cBsi3bIBaeTCsl C KOMILJIEMEHTapPHBIMM y4aCTKaMH1
MPHK, uto npuBoauT 100 K 6/TIOKMPOBaHUIO TPaHC/IALIMU, MO0 K Aerpagaumu MPHK
(Huntzinger u Izaurralde, 2011). AHanornyHbiM 06pa3oM MUILIEHBIO /711 KOMILIeKCa
MUKpOPHK MoryT BbIcTynate u nocienoBarensHocTy AHPHK. Ilpy cBsi3pIBaHUU
MUKpOPHK ¢ xommiemeHTapHeiM yuacTkoM JHPHK mnpoucxoaur perpajauus
nocneaHet (Mukherjee et al.,, 2011; Yoon et al., 2013). B stom ciyuae sHPHK
BLICTyIaeT KakK KOHKypeHT MPHK u TeM cambIM ajcopOHpyeT uacTb MOJEKYJI
MUKpOPHK, cHmkasi ux BO3/elicTBHe Ha MOJEKYJbl TMOTeHI[UabHbIX MHUIlleHel
(MPHK). BakHo, UTO TIpy 3TOM MNPOUCXOAUT ferpaaiusi U camor AHPHK (pucyHok
1.3A).

OHPHK muweHnu 011 mukpoPHK

BriepBoie sHPHK wmuilieHud ¢ 3ppeKToM MUMHUKDPUH, WM KOHKYPUPYHOIIUe
srgoreHHble AHPHK (competitive endogenous RNAs, ceRNAs), 0111 00Hapy>KeHbI B
reHomax pacteHui, pucyHok 1.3b (Thomson u Dinger, 2016). MexaHu3M MUMUKPUH
(«3dpdexr rybrm») 3akmouaercs B OokvpoBaHuM B3aumopelicTBus MUKPOoPHK ¢
MPHK-MuilieHb10 3a cyeT cBsisbiBaHUs JaHHOM MUKPOPHK c sHPHK-nipumaHkoii uepe3
YaCTUUHO KOMIJIeMeHTapHble rocsiefoBaTesibHOCTH (Franco-Zorrilla et al., 2007).

Ha ceropHsmHuii [ieHb 3SKCIIEPUMEHTA/JIbHO TIOJTBEPXKAEHO  BUSHUE
sHAoreHHbix AHPHK Ha perynsiuto cuHTe3a ¢ocdatoB y Arabidopsis thaliana
(Franco-Zorrilla et al., 2007), Zea mays (Du et al., 2018) u Medicago truncatula (Wang
et al., 2017) 3a cuet cBsa3biBaHus ¢ MUKpOPHK. Metozamu 61nonH(pOpMaTHUECKOTO
aHa/mm3a obHapy»keHbl 3HAOreHHble MHPHK, mpuHMMaroiue yuyacTvie B pa3/IdUHbIX
KJIETOUHBIX U MoJieKyJ/isspHbIX npoljeccax (Unver u Tombuloglu, 2020), B ynpaBieHuun
ripolieccaMy pocta U AuddepeHIIMPOBKU B OpraHu3Me, a TakXe B Pa3BUTUU pacTeHust
(Wang et al., 2015).

Koukypenyus OHPHK u mukpoPHK

MexaHu3mbl B3aumo/jeiicTBrs MUKPOPHK ¢ KOHKYPUPYIOLMMU 3H/I0T€HHBIMU

mTHPHK cxoxu. OpHako, eciu mpu «3ddekre Tyoku» qHPHK BeicTymaer mpsiMoi
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muieHbo A8 MUKpoPHK, To mpu KOHKypeHTHOM cBsi3biBaHUM (puUCyHOK 1.3B)
mHPHK  B3aumopelictByer HemnocpeAcTBeHHO ¢ MPHK-muinensto. 3a  cuer
kKoMmruieMeHTapHoro cBa3biBaHusi ¢ MPHK, tHPHK He no3Bosisier MUKpoPHK cBsizaTbCst
¢ MPHK-muiienpto. Takum obpa3oM, B 3ToM MexaHu3me AHPHK KOHKypupyeT c
MUKpoPHK 3a caiir cBsisbiBanuss Ha MPHK. Tlogo6HbIii MexaHW3M IO3BOJISIET
npeoTBpaTUTh Jerpasaurio MPHK, c koropoii ces3eiBaercsi sHPHK (Faghihi et al.,
2010; Kimura et al., 2013; Wang et al., 2014).

OHPHK npedwecmeeHHuk MukpoPHK

Hekortopele gHPHK Kak IiepBUYHBIe TPAHCKPUNTHI MOIYT  CJIYKUTb
ripefiiiiecTBeHHUKaMu  criefiudrueckux MUKpoPHK (pucynok 1.3I'). Mansie PHK
MOTYT TIPOM3BOJUTHCS 3a CYET MeXaHW3Ma CIVIaMCUHra U MPUBOJUTH K YCHIEHUIO
MOCTTPAHCKPUIILIMOHHOW pery/isiiiui cooTBeTcTBYroIMX MPHK-muiieHeit (Ponting,
Oliver u Reik, 2009). Takoit wmexanu3m ¢yHkIMoHUpoBaHuss JHPHK Obin
5KCIIePUMEHTA/IbHO MOoATBepKAeH y yesnoBeka (Cai u Cullen, 2007). IToka3zaHo, uTo
OHM OTBEYarT 3a pPeryJsilMI0 pPa3BUTUST M MNPOrPeCcCMPOBAHUSl OMYXOJU 3a CYeT
KOHTpoJisi TpaHckpunuu MUKpoPHK-cynipeccopoB (Augoff et al., 2012; Kallen et al.,
2013). s pacTeHUM IHPHK-nipeiiieCTBeHHUKU 0OHapYKeHBI
buouHpopmaTryeckumMu Metofgamu. B paborax Hirsch et al. (2006) u Amor et al.
(2009) 6onbIIMHCTBO BhIsIBIeHHbIX MUKPOPHK J/10Kanmm3yroTcst Ha KOHIIEBBIX yuaCTKax
nocnenoBarenbHocTer fTHPHK, uto ykasbiBaeT Ha To, uto 3tv JHPHK sBasitoTCs mx

npeameCcTBeHHUKAMH.

1.3.2 guPHK B anibTepHAaTUBHOM CIVIAliCIHT€

3a Toc/egHUE [eCATWETHs] CTajl0 $CHO, YTO CIUIAWCHHT T1epBUYHOIO
TpaHckpunTa (rnpe-MPHK) siBnsieTcsi IMpOKO pacrpOCTPaHEHHBIM SIBIEHWEM, U UTO
OJIMH T€H MOJKeT TeHepupoBaTb MHOXXECTBO TPAHCKPHWIITOB, YaCTO KOJUPYIOLUX
pa3Hbie OesIKH, ITOCPeCTBOM Ipoliecca, U3BeCTHOTO KaK aJbTepHATUBHBIN CIIIAMCHAHT
(AC) (Rosenfeld et al., 1981). ¥ s3ykapuoT aHOMa/My aJbTePHATUBHOTO CTIIAMCUHTa
HepeJKOo MPUBOAAT K Oose3HsiM. Y pacteHuit AC u3yueH Xy»e, O[HAKO MTOKa3aHO, UTO
OH UrpaeT K/KOUEBYIO POJib B PEryJSLMU IMPOTeOMa KJIeTKA PACTeHUs] B Pa3/IMUYHbIX

yCJIOBUSIX, B TOM UKCJie B CTpeccoBbIX (Zorin et al., 2019).
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nHPHK crioco6HbI 1eiCTBOBATh KaK Pery/IsiTOPHbIE MOJIEKYJTbI, MOAY/TUPYIOIIITe
crutaicvHr  (pUCYHOK 1.4), Kak KOCBEHHO, Pperyavdpys akTUBHOCTb (DaKTOpOB

CTIJIaliCHHra, TaK Y HarpsiMyto, B3auMo/ielicTBys ¢ rnpe-MPHK.

A Moaudukauus xpomatuHa b PHK-OHK s3aumopeiicTeve

Konsuesas
AHPHK

DAKTOp CNNACH

O6pasosasme R-netnu, 3a cuert

wero 3x3oM 2 nponyckaeTca

—_— o ~+ Ixaan2 P ST S S
\/

B PHK-PHK B3aumopaeiicTeve I Moaynsums akTMBHOCTK ¢hakTOpoB CnnancuHra

S —1 aHPHK
pe/PT( : LLllllb,}llll_u o AHPHK \ / i :

[1]

Deaon Bacw 3 |
npe-mPHK
e S 1 ‘ Swaom 2 !\ Brson 3 |

Pucynok 1.4. Bnusaue gHPHK Ha anbrepHatvBHbBIN critaiciHr MPHK. A) naHPHK
peryvpyroT MogudrKalui XpoMaTrHa, peKPyTUPYS UK HanpsIMyt0 B3auMO/IelCTBYS
C KOMIJIEKCaMU, MOAU(DULIMPYIOLMMU TUCTOHBI, UK (pepMeHTaMU B crieljuruuecKux
XPOMOCOMHBIX JIOKycax. b) BiusiHue Ha TPAHCKPHIILNIO Yepe3 oOpa3oBaHHue R-
NeT/M Tpu CBsi3biBaHUM KosblleBod AHPHK ¢ sokycom renomuou [JHK. B)
O6pa3oBanne PHK-PHK-aymiekcoB 3a cuet rubpugusanuu aHPHK ¢ mpe-MPHK. T)
OHPHK moryT HemocpejCTBeHHO BO3/|eMCTBOBaTb HAa AKTUBHOCTb U JOCTYITHOCTb

(aKTOpOB CriIaliCHHra.

Pezynayusa anbmepHamugHo20 cnaaticuHed uepe3 Moougukayuo XpomamuHa

Mogudukauu rucTOHOB OIpefe/stoT JOCTYITHOCTh XpOMAaTHHA, KOTOPbIM B
KOHEYHOM CyeTe OTpakaeT AaKTWBHOCTb TPaHCKPUIILIMK TreHOB. [laTrTepHsl
MoJu(UKaLKi THCTOHOB MOTYT BAUATh Ha AC uepe3 XpoMaTHH-CBsI3bIBaOLL1i1 OenoK
(cBsi3bIBaeT cauThl crtavcuHra B JIHK), pacriosiokeHHbIM BHYTPY aJbTepHaTHUBHO
CTUIaliCUpyeMOoro 3K30Ha, CO3/laBas NpensiTCTBUe [JJIsl MPOJOJDKEHUsI TPaHCKPHIILWHY,
YTO Cr1IocoOCTBYyeT BK/IFOUeHHIO 9k30Ha B 3penyto MPHK. B paborax (Wang u Chang,

2011; Flynn u Chang, 2012) Opima moka3aHa cBs3b AHPHK c koH(opmanmsMu
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xpomatuHa. OHPHK perymupyioT wmogudukaluu XpomaThHa, pPeKpYTUpYsS WU
HaTpsIMyl0 B3auMO/IeHCTBYSI C KOMILIeKCaMy, MOAUMPUIUPYIOLUMU THUCTOHBI, WIA
dbepmeHTamMu B criel[u(pUUeCKUX XPOMOCOMHBIX JIOKyCax, KOTOpble, B CBOIO OUYepe/ib,
MOZy/IMpYIOT TpaHcKpunLuyio reHoB (Tsai et al., 2010; Luco et al., 2010).

[Tomumo MoAM(UKaLMKM TUCTOHOB, TPeXMepPHasi CTPYKTypa XpoMaThHa caMa 1o
cebe urpaetr BaXkKHYIO PO/Ib B MOJ[yJTMPOBAHWUM aKTUBHOCTHU TpaHCKpumnimu mipu AC
(Kornblihtt, 2006). B pab6ore (Shukla et al., 2011) 6s110 TIOKa3zaHo, uro CCCTC-
ces3piBatoivii - daktop (CTCF), saBasomuiics TpexMepHbIM —OpraHHW3aTOpOM
XpOMaTWHa, cBsi3biBaeT yuacTku JIHK-mwuilieHu, pacrioniokeHHble — BHYTpHU
a/lbTepPHAaTUBHO CIJIalCUPYIOLLErocsl 9K30Ha, CO3/laBasi MPEensiTCTBUE [i/Isl 3/I0HTal[uu
TPAHCKPHIIIMK, UTO CITOCOOCTBYeT BK/IFOUEHMIO 3K30Ha B 3penyro MPHK. muPHK
B3aUMO/ieHCTBYIOT € ¢akTopom TpaHckpuniuu CTCF uepe3 crienduueckre canTbl
cBsi3biBaHUs (Amaral et al., 2018; Pisignano, 2019), crmocobcTByst 00Opa3oBaHHIO
XpoMoCcOMHbIX TeTesib. AHPHK moryT 6o crabunmsupoBaTh 0Opa3oBaHHbIe TET/IH,
criocoOCTBYSI B3aMMOZEUCTBUIO MEXIY YHXaHCEePOM U IPOMOTOPOM KOHKDETHOTO
9K30Ha (YTO YCWIMBAaeT €ero TPaHCKPUMLUIO), 1100 paspyllaTb TMeTId uepes
BbiTecHeHHe CTCF, 6/10KMpyst IOCTYIT K Pery/IsiTOPHBIM 3/IEMEHTaM.

Pezynsiyus cnaaticunea npe-mPHK uepe3 PHK-/THK 83aumooeticmeaue

VccnepoBanys MoKasaay IMOTEHLMA/TIBHYI0 po/ib R-metiv B anbTepHATUBHOM
criaticuire MPHK.  R-metnu  mipefcraBnisitoT  coboii  ocobble  CTPYKTYpHBIe
KOH(OpMaI HyK/IeMHOBLIX KHCJIOT, KOTOphIe 00pa3ytoTrcs ripu rubpuu3saiuu PHK
C KOMIUIeMeHTapHOU Lienbto AByxuenovyeuHo [JHK. B pesynbrare BbITeCHSIETCS OfjHa

13 ucxoHbIx 1erneii JIHK B o61acty rubpugusanmu o vy netau (Drolet, 1994).

HmvHuble Hekoaupyrowme PHK, a wumeHHO mogknacc kosbleBble PHK|
o6pa3syroTcs mbo mocsie BbIOOpa HEMpaBUIBHOTO aKIE[ITOPHOTO CaiTa CI/IaiiCHHTa,
mbo B pe3y/bTare y/anieHusi HeCKObKUX MOC/Ie/0OBaTe/TbHbIX 9K30HOB B TPAHCKPUIITE
npu anbTepHaTUBHOM critaicudre (Nazipova, 2021). Takum o6pa3om, OuoreHes
KosiblieBbiXx PHK cam 1o cebe MokeT BUsATh Ha criiavicur rnpe-MPHK u npuBoguTh
K UI3MEHEHHBIM pe3y/ibTaTaM 3Kcrpeccuy reHoB. B pabore (Pisignano, 2021) rokasaHo,
yro KosblieBble PHK Takke criocoOHBI peryvpoBaTh ajbTePHATUBHBIN CIIAUCHHT

yepe3 oOpa3zoBaHue R-retm. Ilocsme co3peBanus KosblleBas PHK criocobHa
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CBA3BIBAaTbCA C KOMIUleMeHTapHOW Lenbio [JHK B cBoeM poauTensCKOM JOKyce,
dopmupyst crabumbHbli PHK-THK-rubpupg (R-metsiu). Bo3HukHOBeHue R-reTiu
co31aéT npenATcTBue A npoaBvkeHuss PHK-miomvmepassr 1. 310 3amepsier wunu
OCTaHaB/IMBAeT 3JIOHTal[MI0, U3MeHsIsl BpeMeHHOe OKHO [/is1 CruiaiicuHra. Hampumep,
konbiieBass PHK, obHapy»keHHast B A. thaliana, o6pa3yet R-mieT/to npy CBSI3bIBaHUU C
noKycom reHomHo# JJHK, uTo MpUBOAUT K OCTaHOBKe TPAHCKPUITLMU U CIIOCOOCTBYyeT
OuvoreHely BapMaHTOB TeHa 3a CYET aJbTEPHATHBHOTO CIUIaliCMHTa (MeXaHW3M
riporycka sk3oHa) (Conn et al., 2017).

Pezynsyus cnaaticunea npe-mPHK uepe3 PHK-PHK g3aumodelicmaue

mHPHK moryT BusTe Ha perynsauuto crtaricuira npe-MPHK uepe3s PHK-PHK
B3auMogielictBre.  He3aBUCMMO  OT  CBOero TeHOMHOIO  IPOUCXOXKJEHUS,
aaTrcMbicsioBble THPHK moryT rubpuausuposats ¢ npe-MPHK 1 o6pa3zoBeiBaTh PHK-
PHK pyrinekcbl. OTH  [AymuieKChl CIIOCOOHBI MacKMpOBaTh CaWThl  CILIAMCHHTa,
MIPernsITCTBOBaTh COOpKe CrlaiicocoMbl WM, HAao0OOpOT, TpWBeKaTh (HaKTOphI
CIUTaliCHHTa, UTO B WTOTe HW3MeHsieT Habop critadicuHroBbix usodopm (Pisignano,

2021).
Pezynsiyus uepe3 Modyaayuro akmugHocmu (pakmopog cniaaticuHea

[ToMyMO pery/siliu anbTePHATMBHOIO CIJIAMCHMHTa Yepe3 MOJU(UKALIUI0
xpoMmatrHa, SHPHK Morytr Hemocpe[CTBeHHO BO3/€HMCTBOBaTb Ha AaKTHMBHOCTb M
JoctynHocTh (paktopoB crutaicuHra (PC) (Pisignano u Ladomery, 2021). [JaHHbid
MeXaHHW3M OCHOBaH Ha (opmupoBaHuM KomriekcoB PC-gHPHK. OTu KomriieKkchbl
BJIUSIIOT HA TOCTTPaHUISALIMOHHBIe Moaudukauuu DPC, uUX BHYTPUsAEPHYIO
JIOKanM3aluio U, Kak cjie[jcTBUe, Ha 3pdekTuBHOCTD B3aumoeiicterue ®C c mpe-MmPHK
(Hutchinson et al., 2007).

B MexaHu3Me pery/siiy abTepHaTUBHOIO CI/IaliCUHTa yepe3 MoAyJisityio @C
npuHumMaroT yuactue JHPHK, nmetolijye pa3nnuHbie MoJieKy/sipHble GyHKIUU. BaxkHO
oTMeTHuTh, utTo fHPHK B JaHHOM MexaHuW3Me CIOCOOHBI BBIMO/IHATL CPa3y HECKOIBKO
MoneKysipHbIX pyHKUui. Hanpumep, siHPHK MALAT1 MoXXeT BbICTyTaTh B KaueCTBe
HarnpasJisitortieit g ©C, o6pa3yst C HUIM KOMITIEKC U IOCTaBJIsAS K MECTY CIIalCHHTa
npe-MPHK (Bernard et al., 2010). Takxke ganHas aHPHK crmocoOHa BBLICTYIaTh B

KauecTBe Kapkaca /[y COODKM MyJ/IbTHOE/TKOBBIX KOMILJIEKCOB, CIIOCOOCTBYS
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pekpytupoBaHuo @C K onpezenéHHbiM yyactkaM rpe-MPHK, Tem cambim ycunuBas
WU TIOJABJ/IsI1 WMCIIO/Ib30BaHUE TeX WM MHBbIX cauMToB crulaiicuHra (Malakar et al.,
2017).

Eié ogHUuM MexaHU3MOM MOAYJ/IALUM gBJigeTcs KOHKypeHUusa nHPHK u mpe-
MPHK 3a cBsi3biBanue ¢ ®C (Porto, 2019). snHPHK cogep>kuT moc/iejoBaTe/IbHOCTH,
KOMIL/IEMEHTapHble cauTaMm criaucudra Ha npe-MPHK, uro mnpuBogur kK ux
MacKHMpOBKe U 0JIOKUDOBKe CBsi3biBaHUSI (DaKTOPOB CIUIaliCMHra. JTO TPUBOAUT K
O/10KMpOBaHUIO CaMTOB CBs3biBaHUsI PC W W3MEHeHWI0 BbIOOpa anbTePHATHBHBIX

9K30HOB WU cauToB cruiavicuHra (Bardou et al., 2014; Porto, 2019).

1.4 Okcnpeccusa fHPHK

Ha ceropssiiHuii fAeHb TosiBsieTcs: Bce Oosbizie pabot no aHamm3y gHPHK y
Pas3/IMYHBIX OPraHMU3MOB, B KOTOPBIX [IPUMEHSIFOTCS MeTO/bl UCC/IeJ0BaHUS SKCIIPeCCUr
JaHHBIX MoJieKya. OOujenpuHATbIM cunTaeTcs, uto AHPHK memoHcTpupyroT Gostee
HU3KUM ypOBeHb 3KcIpeccuu 1o cpaBHeHuto ¢ MPHK, mpu 3TOM 3KcripeccupyroTcst
bosee crenuduyHO A5 ompefesieHHbIXx TKaHed (Derrien et al., 2012). OgHako B
rocjiefiHee BpeMsi HAUMHAIOT TMOSIBASTHCS PaboThl, AeMoHcTpupytoique AHPHK c
YPOBHSIMHM SKCITPECCHH, PaBHBIMH TaKOBbIM [jisi 0Oesok Kogupyromumx reHoB (De
Quattro, 2017; Lamin-Samu et al., 2022). TTogo06HbIe c/Tyuau SIBASIOTCS eIUHUYHBIMH,
Y UX pe3y/bTaThl TPeOYIOT IKCIIepUMEHTaTbHOTO TIOATBEPIKAEeHHSI.

Beijensaior  Tpu  HampaB/ieHWs — uccilefoBaHus  3kcrpeccun  AHPHK:
npodunrpoBaHie 0a30BOro0 YPOBHSI SKCIPeCCUW; aHanu3 AuddepeHIaibHOM
9KCIPeCCUM U KO3KCIPeCCHHW; aHalau3 TKaHecreluUuHOCTU. [laHHbIe TMOAXO/bI
TIPUMEHSTFOTCS KaK /Il MacIITabHOTO TPAHCKPUITTOMHOTO aHa/k3a, TaK U [I/Isl aHa/Ini3a
HeOOoJTBIIINX BLIOOPOK MOC/IeI0BaTeTbHOCTEH.

[TpodunmpoBanue 6a3oBoro ypoHsi 3kcripeccun AHPHK siBnsiercst Haubosiee
pacripoCcTpaHeHHbIM  HampaBjeHuWeM  ucciaefoBaHus. OHO — 3ak/royaeTcs B
KO/IMYEeCTBEHHOM OL|eHKe TPaHCKPUIILMOHHOW akTuBHOCTM AHPHK B pa3snmnunbix
TKaHAX, Ha OMNpe/leJIEHHBbIX CTaJUAX PACTEHWW WM B OTBET Ha BHELIHWE CTUMY/JIbL.
OCHOBHBIM pe3y/IbTaTOM JAHHOTO 3Tarna CIY>KAT MaTpula 3KCIpecCuH, CofepKalrast

KdK a6COJ'II-OTHI:Ie, TdK 1 HODMHWPDOBAHHBIE 3HaU€HUS. bonbmmHCcTBO pa60T HAUYWHAIOT
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CBOEe UCC/eZloBaHHWE C [JAHHOTO HalpaB/IeHHs, TIOCTEIeHHO YTIayOmsisich B
nvddepeHMaTbHY0 SKCIIPECCUI0 WK KOKCIIPECCHIO.

Ananu3 guddepeH1MaTbHON 3KCIIPeCcCUr M KOIKCIIPeCCUU — CTaTUCTHUYeCKoe
CpaBHEHHE YPOBHeH 3KCIPeCCHH MeXKIYy KOHTPAaCTHBIMU TPYIIaMH 00pa3lioB is
BBISIBJIEHUS] IOCTOBEPHO M3MEHSIIOLMXCS TPAaHCKpUNTOB. [lapasnienbHo oljeHuBaeTcs
Koppessitiuss fuHaMukd AHPHK c 6Genok KoaupyroIMMU TeHaMH, YTO TI03BOJISIeT
CyauTh 00 Ux QyHKLUMOHAIBHBIX B3aumoeicteusx (Yang, 2019).

Anamu3 TKaHecneruduuHoctd JHPHK sBisieTcs HauMmeHee MCCie/JOBaHHbBIM,
TaK KaK HeT TOYHOrO0 TIOHMMaHWs, KakoW MeToJ, ompejeneHus CrelubuyHOCTA
9KCITPeCCHH reHa B TKaHsx Hanbonee ToueH (Kryuchkova-Mostacci, 2017). Bo MHOTHX
paboTax TKaHecIelU(hUIHBIM CUUTAETCS T'eH, UMEIOIIUIM SKCITPECCUIO TOJILKO B OTHOM
TKaHu (Li et al., 2014; De Quattro, 2017; Han et al., 2019). OgHuM U3 nepBbIX MOAX00B
SIBJISIeTCS TIO/ICUeT KOJIMUecTBa TKaHel, B KOTOPbIX JaHHbIM T'eH 3KCIpPecCUpyeTcs
(Subramanian 1 Kumar, 2004). OgHako 3TOT MeTO/, TI03BOJISIeT UCC/IeI0BaTh TOJBKO
TeHbl C BBICOKOW SKCIpeccHeid, 4YTO 3aTpyJHseT BBIOOD mopora (GuabTparuu
rocsieioBaTesibHOCTeH. Takxke cyIiiecTByeT rpobsema O/IM3KOPOCTBEHHBIX TKaHEH,
TaKWX KaK 4yacTH cTe0sis W1 MO3ra yesioBeKa.

C pa3BuTHeM MOHUMaHUs 0 CTPYKType U QyHkiusx fHPHK ctano nosBasThest
BCe Oosbliie TIOJX0/0B K pellleHuto AaHHOo# 3azaun. CyleCTBYIOLHe MeTO/bI 1e/sITCS
Ha /iBe rpyT1irbl. B epBoii rpyrire rnokasaTesieM TKaHeCTelU(pUUHOCTH SIBJISIeTCS UMCIIO,
ompe/esisitoliee, HACKOIbKO HepaBHOMEPHO pacripefiejieHa SKCIpeccHsi reHa Mo BCem
WCC/IeIOBaHHBIM TKaHSM: 1 - eC/iu reH MMeeT Ccrieliupuueckyto 3Kcrpeccuto, 0 - eciu
9KCIIpecCUpyeTcsi B HeCKOMbKUX TKaHsX - Tau (Yanai et al., 2005), Gini (Ceriani u
Verme, 2012), tissue specificity index (TSI) (Julien et al., 2012). Bo BTOpOI#1 rpymme
roKasaresieM TKaHeCTIeLIM(PUUHOCTH SIBJISIeTCSI OTHOIIIEHHEe YPOBHS 9KCIIPeCCUU TeHa B
orpe/ie/IeHHONM TKaHU OTHOCUTE/IbHO €r0 YPOBHS SKCIIPECCHM B APYrMX TKaHsax. K
MeTpUKaM JaHHOMW TpyMrbl OTHOCATCS - z-score, SPM (Xiao et al., 2010), expression
enrichment (EE) (Yu et al., 2006).

BaXHO OTMeTHTb, UTO, XOTS 00e TpymIbl METOAOB  OI[€HWBAIOT
TKaHeCIelu(pUUHOCTb, OHU OTPa’KalOT pa3Hble aCreKThl 3TOT0 CBOMCTBA. MeTpuKu

TIePBOM T'PYIITLI HOCAT Gosblile T/I00a/JbHBIM XapakTep, OHM XapaKTepu3yloT o0iiee
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pacrpe/iesieHre SKCIPeCcCHUy reHa 1o BceM UCC/ielyeMbIM TKaHsIM, CBO/S1 €r0 K e JUHOMY
rokasaresito. B oT/iMume OT HMX, METPUKU BTOPOUM TPYIIbI OPUEHTUPOBaHbI Ha
JleTabHbIN aHaMu3 U paCCUMTHIBAIOT CTereHb CrelM(PUUHOCTU reHa WHIWBUAYATbHO
J/1s1 K&KJIOM KOHKPETHOW TKaHMU.

OpHako HeCMOTPSI Ha pa3/inuus B MOJX0/laX, B OCHOBHOM BCe MeTPHKM pacueTa
TKaHecrnetduuHocty reHa (Tau, EE score, TSI, Gini coefficient) umetor noxoskue
BXO/IHbIe JaHHBIe. [[s1 pacyeTa WCIOMB3yeTCS YPOBEeHb JKCIIPECCMM TeHa B
oripe/ieJieHHONM TKaHU W KOJMYECTBO SKCIIEPUMEHTOB, KOTOpPbIM JlaHHAas TKaHb

nipuHaznexxut. Harpumep, ¢opmyna s pacuera Tau (Yanai et al., 2005):

_3,(-9)
T ; 1)
n-1
-~ Xi
e max (x;)’ (2)

1<i<n

rZie, X; - 9KCIIPeCcCHsi reHa B TKaHH, N - KOJIMUeCTBO SKCIePUMEHTOB C TKaHbIO.
[ToMHUMO Tiepeurc/IeHHBIX Bbillle METPUK BCTPeUaroTCsi pab0Thl, UCITO/b3YIOLIe

MeTPUKH, OCHOBaHHbIe Ha SHTpornuu — llleHHoHa, Jensen-shannon (JS) (Huang, 2005):

H, =%

v T Prlgmé}’ 2( Prl-;): (3)

1<t<N

o

- g.t
Pile =5 —2—
8 \"-‘1 5:5Nw9", (4)

rae ptlg — PpacripeaejieHre SKCIripeCCr redd B TKaHHU U a)g,t - DKCIIpecCusd reHa.
Takum 06pa30M pt|g IMMOKa3bIBA€T OTHOIIIE€HHWE SKCIIPECCHUU I'€HA B OHpE,Z[EHEHHOﬁ TKdHH

Ha CyMMY 3KCIIPECCHI 3TOT0 TeHa BO BCeX TKaHSX.

Qg = Hy - log2(Pig). ©)
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rge Hg — sHTpomnus, MoKasblBaeT, HaCKO/IBKO I'eH TKaHecrelu@uyHelid. Ecm

3HaueHWe SHTPOINUM 6/1M3K0 UK paBHO 0, TO JAHHBIN TeH crielduueH orpe/eneHHON

TKaHH. Qg|t - IIOKA3bIBA€T SHTPOIINIO 3KCIIpeCCUHr UCC/ieyemMoro reda B O,Z[HOﬁ TKdHMH.

1.5 buonornueckast posb JHPHK y pacrenui

[Tpeabiayiije pa3zenbl MOKasaayd pa3HooOpasue ¥ Ba)KHOCTb MOJIEKYJISIPHBIX
dyukuuit fHPHK y pactenuii. fHPHK MoryT BbICTYNaTh KakK TeHeTMYecKhe |
JMUTreHeTUYeCKrWe  peryJssiTopbl  JKCIpeccuu TreHoB. B 3aBUCUMOCTH  OT
TIPOCTPAHCTBEHHOW JioKanu3aluu gAeiictBus AHPHK MoryT ¢yHKIMOHMpPOBaTh Kak
I[UC-PETYIATOPHBIE MOJIEKY/IbI, B3aUMO/IEHCTBYS C OJIM3KO PacIio/io’KeHHBIMU FeHaMH
B TOM JKe JIOKYyCe, WM KaK TPaHC-pery/siTOpHble MOJEeKYJbl, AeUCTBYs Ha TeHbl B
yJaleHHbIX JIOKycax WM APYrux Xpomocomax. AHPHK MoryT mnpensTcTBOBaTh
CBSI3bIBAHUIO TPAaHCKPUIIIMOHHBIX (PAKTOPOB C ITPOMOTOPHOM 00/1aCThi0, BBICTYIIAs B
KauecTBe perpeccopoB TPAHCKPUIIIUU. B pe3ysibTaTe 3TUX MOJIEKY/ISIPHBIX TTPOL[ECCOB
KOHTPOJIUPYIOTCS (YHKIMM pacTeHUWd Ha 0Oojiee BBICOKOM YDOBHE OpTraHHM3allvU:
TKaHel, OpraHoOB W BCero opraHu3ma. I[IpviMepnl MpOIeCCOB, KOTOPhIe 3aTparuBaeT
perynsiuua npu nomouiu AHPHK y pacrenuir, npuBesieHbl Ha pucyHke 1.5. K Hum
OTHOCSITCSI: YCTOMUYMBOCTh paCTeHHWM K pa3/iduHbIM BHJIaM CTpecca, pa3BUTHE

BereTaTUBHBIX OPraHOB pacTeHW, SpOBU3allvs, pa3BUTHeE TII0/a.

PasButune nnopa:
IncRNA1459, BcMF11, Zm401,
MISSEN ...

Pazeurue nucteesn: TL,
ALEX1 ...

YCcTONYMBOCTL K pasnuyHbIM BuAaM
cTpecca:

XonopgoBon: SVALKA, lincRNA159 ...
Coneson: DRIR ...

Tennoson: TahinRNA27 ...
CeeTtoBon: HID1, FLORE ...

3acyxa: lincRNA20 ...

Tsxkenbi MmeTansl: XLOC_086307 ...

Apoeuzauusa: COOLAIR,
COLDWRAP, COLDDAIR,
MAS ...

PaszBuTure KopHen: ASCO,
ENDO40, APOLO...
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Pucynok 1.5. buonornueckas pons gHPHK y pacrenuit. suPHK nprHyrMaroT yuactue
B peryJisiliid T'eHOB, OTBeYarolUX 3a YCTOMYMBOCTb PACTEHUW K Pa3/IMuUHBbIM BHUJlaM
cTpecca. Takke OHM BAMSIIOT Ha IUIOZOBUTOCTb pacTeHWM, NMPUHMMAKT ydacTde B

Pa3BUTHH JINCTd, KOPHA U B IIpOLIeCCaxX APOBU3ALIMN.

OHPHK 8 npoyecce siposuzayuu

lIBeTeHVe sB/seTCA OJHUM M3 BaKHEWILIMX aJalTHUBHBIX TMPU3HAKOB,
obecrieurBaroIMX Mepexof PernpoJyKTUBHOTO POCTa W Pa3BUTHS, TTPOMCXOSIINN B
O71aronpUsATHBIX yCIOBUSIX B TeueHUe >KW3HEHHOTO LIMK/a pacTeHWs. SIpoBu3aius -
repexo/i pacTeHUN W3 BEreTaTMBHOTO COCTOSIHUS B TeHepaTHMBHOE, CBSI3aHHOE C
¢bopMUpOBaHMEM 3a4YaTKOB LIBETKOB B KOHyCaX HapacTaHusl. OTOT I1epexof
VHAYLIMPYeTCs X0noA0M. SpoBu3alusi UrpaeT BaKHYIO PO/ib B 00pa30BaHMH 1IBETKOB
y 03WMBIX (TpPOpACTalIIUX OCEHbID M 3UMYKOL[UX B CTaZuM TPOPOCTKOB) U Yy
MHOroJieTHUX pacteHur (Marquardt et al.,, 2014). fIpoBu3aiusi Takxe SB/SETCS
Haubosiee W3y4YeHHBIM Pery/ISTOPHBIM TIPOIIECCOM y PaCTeHH, B KOTOPOM yUaCTBYIOT
mfHPHK. nuPHK npuHumaror yuyactve B perynsauuud reHa FLOWERING LOCUS C
(FLC), otBeuatolllero 3a ycroiuuBocTh A. thaliana k¥ xonogoBomy ctpeccy (Zhu u
Wang, 2012). Ha cerogusiinuii feHb B 1oKyce FLC o6Hapy»keHo /iBa Kinacca fHPHK:
COOLAIR - puPHK, TpaHckpubupyemass B aHTHMCMBICJIOBOM HarmpaBieHUU 110
OoTHOIIEHWI0 K rpoMoTopy reHa FLC; COLDAIR - mguPHK, TpaHckpubupyemasi c
rnepporo uHTpoHa reHa FLC B cmbicjioBoM Hampasienuu. JHPHK COOLAIR
CBSI3BIBAIOTCS C JIoKycoM FLC B I[UC-TIONIOK€HHWH W 00pa3yloT R-merio mMexay
IIPOMOTOPOM U IepBbIM HUHTPOHOM reHa FLC, 4yTO NPUBOAUT K I10[aBJIEHUIO

9KCITPECCHU JJAHHOTO reHa-MHUIIeHH.
OHPHK u eausiHue Ha ypoxcatiHocmb pacmeHutl

Pa3BuTHe HOPMalbHOTO TILIIBLIEBOTO 3ePHA MMeeT pellaiolijee 3HaueHue AJist
OTIOIOTBOPeHUs M 00pa3oBaHust ceMsiH. [IbUTbHUK AelCTBYeT KaK POAUTeTbCKast TKaHb
TbIIbLIEBOTO 3€PHA U Pery/IMpyeT ero pa3BuTHe. AHOMa/bHOE IbLIbLIEBOe 36DHO MOXKET
TIpUBECTH K Pa3BUTHIO pacTeHHMH C MYKCKOM crepwibHOCTBIO (Liu et al., 2015).
OKcrnepuMeHTanbHble uccienoBanus (Ding et al., 2012; Song, Cao u Wang, 2013)

rnokasanu BoBieueHHOCTb JHPHK B mpouecc koHTponsi ypokanHocTth. Harpumep,
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THPHK LDMAR puca (Oryza sativa japonica) BbI3bIBaeT 3arporpaMMHPOBAHHYIO
ribenb KIeTOK MbUIbHUKOB B yC/IoBHMsSX gnauHHOTO AHS (LD, long day) 3a cuer
crutaiicunra ¢ oopasoBanueM MUKpOPHK osa-smR5864. OqHOHYK/IeOTH/IHAS My Tarust
B MUKpOPHK 0sa-smR5864 npuBoauT K MY>KCKOW CTepu/ibHOCTUA pacteHus (Ding et
al., 2012). Cawxkenue >3kcripeccun JHPHK BcMF11 'y Brassica campestris
TIPEIATCTBYeT Jerpajialfii TareTyMa W TIPUBOAWUT K HapyIIeHHto 00pa30oBaHMS
NbUIbLIEBBIX 3epeH (Song, 2013). Takke MeTosamu 6rorHoOpMaTUKY B pabote (Huang
et al., 2018) ans ATH CTaAWid pa3BUTHS TIbUTbHUKA Brassica rapa 6w110 BbisiB/ieHO 14
nHPHK, ko3kcrpeccupyromuxcst ¢ 10 U3BeCTHBIMU FeHaMH, KOAWPYHOIUMU OesKy,
KOTOpble Urpar0T PeLIarollyl0 POJib B Pa3BUTUM MbUIbLBL. Kak yTBepKgaroT aBTOpSI,
BbisiBieHHble THPHK mpeacTaBisitoT uHTEpeC A/ JadbHeUIINX 5KCIepUMeHTa/IbHbIX
rccefjoBaHr BoBieueHHOCTH AHPHK B pernpo/iyKTUBHBIE MPOLIeCChl paCTeHUH.

OHPHK & npoyecce pomomopgozeHesa

MonekyJ/isIpHbII CUTHa/IbHBIA MeXaHu3M (oToMopgoreHesa IMPOKO U3ydascs
y pa3nUuHbIX BUJOB pacTeHui. B 3ToM mporiecce psij 6enKOB BHICTyIIaeT B KauecTBe
TePBUYHBIX ¥ BTOPUYHBIX CHUTHA/IbHBIX MOJieKy/l. Cpeau HUX BbIJE/SIOT CeMelCTBO
TPAHCKPUILIMOHHBIX  (akTOpoB co cTpyKTypoi [JHK-cBsi3bIBatoiiero gomeHa
«crivpasnb-tietasi-criipanb» (helix-loop-helix, bHLH). Cpeau uneHOB cemelcTBa
BbIZIEJISIIOT (hakTOphl B3anuMogencTtBusi ¢ ¢puroxpomoM (PIF), KoTOpble BBIMOMHSIOT
dbyHKLMIO TIoAaBaeHus1 (poToMopdoreHe3a IMIPOPOCTKOB B TeMHOe Bpemsi cyTok (Kim et
al., 2003). B pabore (Wang et al., 2014) obnapyxena gHPHK HIDI, kotopas
(YHKIIMOHMpPYeT KakK TpaHC-Pery/asiTOpHbIA  3/IeMeHT, B3aUMOJIEMCTBYSI  C
npomoTopoM reHa PIF3 (kitoueBas CUrHajsbHas Mosiekysa ¢oTtoMopdoreHesa,
HEraTMBHO pery/Jupyoljasi peakldd Ha KpacHbId CBeT) W WHTUOWPYeT ero
TPaHCKpUNIMIO. B pe3ynbrare HabmomaeTcsi yAJMHEHWe 3apOJbBIIIeBOr0 CTeOss
(runokoTusA) y nmpopocTkoB A. thaliana.

OHPHK e npoyeccax ycmotiuugocmu K pasAudHbIM 8UOaM cmpecca

B mnpupoze pacTeHusi TMOZABEPrailOTCS [AeWCTBUIO pa3MUHBIX CTPEeCCOBBIX
(aKTOpOB, TaKMX KakK CO/b, 3aCyXa, XOJ0[, TEIUIO, a TakKKe pa3/MuHble BHUPYCHBIE
WHEKIMH. JTO TIPUBOAUT K MpobsieMaM B pOCTe U YPOXKaWHOCTH pacTeHWd. UTOOBI

dIdlITUPOBAaTLCA KW BBDKUTbL B TdKHUX He6IIal"Ol'[pI/IHTHI:IX YyCUI0BHUAX, PaACTeHHA
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WCIIOIb3YIOT MHOXKECTBO MEXaHU3MOB DEry/silid TeHOB /[Jisi BOCCTaHOBJIEHUSI
romeocrasa. CoBpeMeHHble UCC/IeJOBaHUS [IeMOHCTPUPYIOT HEeMa/IOBa)KHYIO PpOJlb
OHPHK B perynsiuuy 5KCripeccry reHOB B OTBeT Ha CTpecCoBble cocTosiHus (Wang et
al., 2017). BosneuenHocts AHPHK B riporjecchbl ycTOMYMBOCTH K aOMOTUUECKUM BHIaM
cTpecca mokasaHa y A. thaliana (Amor et al., 2009), B. rapa (Wang et al., 2019),
BuHorpaza (Cabernet Sauvignon) (Wang et al., 2019), O. sativa (Chung et al., 2016) u
MHOTUX Apyrux pactenuid. Hampumep, y A. thaliana B perynsiiyyd yCTOWYMBOCTHU K
XO0JIOZIOBOMY CTpPeCcCy YyuaCTBYeT HeCKOJBbKO MexaHusMoB fJerctBusi AHPHK,

(YHKLMOHUPYIOLUX [TPEUMYILeCTBEHHO KaK LIUC-PeryIsaTOPHbIe 3/IEMEHTHI:

@® Mopynsauuss xpomatvHa. Hanpumep, aHPHK COLDAIR (TpaHCKpunuus
KOTOpOM Obljla omMcaHa BbIlIe), TpUBJeKaeT K 3TOMY Y4YacTKy XpOMaTHHa
6enku-penpeccopsl rpymmbsl Polycomb (PRC2). Te, B cBOIO ouepeib, CTaBAT Ha

rucroHax MeTky H3K27me3, u Tpanckpuniuus FLC 3amosikaer.

@ AsnbrepHatuBHbINM crimavicuAr. AHPHK TASI npuBoguT K 0Opa3oBaHHIO
BapMaHTa TPAaHCKPUIITA C HePACIIeTyIeHHbIM UHTPOHOM, 0oJjiee yCTOHUYMBOTO K
X0JIOZIOBOMY CTPecCy, UeM CIjlaliiCMpoBaHHbIN BapuaHT JaHHou fHPHK (Calixto

et al., 2019).

@ TpanckpunimoHHasi uHTepdepenuus. Hanpumep, THPHK SVALKA nogassnsiet
TpaHCKpuriuio reHa CBF1, OTBeTCTBEHHOrO 3a 3alyCK Kacka/a peaklui
XO0/I0OLOYCTOMYUBOCTA. ~ JTO  IPOUCXOAUT  3a  CUET  TOro,  4YTO
reibl SVALKA v CBF1 TpaHCKPUOMPYIOTCSI OAHOBPEMEHHO C OFJHOTO U TOTO JKe
yuactka JIHK, HO B IIpOTHMBOIIO/I0XKHBIX HaripaB/ieHUsix. B pe3synibrare ux PHK-
Mo/JiMMepasbl  JIBWKYTCSL ~ HaBCTpeuy  JApyr  Jpyry, TIPOUCXOJUT
TPAHCKPUITLIMOHHAS KOJI/TM3UsA, KOoTopasi oOpbiBaeT cuHre3 MPHK CBF1 (Jha et
al., 2020).

OHPHK IncRNA973 y A. thaliana perynupyeT yCTOUUMBOCTb PACT€HHH K COJIEBOMY

CTpecCcy NyTeM MOAYJ/ISIUM SKCIIPeCCUA TIeHOB, OTBETCTBEHHBIX 34 aKTUBHbIe

¢opmbl kucaopoza (SOD, CAT u POD), TpaHCKpUNLMOHHBIe (akTopbl (MYB5,

WRKY46, NAC29 u ERF62) u voHHbl 6ananc (NHX7) (Zhang et al., 2019).

Ceepxakcripeccusi fJHPHK At5NC056820 y A. thaliana mioBbIlIaeT yCTOMYUBOCTh
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pactenus K 3acyxe (Wang et al., 2023). ;tuPHK TCONS_00021861 y O. sativa 3a
cuet 3ddekTa ryoku B3aumomercTByeT ¢ miR528-3p W mpepoTBpaijaeTr eé
B3auMo/ielicTBHe ¢ reHOM-MHIIeHbI0 YUCCA-7 (KOTOpBIH yuacTByeT B OMOCHHTe3e
TPUNTO(AH-3aBUCHMBIX ayKCMHOB M TMOBBILIAeT YCTOWUMBOCTb K 3acyxe), UTO
aKTUBUDYeT CHHTe3 WHJOMWI-3-YyKCycHOU KucioTel (MYK), moBsbIatoliei
ycrorunBocTh K 3acyxe (Chen, 2021). TTomoOHbIN MexaHWU3M Hab/rOZAeTCs IS
mHPHK TCONS_00048391, kotopasi siByisieTcs «T'yOKoii» naasi MukpoPHK bra-
miR164a, nopaBsstoen 3kcrpeccuto reHa-muiieHd NAC1 (OTBeTCTBEHHOro 3a
YCTOMUMBOCTh K TeryioBOMy cTpeccy y B. rapa) (Wang et al.,, 2019). Takum
obpa3om, a)ke BHYTpY ofiHOTO opranu3Ma JHPHK umeroT pa3nuuHbie MeXaHHW3Mbl
pery/siliii yCTOMUMBOCTH K aOMOTHUECKUM BUJjAaM CTpecca.

1.6 OBosroua fHPHK

OBO/IOL[MOHHBIE TIPOLIeCCHI TPUBOASAT K U3MEHUUBOCTU CTPYKTYPhI U (DYHKLIUIA
nHPHK. B o6sactu usyuenus sBostoriuu AHPHK cylijecTByeT HeCKOJ/IbKO HaripaB/ieHUi
aKTUBHBIX MCCe[ioBaHuM. [Ipexx/ie BCero 3To BONPOCHI, CBsI3aHHbIe C BOSHUKHOBEHUEM
HOBbIX JHPHK B reHomax opranusmoB. OJHMM K3 TakKMX MeXaHWU3MOB SIBJISI€TCS
OyTUMKaluys reHoB. [losiBieHve B reHOMe [IOTIOJTHUTE/IbHOM KOIWY FeHa OTKpbIBaeT
cB00O/Ty SBOJTFOI[UM OJHOM U3 KOMUiA. MyTal[iu, BO3HUKAFOIIWE B OJJHOU U3 IBYX KOTTUH
1 ocabnsrore UCX0AHY0 MYHKIMIO TeHa, He OyyT OTCeMBaThCsi 0TOOPOM, TTOTOMY
YTO BTOpasi KOTTHSI MOKeT COXPaHUTDb TIPeXHIO (yHKLIMOHATBHOCTb. TakuM 0Opa3zom,
3a CueT AYTJIMKALIMU BO3HUKAIOT «I1CEB/OTeHbl» (HEaKTUBHBIE YUaCTKH), U30()OpPMbI U
tpaHckpunthl AHPHK (Khorkova, 2015).

Cy1iecTByeT HeCKONIBKO rurnoTe3 Bo3HUKHOBeHUs1 JHPHK 3a cueT mynmkanuu.
[TepBasi OCHOBBIBAeTCSl Ha TIOTe€pPe OJHOW W3 KON 0OesloK KOJUPYIOIIMX T'eHOB (B
Tmiporiecce AYTUTUKALNN), CIIOCOOHOCTH KOAUPOBATh 0esI0K. ITO 00BSICHSETCS HaTMUreM
y mHPHK perynsTopHbIX 3/1eMeHTOB, CAaWTOB CIUIAMCUHTA, TOC/Ae[0BaTebHOCTeM
3K30HOB W TI0C/Ie/IOBaTe/IbHOCTeH, nMetolux momu(A)-xBoct. Hanbosee 1M3BeCTHBIN
npumep AHPHK, Bo3HMKINIeH 3a cueT AyIUIMKALMM reHa, Kojupytoiiero 6enok, —
yesnoBeueckass AHPHK Xist (Duret et al., 2006). Btopas rumore3a ocHOBaHa Ha
ayrvkaiuu Hekozaupyroiqux PHK. OpgHako mofo0Hble ciyuau, B KoTopbix AHPHK

BO3HUKAIOT W3 [AYIVIMUMAPOBAHHBIX Komuu Hekoaupyrouux PHK, BcTpeuarorcs
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3HAUUTETFHO PeXKe, YeM CJyuad WX TPOUCXOXKAEHUS OT MYTUTUIIMPOBAHHBIX OesoK
KOZIMPYIOIUX TeHOB. OJTO OOBSCHSETCS BBICOKOW 3BOJIIOLMOHHON JIaOM/IbHOCTBIO
mHPHK (Kazemzadeh, 2015).

Takxe ofHa u3 rumnore3 BO3HUMKHOBeHUs AHPHK cBsizaHa co BCTpavBaHUeM
MOOWIBLHBIX 31eMeHTOB (M3) B TOC/ie[ioBaTe/IbHOCTh TPAaHCKpHUIITAa. MoOH/IbHbBIE
3/IEMEHTBl MOTYT CIIOCOOCTBOBATh PETYJSLIMMA SKCIPECCHM TeHOB TMPH Pa3BUTHH U
ajjarranuy, a TakKe MOTYT C/IY)KUTb OCHOBHBIMM WCTOUHUKAMU TeHEeTUUYEeCKUX
BapyalMi B 3BOJIIOLMA TeHOMOB. MO NPUCYTCTBYHOT B 3K30HAaX, CauWTax Hauasa
TPaHCKPUIILIUM, CalTax MOJuaZeHUIMpoBaHus (MoJin(A)-XBOCTbI) UM B HEKOTOPBIX
KOMOMHAILUSX 3TUX uvacTed. VcciemoBaHWe, TIpOBefieHHOe Ha 8 pacTeHUsiX
(Bkmouaroiux A. thaliana, Kykypy3y, Tomart, TomnoJsib) (Zhu et al., 2022b), nokasaro,
uyto y 59.7 % nHPHK, HaiiieHHBIX BO BCeX BOCbMU OpraHW3Max, Kak MUHUMYM OZVH
5K30H MepeKpbIBaeTCsl € nocieoBarebHOCTEI0 MO, B nccnegosanuu (Kapusta et al.,
2013) noka3aHo yyactie MD He To/ibKO B nosieieHuu AHPHK, HO u B perynsauuu u
BapuabenbHOoCTH AHPHK.

g oueHKU KoHcepBaTMBHOCTU AHPHK Mexay reHomamMu pasinyHbIX
OpraHvM3MOB cpaBHUBalOT ux rnocnenoBaTenbHocTu (Ulitsky, 2016). Hanpumep, mipu
BblpaBHMBaHuKU 67 Tthicsy AHPHK puca Ha 39 Tbhicau gHPHK Kykypy3el gosist
coBrnagaroiux mnosuuuii romosioroB AHPHK paBHa 20 % (Wang et al., 2015). Ilpu
cpaBHenuu qHPHK g5 3BoOIMOHHO Oosiee faneKux BUOB, Harnpumep, A. thaliana
u O. sativa, NPOLIEHT UAEHTAYHOCTU 3HAUWTEJIbHO MaZideT BIUVIOTb O OTCYTCTBUS
romosniorun (Zhu et al.,, 2022). OpgHako HeKOTOpwle mociaenoBarenbHocT AHPHK
[IeMOHCTPUPYeT ypOBeHb KOHCEPBAaTMBHOCTW, CPAaBHHMMbIA C KOHCEPBAaTHMBHOCTHIO
bemok kogupyromux reHoB (Nitsche u Stadler, 2017). Oanoit u3 Takux AHPHK
sIBJisieTCst MexxreHHasi IPS, yuacTtBytoijasi B romeoctase docdopa (Pi) y A. thaliana, O.
sativa, S. lycopersicum u S. moellendorffii. IPS cofiep>KUT KOHCepBaTUBHBIN MOTUB U3
24 HYKIeOoTU/IOB y TepeurCcleHHbIX BU/I0B, KOTOPbIN C/IY)KUT MUIIeHbIO 151 miR399.
IPS nepBoHavaibHO NosiBUIack y S. moellendorffii, npeacTaBrTesist IPEBHUX CIIOPOBBIX
BBICIIIMX pacTeHU. 3a BpeMsl 3BOJTIOLIMOHHOIO pa3BuTHs GyHKLUS IPS He M3MeHUach,
YTO MOXKeT yKa3biBaTb Ha posib AaHHoW AHPHK B amanTanuu K cymie B mporecce

MUTpal[My 13 BOJHOU CpeJibl.
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Opnako 6GospimmHCTBO JHPHK  TOKa3biBaeT BBICOKYHO BapHabenbHOCTh
TIepBUYHOM CTPYKTYphl, UTO TIOATBep)KAaeTcs B pabore (Sang et al., 2021),
TOCBsIIIIeHHOW aHanu3y KoHcepBaTMBHOCTH JAHPHK Mexay 25 1[BeTKOBbIMH
pacTeHUsIMU. AHa/U3 M0Kasasl, 4Tto ToabKO 6.79 % nHPHK KoHCepBaTUBHBI y BCex
vccnenyemMbix pacreHuil. B pabore (Zhang et al., 2014) 6bl1 mpoBefieH aHaIU3
KOHCepBaTMBHOCTU AHPHK (MeXreHHbIX) prica OTHOCUTE/IBHO CeMU BU/IOB PaCTeHUH.
ABTOpBI mMOKaszanu, 4To Mg wmexreHHbix AHPHK puca posisgs BbIDOBHEHHBIX
HYKJ/IEOTHU/IOB OTHOCUTE/IbHO OPTOJIOTUUHBIX YUYaCTKOB JAPYIMX BHJOB, COCTaBW/a
18 % py1s1 UHTPOHOB U 23 % /151 9K30HOB 1 OKa3ajiach OJIM3KOH C TAKOBOM Y MEXXTE€HHBIX
yuacTkoB (20 %), Beiiiie, ueM y MPHK Mo6ubHbIX 31emMeHTOB (12 % /1/11 UHTPOHOB U
10 % pnst 5k30HOB), HO ropa3zio meHblie, yeM y MPHK (56 % B nHTpoHax u 86 % B
9K30Hax). AHa/lM3 KOHCePBAaTUBHOCTU Ha OCHOBE OL|€HKHU [0/ HYKIeOTHUHBIX 3aMeH
TaK)Ke I0Ka3al HU3KYI0 KoHcepBaTUBHOCThL AHPHK 1o cpasHenuro ¢ MPHK, opnako
bonee BBICOKYyIO 10 cpaBHeHHI0O C MPHK MOOWIBHBIX 3/IeMeHTOB. AHa/u3
KOHCepBaTUBHOCTU  CTPYKTYpHbIX  371eMeHTOB JHPHK  1moka3anm  BBICOKYHO
KOHCepPBAaTUBHOCTL 3K30HOB JHPHK 1o cpaBHeHHMIO C WHTpOHamu. B gaHHBIX
HCCeIoBaHUAX TI0Ka3aHa ObicTpas 3Bomoius JHPHK, KoTopasi MpUBOAUT K HU3KOM
KOHCePBaTMBHOCTU II0C/Ie[iOBaTe/IbHOCTeU. Takke OTMedaeTcs, UTO IIPOLIEHT
KoHcepBaTuBHbIX THPHK BhbIlIe cpeju po/icCTBeHHBIX BU/IOB (B Mpejenax OAHOro poja),
TIPY 3TOM KOHCEPBAaTHMBHOCTH Pe3K0 yObIBaeT 10O Mepe yBeJHueHHs BOJIIOLMOHHOTO
pacctosiHus (Sang et al., 2021).

HecmoTps Ha cyujecTByrolljie TeOpUU BO3HUKHOBeHUs U 3Boaonuu AHPHK,
CTPOrMX J[OKa3aTe/bCTB /I HUX IIOKA He cyljecTtByeT. OfHaKo B L1eJIOM aHasu3

TIOKa3bIBaeT, UTO OHU OoJsiee BaprabesbHBI 10 cpaBHeHHIO ¢ MPHK.

1.7 MeTo b1 cekBeHMpPOBaHus A/ ucciegoBanusa fsHPHK

o HepmaBHero BpemeHu wuzAeHTUu(duKaius AHPHK cuuTanack mo60YHBIM
pe3yJbTaTOM WCC/e/IOBaHUM, HampaB/ieHHbIX Ha BbIAB/IeHHEe O0e0K KOAUPYIOUIUX
reHoB. OIHAKO 3a Toc/eHee JeCsATU/IeThe CTal0 OUEeBUHO, HACKO/IBKO BaXKHa pPOJib
mHPHK B MoJIeKy/ISIpHBIX M OMOIOrMUeCKUX TIPOIieccax Pa3InyHbIX OPTaHHU3MOB. DTO

MMpuBeJI0O K  YBE&JIMYEHHWKO  KOJ/IMYECTBAa  SKCIIEPUMEHTOB, HAIIPpABJIEHHBIX  Hd
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CeKBeHMPOBaHHWe U JanbHeninyto aHHoTauuo fHPHK. Ha cerogHsiHuii 1eHb MeTO/Ibl
cekBeHupoBaHus JHPHK M0XHO pa3zienuTh Ha JiBe TPYIIIbI:

1. RNA-seq - HauboJsiee pacrpocTpaHéHHBIM MeToZ, cekBeHrupoBaHus fHPHK. B
3aBUCMMOCTHA OT criocoba y/aseHusi HelleleBbIX (paki[Uil pa3/vuaroT JBa
OCHOBHBIX Tloixoza moyn(A)-cenekuus v gerienysi pPHK.

2. GRO-seq - metoasl, nossosstolde cekBeHruposats PHK Bo Bpems eé cunTesa
PHK-nonumepa3oii, He3aBUCUMO OT TOTO, OyzieT /1 3Ta MoJieKyJ/ia pa3pyllieHa
B KJIETKe BIIOC/Ie[CTBUU WU HeT. K JaHHbIM MeToAaM OTHOCUTCA Takke NET-
seq, plaNET-seq.

Wcnons3oBanne PHK-cekBenrpoBanus (RNA-seq) siBiasieTcss Haubosiee 4acTo
WCTIO/Tb3yeMbIM METOJ/IOM /Il MacCOBOW HIeHTHU(hUKAIUH TPAHCKPUIITOB Osarozaps
TIPOCTOTE ¥ BO3MOXKHOCTHU BbISIB/IEHHsI HOBBIX MOJIeKY/T 6e3 mpeZiBapyUTeIbHOTO 3HAHUS
ux nocsegoBarenbHocTH (Cheung et al., 2006). OgHako npu cekBeHupoBaHuu JHPHK
3TOT MeTOJ, CTaJIKUBaeTcs C psiioM orpaHuueHuit. AHPHK uacTo umeroT HeCKoJ/bKO
KOIHWI TPaHCKPUIITOB, KOTOPbIe MOTYT (PYHKI[MOHUPOBATh MO-Pa3HOMY B 3aBUCUMOCTHU
OT UX MOJIO)KeHUs1 OTHOCUTebHO reHoB-MullieHel (Ponting u Reik, 2009). [TosTomy
yuét THPHK Ha ypoBHe OT/e/IbHbIX TPAHCKPUIITOB MMeeT BakKHOe 3HaueHue. OqHUM
13 HejocTaTKOB MeTozia RNA-seq siB/1sieTCs1 HepaBHOMEPHOe TTOKPbITHe TPaHCKPUIITOB
MpoUTeHusiMU, ocobeHHO [y peAkux u3odopM. B pe3synbTare ucciegoBarenu
TI0JTyUaroT HeToTHbIN Habop TpaHckpunToB opranusMa (Deveson et al., 2017). Kpome
TOro, Hanbosiee YacTO HCIIO/Mb3yeMble TPOTOKOMbI RNA-seq HaripaBjeHbl TIpeX[e
BCero Ha ugeHTUduKauuo Mosekya MPHK, comepxamux nomu(A)-xsoct. [TosTomy
OHU MCIONB3yIOT cenekiuio PHK 1o 3To#t mociemoBaTe/lbHOCTH [jisi oOorarteHust
TNO/IMaleHUWIUPOBAHHBIX MOJIEKYJI, UTO MPUBOJUT K TTOTEpe HeloinaJeHUINPOBaHHbIX
nHPHK. OpHako Bo MHOTMX paborax rokasaHo, uto 6osee 70% gHPHK pacrenwii
TpaHckpubupyetcss PHK-nomumepasoii 11 1 monmvagenumvporana (Mattick et al., 2023;
Ziegler, 2017, Kornienko et al.,, 2024). Takum o6pa3oMm, momu(A)-cenekius He
uckmouaer AHPHK u3  aHanu3a 1moOMHOCTBRO.  VIMEHHO T03TOMY  MHOrue
KpyITHOMacIiTabHble UCC/IeZIOBaHMsI, B TOM UHMC/Ie W HacTosias paboTa, UCIOMb3yIoT

nosii(A)-cenekiyio OUO/TUOTEK, TPUHUMAsT 3TOT KOMIIPOMHMCC paii BO3MOXXHOCTH
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aHa/IM3MpoBaTh COTHU WHJVBU/Ya/IbHbIX T€HOTUIIOB U I10J/y4YaTh LIUPOKYI0 KapTUHY
reHeTH4eckoro pasHoobpasus fHPHK.

Ilnst 6osiee TIOJTHOTO OXBaTa HEKOZMPYIOIUX TPAHCKPUNTOB B paMKax RNA-seq
MPUMEHSIIOT Takxe crpareruto gervietyu pPHK. B otiinuue ot nporokosioB RNA-seq,
B KOTOPBIX /151 cekBeHMpoBaHUsi MPHK Mcrnosib3yroT cenekuyio mo moju(A)-XBocTy,
meton  gerietd  pPHK  ocHoBaH  Ha  ruOpuu3aiuu  CrieldabHbBIX
OJIMTOHYK/IEOTUAHBIX  30HAOB, KOMIUIEMEHTapHbIX pa3nuuyHbiM  BugaM pPHK
(Dahlgren, 2020). OTu 30H/bI CBS3BIBAIOTCSI C COOTBETCTBYHOIIUMU MoJieKynamu pPHK,
oOpa3ys AByXlerouyeuHble KOMILIEKChI, KOTOpble 3aTeM VZAAJsSiOT U3 obpasia. B
pe3ysibTare M3 Habopa AaHHbIX yaansoTcss Bce pPHK 6Ge3 Bpefa st oCTalbHBIX
Hekoaupytoiux PHK. /laHHBIA MeTo[ Yallje UCIOMb3YIOT [/l TIOy4YeHust Hanboee
rosiHoro Habopa fHPHK B KoHKpeTHOM 06pasiie, 0ZJHAKO OH He BCerjia IeMOHCTPUPYET
3HaUMMBIM TPUPOCT 4Yucia cekBeHWpoBaHHbIX AHPHK 1o cpaBHeHnto ¢ momm(A)-
celleK[Ue U TIpOWrpbiBaeT €M B TEXHOJIOTMUeCKOM TMPOCTOTe IIPU MacCOBOM
cekBeHUpoBaHuU. Hanpumep, uccienoBanue, ipoegéHHoe (Dahlgren et al., 2020) u
HaripaB/ieHHOe Ha cpaBHeHue Toyn(A)-cenekiyuu u Aervietiyi pPHK Ha obpasiiax
TKaHU TeYeHW U MoO3ra Jiollafleld, Mmokasano, 4yTto ToJu(A)-ceneKlys 3axBaTbIBaeT
bonmbmie fHPHK B ob6enx TKaHsx 1o cpaBHeHuio c feruterueii pPHK. ABTOpBI
MpeArnosiaraloT, YTO HEeKOTOpble HemnoJuvajeHunupoBaHHbie aHPHK — moryr
CTaOUMM3UPOBATHCSI BTOPUUHBIMUA CTPYKTYPaMH, TIPETIATCTBYIOIUMU WX U30JISI[UA BO
BpeMs rpoLeaypbl 00eaHeHus: pubocomansHoi PHK.

HOns mipeogonenuss orpaHuueHnii RNA-seq Obui pa3paboTaHbl METO/IbI,
OoCHOBaHHble Ha cekBeHHMpoBaHuM PHK Bo Bpems eé cunre3sa PHK-nommepason.
Meton, GRO-seq mo3Bosiser BbisgBAATE PHK B mporjecce cuHTe3a, BK/rOUast
TPAHCKPHUINTHI, TMoABeprawomyecss Obictpoit  gerpazanuu  (Lopes, 2017). B
WCCIeJOBaHUsX, TIPOBeEHHbIX C ucnoyb3oBaHueM GRO-seq, oTmeuarOoTCsi BbICOKAst
YyBCTBUTEJ/IbHOCTb TIPU BbISB/IEHUU HU3KO3KCIIPECCUPYIOIUXCSA TPAaHCKPUIITOB U
BO3MOYKHOCTb OOHApY>KUTb Bce cuHTe3upytoiuecsi PHK oauHakoBo, He3aBHCHUMO OT
ux crabunpHOCTH B KieTke (Lopes, 2017; Zhu et al., 2018; Hetzel et al., 2016). 310
JlelaeT MeTo/; 0COOEHHO TOAXOAAINIUM /IS U3yueHus: Hekoaupyomux PHK ¢ Hu3KoM

9KCIIpeccrel U BBICOKOW CKOpOCThbiO Aerpajaumu. Metoasl NET-seq u plaNET-seq
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ocHoBaHbl Ha cenekiuu PHK-nonmumepas uepe3 FLAG-metku (Churchman, 2012).
IIperMy111eCTBO JA@HHOTO [104X0/a 3aK/IF04aeTcs: B TOM, UTO TP 3axBaTe IoJIMMepasbl
O/THOBPEMEHHO H3B/eKaeTcss M cuHTe3upyeMast eo PHK (Huffines, 2025). Takum
obpa3oM, 3a CYéT 3TUX MeTOJOB TIOSIB/ISIETCS BO3MOXKHOCTb BBISIBUTH BCE
HEKO/MPYIOll[e TPAHCKPUMThl B MOMEHT WX CHHTe3a, BK/ouasi HecTabuibHbIe,
KODOTKME U1 HeMNoJWaJeHWIUPOBAHHbIE MOJEKY/bl, KOTOpble TMPOMYCKarTCs
cra”zaptHeiM RNA-seq.

HecmoTpsi Ha Tmiepeunc/ieHHble TIpEMMYIIeCTBA OINKWCAHHBIX METOJOB B
cekBenupoBanuu JHPHK, RNA-seq no-nipe)kHeMy 0CTaéTcst HarnboJ/iee UCI0/Ib3yeMbIM
MeTO/IOM B paboTax, CBSI3aHHBIX C HCC/e/l0BaHHMeM JaHHBIX MosieKkys (Mattick et al.,
2023; Ziegler, 2017; Kornienko et al., 2025). DTo cBsi3aHO C TpPYZOEMKOCTbIO
9KCITIepUMEHTOB, TIPOBOAWMBIX C mMomolplo TexHosoruii GRO-seq, NET-seq u
1o/00HbIX. [JaHHBIE METOZBI TPeOYIOT aKKypaTHOTO BbiZie/IeHUsT M 00OTallieHus sifiep
Y TKaHeW, UTO TOBbIIIAaeT PUCK BO3HUKHOBEHUsI apTe(akTOB IMPU CEKBeHUPOBAHUM
(Wang, 2019). Taxxe ormeuaetcsi (Hetzel et al., 2016), yTo AaHHbIe METO/IbI XOPOLLIO
pa3paboTaHbl [jii ue/ioBeKa U MJIEKONMTAIOIIUX, HO [ pacTeHUH peaKo
TPDUMEHSAIOTCA  BCJIe[CTBHE TeXHUYECKUX CJIOKHOCTeM HW30/ALMM  slep U3
pacTUTeNbHBIX K/I€TOK U BBICOKOTO COZEepyKaHUs X/I0POIIaCTOB, KOTOPbIe 3arPS3HSIOT
obpa3ell. B cBsi3u € 3TUM OHU He TIPUMEHSIFOTCS /IJIs MaCCOBOTO CeKBEeHUPOBAHMS U BCE
elllé OCTaloTCsl peJKMMU MeToZiaMU B McciiefoBaHuy pacteHnii (Wang, 2019; Hetzel et
al., 2016).

Ha cerofHSIITHWUI IeHb CYIeCTBYeT A0CTAaTOYHO 00/IbIIIOe KOJTMYeCTBO METO/[OB
cekBeHupoBanus AHPHK. OfHAako OHW OT/IMYAIOTCA 00J/1aCcThiO NpUMeHeHus. Ecim
1[e/IbI0 MCCTIe/IOBaHUsl SIB/IIeTCS TOyueHHe Haubosee monaHoro Habopa gHPHK B
ornpe/ie/IEHHOM TKaHU OJHOIO OpraHu3Ma, peKOMEeHJyeTCs MCII0/Ib30BaTb MeTO/bI
GRO-seq. Eciu ke 1jen16t0 paboThI SIBASIETCS MCC/Ie[joBaHUe OOJBIIIOT0 KOJIMYeCTBa
OpraHv3MOB, uallje WCNoab3YT MeToAbl RNA-seq, mpuHuMass BO BHUMaHUe
BO3MOXXKHYIO MOTePI0 MH(GOPMaLIUH.

1.8 buoundopmaTrnueckue metoabl HaeHTUGUKanuu JHPHK

OcHoBHOM 3aziauel B ujeHtudukaumu fHPHK sBisieTcsi TouHoe pasjeneHue

BbIOOpKM PHK Ha Kozupyrtolye 6e/0K U HeKoupyroiye. B B mpepiayiieM paszesie
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ObUIO TIOKAa3aHO, UTO COBpeMeHHbIe MOAX0/bI K uaeHTHUGMKalmu AHPHK 6asupyrorcs
Ha MaccoBoM cekBeHHMpoBaHMu PHK, 4TO mpuBOAMT K MOSIBIEHUIO 3HAUYUTE/IbHBIX
00BEMOB /IaHHBIX. B CBSA3M € 3TUM BO3HUKaeT HeOOXOAUMOCTb B IPUMeHEeHUU MEeTOZI0B
bronHpOpMaTHKH.

CoBpeMeHHble OuOMH(MOpMaTHUeCKUe TIOAXOJbl HCIOJMB3YIOT pa3/iknyHbIe
MeTozbl uaeHTuukanuu AHPHK (Zhang u Zhou, 2014; De Quattro u Bertolini, 2017;
Zhao et al.,, 2018), pucyHok 1.6. K HUM OTHOCSTCA KakK KjacCUUeCKrue MeTO/bl,
OCHOBaHHble Ha aHa/iM3e CTPYKTYPHbIX W KOMIIO3UI[MOHHBIX 0COOEHHOCTel
T0C/IeI0BaTe/IbHOCTeH, TaK M METO/bI MAIIMHHOTO M TIIyOoKoro obyuenus. K
rporpaMmam, MCIoJib3yIOLMM KaacCuueckKue ToAXobl A8 uaeHTugukauyuu fHPHK,
otHocsitcsi CPC (Kong et al., 2007) u LncRNA-ID (Achawanantakun et al., 2015).
OcHoBHOW UX 3ajaueld SIBASETCS BbIUMC/IEHHWE KOJWPYIOILIero TOTeHLrasna
vccefyeMoro TpaHcKpurita. OCHOBHBIMUA KDUTEPUSIMH, TIO KOTOPbIM TIPOMCXOJIUAT
OLleHKa KOJUWPYIOIero TmoTeHLMana, SBJSIOTCS TPU3HAKUM OTKPBITBIX paMOK
cuutbiBanusi (OPC) - ux gnuHa, nokpbiThe U 1enoctHOcTh (Fickett u Tung, 1992);
pacuet napametpa Fickett, Bbiunc/sieMblli Ha OCHOBe CpaBHEHUSsI TTO3ULIMOHHBIX YaCTOT
HYK/IEOTU/IOB B KOJJOHaX C 3TaJIOHHBIMH pacripefiesieHUsIMU [I71s1 0eT0K KOAUPYHOIHX
reHoB (Fickett, 1982); xapakrepuctuku GC-coctaBa (Pozzoli et al., 2008), a Takxe
CpaBHeHUe CTPYKTYPHBIX 0COOeHHOCTel TPaHCKPUITOB, TAKMX KaK JJIMHA TPAaHCKPUIITa
U KOWYEeCTBO 3K30HOB/MHTPOHOB (Sun et al.,, 2013). OpgHako Hamuuue OOIUX
xapakTepuctuk JHPHK wu 6enok KoJWPYIOIIUX TE€HOB MOXKeT TIPUBOJUTL K
HEKODPEeKTHOMY TIpeficKa3aHuto. Harpumep, BcTpeuaroTCs Cyyad CXO/ICTBa
npu3HakoB OPC aaPHK ¢ OPC 6enoK KOJUPYIOIIMX T'€HOB, OJHAKO TOKPLITUE WM

1jenoctHocTh OPC o6bruHo y ;HPHK xy»ke (Dinger et al., 2008).
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Knaccuueckue metoabl MatumHHoe oByueHme rmy6okoe obyueHne

s [nyb6okas ceTb

o OTKpbITbIE paMKN OCOGEHHOC]'H OCDGEHHOC:[H Duanko- noBepus
CUNTBIBAHNS (OPC) nepesn4yHON BTOPWYHOWN KHMH‘:IECKHE . PeKpr!EHTHaFI
e Mapamerp Fickett GIEYKTypol ClIpykybel g HelpoHHas ceTb
e XapakTepucTUKK . CB?pTOHHaf—I
GC-cocTaBa HeWpoHHas ceTb
e CTpyKTypHble
ocobeHHoCTH

e JluHenHas perpeccus
Mogens cnyvaiHoro neca

s  HawueHblit BaitecoBcKuin W3BneveHHble NpU3HaKu
knaccudmkarop

o K-Bnuwxaiwwe cocegu

PucyHok 1.6. MeTtojpl npeficka3aHus AJIMHHBIX HeKoAupyromux PHK.

Cnepnytoiumii 670K TIPOrpaMM MCII0/Ib3yeT MeTO/bl MAllIMHHOTO 00yueHUs AJist
nipefckaszanvsi AHPHK. K nogobHbeiM riporpammam otHocstcst: IncFinder (Han et al.,
2019), CPAT (Wang et al., 2013), CPC2 (Kang et al., 2017), PLEK (Zhang u Zhou,
2014), CNCI (Sun et al., 2013). [TaHHble TIpOrpaMMbl UCIIOJ/Ib3YIOT Cpa3y HECKOIbKO
aNbTepHAaTUBHBIX HAOOPOB MPH3HAKOB /17151 BhissBieHus AHPHK. Ha ceropnsimxuii eHb
BBIJIEJISIIOT TPU O/I0Ka MPU3HAKOB: CTPYKTypPHbIE CBONCTBA, 0COO@HHOCTY BTOPHUUHOMN
CTPYKTYpbI U (pusuko-xumuueckre cporictBa PHK (Han et al., 2019). Ncnionb3oBanue
10/100HBIX TIPHU3HAKOB 1103BOJIsIeT pa3indyath PHK cpa3y Ha HECKO/IBKUX YPOBHSIX, UTO
TIOBBIIIAeT KaueCTBO Ipe/icKa3anus. [ToMrMo pa3HooOpa3susi h3B/ieKaeMbIX MPU3HAKOB,
TriepeurcieHHbIe POrpaMMbl UCII0JB3YIOT Pa3/IiuHble MOJe/Td MallIMHHOTO 00yueHusl.
Tak, Harpumep, nporpaMMa CPAT nprMeHsieT MeTO/, IOTUCTUYECKOW perpeccuy st
MOCTPOEHUS MOJenM OLeHKA Koaupyromero rmnoreHuuana. IIporpamma PLEK
WCTIO/Ib3yeT MeTO/, OTIOPHBIX BEKTOPOB Aisi 6osiee TouHOro mog6opa k-Mepos c 1je/1bi0
nanbHetiero pasaenenus Bbibopku Ha MPHK u iHPHK. LincFinder ucnionb3yet cpasy
HECKOJbKO MeTozioB MammHHoro oOyueHuss (Random Forest, soructryeckas
perpeccusi, MeTOZ, OMOPHBIX BeKTOpoB, Gradient Boosting), M3 KOTOpBIX 3aTeM
BbIOMpaeT HaW/Iyulllyt0 MO/eNb JIJis lafbHeHIlero rnpejcKa3aHusl.

Metogpl  TayboKoro 0oOyueHWs] —TIpeACTaBIsIOT  Co0OW  COBpeMeHHoe

HaripaBieHne B wujaeHTH(uKaiuu AHPHK, crioco6Hoe aBTOMAaTH4YeCKHd BBISIBIISAT
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CJIO>KHBIE TTaTTePHbI ¥ 3aBUCUMOCTH B ZIJAHHBIX 0e3 HeoOXO0AMMOCTH PyYHOTO mozbopa
rpu3HakoB. K rnporpamMmmam, UCIosib3yroLMM AaHHBIM 0AX0A, oTHOCATCS: LncADeep
(Yang et al., 2018), LncDLSM (Wang et al., 2023), IncRNAnet (Baek et al., 2018).
[Tpenmy1ijeCTBOM MeTO/IOB I'/TyOOKOTO 00yUeHus1 Haji METOZAMU MAIlTMHHOTO 00yJYeHust
SIB/ISIETCSI Ha/IMulie MHOTOC/IOMHOM apXWUTeKTYpbl HEMPOHHBIX CeTell. JTO MO3BOJSIeT
BBISIB/ISITH HE/IMHEWHble 3aBUCUMOCTU W B3aUMOJEMCTBUS MeXAYy NpU3HAKaMHU.
Harpumep, nporpamma IncRNAnet wucronb3yeT apXWUTeKTYpy PpeKyppPeHTHOM
HEUPOHHOUW CeTU A1 MOJeJIMPOBaHus TocaeqoBatenbHocTed PHK, uto mosBosisieT
BbISB/ISAITH BHYTPEHHMEe XapakTepuCTUKU TpaHckpuntoB AHPHK. IIporpamma
LncADeep wucronb3yeT apxuteKTypy riybokoit cetu mosepusi (DBN), B KOTOpyHO
VHTETPUPYIOTCSA [Ba TUIA IPU3HAKOB, OCHOBAHHbIE HAa CTPYKTYPHBIX Mpu3Hakax PHK
W UX TOMOJOTMU Apyr c apyrom. Iloaxop, wcrmosb3yromumii 6osbliee KOIMUeCTBO
TIPU3HAKOB B KOMOWHAIIMM C BO3MO>KHOCTbI) HEMPOHHOW CeTH 00yuaThCsi HOBBIM
accoupalusM MexXJy TMpU3HaKaMH, [JaeT 3HauWTe/lbHOEe T[IOBBIIIEHWE KadyecTBa
rpe/iCKa3aHusi [0 CPAaBHEHUIO C MPeAbIAYIINMHU MeTOJaMH.

OpHako camo BeisiBieHre JHPHK u3 vccieryeMoi BLIOOPKY He HeCeT IoJIe3HOH
vHbopMaIu 0 QYHKIUSIX, MeXaHHW3Max AeWCTBUSI WX OHMOJIOTHYeCKON 3HAaUMMOCTH
JAHHBIX MOJieKy/1 B opranusMe (Guo et al., 2013). Takum obpa3oM, GyHKI[MOHATBHAS
aHHOTALUsI SIB/IsSieTCsl 00si3aTe/lbHBIM KpUTEpUeM B MCC/eloBaHUM OHOo/IOTHYecKon
3HauuMoctu fHPHK. AnHoTauus BkatoyaeT: Knaccudukauyio AHPHK Ha ocHoBe ux
TOJIOXKEHUs] OTHOCUTETLHO 0esloK KOJUPYIOIIUX TeHOB, aHa/li3 CTPYKTYPHBIX
ocobeHHOCTel ([JIMHBI TPAHCKPHUIITA, KOJIMYECTBA 5K30HOB/MHTPOHOB), aHA/IU3
9KCTPeCCHH, KOIKCIpeccuu ¢ Apyrumu AHPHK 1 6e10K KoJUPYIOIIMMU TeéHaMH, TIOUCK
TOMOJIOTUUHBIX ~ TOCJ/IeJOBAaTeJIbHOCTeM C  JPYTMMU  OpraHuM3MamH, OLIeHKY
BU/IOCTIELIU(UUHOCTH. Knaccudukarms IHPHK paszessieT BBIIB/ICHHbIE
Hekogupytolre PHK Ha ueTkipe rpyIirbl: aHTUCMBIC/IOBbIE, CMBIC/IOBbIe, UHTPOHHbIE
U MexreHHble. DyHKIMU [JaHHbIX KiaccoB AHPHK onmcanbsl B myHkTe 1.2
«Knaccudukauss gHPHK 1o mnonokeHuto B reHoMe». AHalW3 CTPYKTYPHBIX
ocobenHocteli fHPHK B OCHOBHOM HampaBjieH Ha OIEHKY [JIMHbI TPAHCKDHIITA,
KOJIMYeCTBa S5K30HOB W HWHTPOHOB, a TakKXe XPOMOCOMHOM JoKanuzauuu. I[lo

BugocrenudpuuHocty AHPHK pa3zensitoT Ha [jBe TPYyMIIbI: TIOMBUOBLIMU CUMTAIOTCS
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IHPHK ¢ ypoBHem wuzeHthuHoctd Bbille 50 % c¢ guPHK pgpyrux opraHusmos,
BHYTPMBU/IOBBIMU - C OTCYTCTBMEM I'OMOJIOTOB C Apyrumu opraHu3mMamu (Kang et al.,
2017). WcrounukoM wuH(opMaiud 06 3THUX TIOC/Ae[0BaTebHOCTSIX CIy>KaT 0a3bl
JaHHbIX. [I711 MX MOMOJIHEHUS WCIIO0JIb3YIOTCSA pas/iiuHble UCTOUHUKU: pe3y/IbTaTbl
buonHbopMaTuueckoli ~ 00pabOTKM  TPAaHCKPUIITOMHBIX  JKCIIEPUMEHTOB U
nipefckasanvg AHPHK, skcniepuMeHTasibHble pe3ysbTaThl, IOyUYeHHble TIPU aHaiv3e
IUTepaTypHbIX UCTOUHUKOB, COBMECTHOE MCIO/b30BaHNe Kak 6uonHbopMaThuueCcKux
MeTO/IOB, TaK Y JINTEPaTyPHbIX UCTOYHUKOB. ba3bl JaHHBIX, OMUCHIBAKOLME CTPYKTYPY
u pyukiun aHPHK pacrenuii, npuBeeHsbl B Tabsute I1.1.

Takum 00pa3oM, Ha CerOAHSIIHUYN /IeHb CYIeCTBYIOT AeCATKU WHCTPYMEHTOB
Y1 nporpamMm rpezckasaHusi JHPHK, OCHOBaHHBIX Ha TeXHOJIOTMSIX MAILLUHHOIO U
riybokoro o0yuyeHusi ¥ UCTIONB3YIOIIMX pa3iuuHble QyHKIMK. HecMoTpsi Ha TO, UTO
riepeuric/ieHHble  BbIUMC/IUTe/IbHbIE MeTO[bl I10Ka3aJu BBICOKWE pe3yJbTaTbl B
naeHtiuukaumyu AHPHK, HacKo/bKO HaM M3BeCTHO, He CYLeCTBYeT eIMHOTr0 MHEeHUSI
OTHOCUTENBbHO 3(PEeKTUBHOCTU 3TUX WHCTPYMEHTOB M TPU3HAKOB, MO3BOJISIOIIUX
oiHO3HauHO onpeiemuTh THPHK 13 Habopa PHK.

1.9 IIan-reHOMBI ¥ IAaH-TPAHCKPUIITOMbBI

1.9.1 ITas-reHOMBI

B mpezenax ogHOT0 GMOIOTHYECKOTO BUJA CYI[ECTBYeT BBLICOKOEe T€HOMHOe U
Mopcosiornyeckoe pazHooOpasue, 00yC/I0B/IeHHOe CTPYKTYPHBIMU Bapyalusivu. OHU
BKJTFOUAIOT B ce0si MHCepLWH, AYIUIMKAL[UM, WHBEPCHM, TPaHC/IOKALMH, a TaKKe
Bapual[MM 4MC/la KOMWK TeHOB U UX Haauuus WM OTCYTCTBUA. [laHHBbIe Bapualyiy
croco0HbBI B/UAThL Ha cermeHThl [IHK amHON B HeCKOJIBKO Meraba3 M B HEKOTOPBIX
C/ly4asix U3MeHSTh YMC/I0 XpoMocoM. BeriefcTBure 3Toro oguH peepeHCHbI TeHOM He
cocobeH OXBaTUTh BCe TeHeTWYeckoe pa3HooOpasuve Buja. Hampumep, B
pe)epeHCHbIX TeHOMax pacTeHUM OTCYTCTBYeT psiff T€eHOB, Ba)KHbIX sl
CeIbCKOXO3MCTBEHHBIX ~ WCC/eZOBaHWM.  [Isl  pellleHWss  JaHHOW — TIpo0J/ieMbl
VICII0/1b3YeTCsl [1aH-TeHOM.

TepMuH maH-reHOM Obul BriepBbie C(OPMY/IMPOBaH B paboTe, MOCBAIEHHON
bakTepuansHOMY BUAY Streptococcus agalactiae. Ha ceroHSIIHUM [JeHb CYIIeCTBYeT

HECKOJIbKO OTpe/ie/ieHN TeEpPMUHA «T1aH-TeHOM»:
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1. OG6iee uncio0 Hen3OLITOYHBIX TE€HOB, TPE/CTaBIEHHBIX B OT/eTbHO B3ATOM

ouonoruueckom Bue (Golicz et al., 2016).

2. TlonHeiii Habop reHoB ogHoro BUa (Meile et al., 2018).
3. Pe3ysbTaThl TeHOMHOI'O CpaBHEHUs pa3/IMUHbIX OPraHMW3MOB OJIHOTO BU/[la WU

poaa (Alcaraz et al., 2010).

4. OO6uwmii Habop TeHOB, Mpe/ICTaB/IeHHbIN B rpyrre OM3KUX BUJOB WK IITaMMOB

oaHoro Buza (Rasko et al., 2008).

5. COBOKYIHOCTb TE€HOB BCE€X JKHMBbIX OpPraHU3MOB, BHPYCOB U Ppa3/IAYHBIX

MOOHU/IBHBIX TeHeTHUeCcKHX 3/eMeHToB (Pang et al., 2005).

B pabore (Merot-L’anthoene et al., 2019) BbiensIIOT ABa TOHUMaHUSI TEPMHUHA
raH-TeHoMa: Ha (yHKI[MOHA/IbHOM OCHOBAaHWH U Ha CTPYKTYPHOM OCHOBAHUU:

e CTpyKTypHOe TIOHMMaHWe YTBep)XK/JaeT, UYTO TMaH-TeHOM SBJSeTCS
TIOJTHBIM HabopoM Hen30BITOYHBIX T'€HOB AAMHOM rpuMepHo 100 T.H.
(BO3MOXKHO, [ITMHHEe B 3aBUCUMOCTA OT 0co0u). [IpeumylijecTBo
JJaHHOTO TIOHMMaHUsl 3aK/OuUaeTcsi B TPUHSITUM BO BHUMaHUe Kak
TI0C/Ie/JOBaTe/IbHOCTEM TeHOB, TaK M HEereHHBIX T10C/Ie/J0BaTeIbHOCTEH.

e OyHKIMOHA/TbHOE TOHMMaHWe 3aK/IKYaeTcs B TOM, UTO MaH-T€HOM
SIBJIIETCSI COBOKYITHOCTBIO BCEX T'€HOB B JIAHHOM Habope WHAWBUYYMOB.
OH MoOXXeT OBITb pacIIMpeH Ha YPOBHe CeMeliCTBa reHOB, TIPU 3TOM B
JAHHOM TTOHUMAaHUK 0C000 CXOXKHe TeHbl MOTYT ITPUHUMATHLCS 3a OJ[UH.
Takum oOpa3oM, ecu XOTsi Obl OZIUH TPeJICTaBUTE/Ib CeMelCTBa reHOB
TIPUCYTCTBYET B Ka)K[OM TIpe/icTaBUTe/ie BUAQ, TO OH OTHOCUTCS K
OCHOBHOMY T'€HOMY.

B pgaHHOU paboTe moJ; MaH-TeHOMOM ITOHMMAETCS TIOJHBIM Hen30bITOUHBIN
HaboOp TeHOB, TIPe/ICTaB/IeHHBIX B I'eHOMe XOTsI Obl OJHOW 0COOHM, OTHOCSIIEHCS K
JlaHHOW TakcoHoMMuecKou eauHulle (Pronozin, 2021). OTMeTuM, UTO 3TO TIOHSITHE
MO>KHO pacIpOCTPaHUTh Ha TAKCOHOMMUECKHE eUHUIIbI r0boro nopsaka (Vernikos
et al., 2015). Tak, Oblsla TIpeATIPUHSATA TIOMBITKA CO3/aTh OOIIMil TTaH-TeHOM OaKTepuii
Ha OCHOBe 573 ceKBeHMPOBAHHBLIX paHee TeHOMOB OakTepuii (Lapierre u Gogarten,
2009). OpHako B HaCTosAIiee BpeMsl TOHSTHE MaH-TeHOM dallle BCero yroTpeOsisoT

HMMEHHO B OTHOIII€HKWHN BHd.
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["eHbI MaH-TeHOMa MOTYT ObITh pa3/iesieHbl Ha [iBe TPYMIIbl, PUCYHOK 1.7:

1. fgpo - reHbl, KOTOpble TPUCYTCTBYIOT B TeHOMax BCeX IIpeJCTaBUTe/el
TaKCOHOMUUECKOW eZJUHULIBI.

2. Ob6osouka ¥ 006/1aKO - T'eHbl, KOTOpble TMPUCYTCTBYIOT B TeHOMax He BCeX
nipescraButesiel Buga. OHU, B CBOIO Ouepe/b, JeSITCS Ha JBa TUIMA: T'eHbl,
nipe/icTaBieHHbie B 99-10% Bcex mpezcTaBuTesieli Buja (000/10UKa), U TeHBI,

nipefictaB/ieHHbIe B <10% Bcex mpe/cTaBuTesneit Bujaa (06/1ako).

O6nako

fAiapo i
O6nako v O6nako

O6onouka

O6onouka
O6o0nouka

PucyHnok 1.7. Tunbel TeHOB B maH-reHome. Sapo, O6osiouka, O6/1ako.

[Ipu yBe/nMyeHWH KOJMYeCTBA T€HOMOB, BK/IIOUEHHBIX B TaH-TeHOM, o0iiee
UKMC/I0 TE€HOB B KaK[OW W3 TIepeUMC/eHHbIX TPYI B 3TOM TaH-TeHOMe Oyzer
BO3pacTath. [IprueM KaXkJjast U3 3TUX FPYIII F'eHOB paHO WY IMO3/JHO BLIM/JET Ha I1/1aTo,
T1ocJie KOTOPOTro OHa He OyzieT 3HAUMMO U3MEHSIThCS C 1006aB/ieHeM HOBBIX TeHOMOB.
OTMeuaeTcs, UTO reHbl 000/I0UKKM U 00J1aKa SBJISIOTCS Bapuade/bHBIMUA U B CPeJHEM
9BOJIIOLIMOHHO Gostee Momofpl, ueM reusl sigpa (Golicz et al., 2016). OToT pe3y/bTaT
KaKeTCsl JIOTMUHBIM B CBETe TOro, 4YTO OoJbIllasg YacTb TEHOB si/[pa SIBJSIETCS
KOHCEepBaTMBHOW U COCTABJISIIOT I'eHbl IOMAIIIHero xo3siicTBa. @yHKIMY reHOB sifipa v
000/10uKK/00/1aKa pa3MuaroTcs: GYHKIIUH SApa CBSI3aHbl C BAXKHEHTIIMMU KT TOUHBIMU
rporjeccamM, a GYHKIMK 000710UKK/00/aKka - C OKpY»Karoled cpefiol U 3all[UTHBIMH

peaklUsiMH, PeLleNTOPHOM M aHTUOKCUJAHTHOW aKTHMBHOCTBIO, peryJsiiueld TeHOB U
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riepefilauer CUrHasIa.

Ha ocHoBe reHoB siipa, 000/10uKu 1 00671aKa, TTAaH-TeHOMBI MOYKHO Pa3/ie/IuTh Ha
[IBa TUTIa— OTKPBIThIE U 3aKpbIThie (PUCYHOK 1.8). 3aKpBITHIMU MPUHATO CUMTATh MaH-
reHOMbI, KOTOpble ObICTPO BBIXOJAT HA IUIATO MO YKC/Iy T€HOB; WHBIMHM CI0BaMH,
CeKBeHHMPOBaHHe TeHOMOB HOBBIX Tpe/[CTaBUTe el UCC/ielyeMoro Bijia He fo0aBsieT
HOBBIX TeHOB. OTKpPBIThbIE TTaH-TeHOMBI, HAlIPOTHB, YBEJUUUBAIOTCS TIPU /100aB/IeHUH

Ka>K10ro HOBOro redomMad.

3aKkpbITbin

KonwyecTtBo reHoOB

[eHOMBI

OTKpbITbIV

Konwv4yecTBO reHoB

[eHOMBI

PucyHok 1.8. Tumn naH-reHomoB. CUHSS IMHUSA TTIOKa3bIBaeT CaM [MaH-IeHOM, OpaH)XeBasi

€ro a4po, d UME€HHO I'€HbI, IPUCYTCTBYIOIIIME B T€HOMaX BCeEX Hpe,qCTaBHTEHeﬁ BHA.

Tun TmaH-TeHOMa OTpa)kaeT OCOOeHHOCTH TeHeTHYeCKOM W3MEeHUHWBOCTH BH/IA.
OTKpBITBIM NIaH-T€HOM Yallje BcTpeyaeTcs y MukpoopranusMoB (Hou v Pang, 2024), B
YaCcTHOCTH OakTepuii, [jid KOTOPBIX OOBIYHO XapaKTepHbI KpPYIIHbIE pa3Mepbl
TMOMYJIALMM, BBICOKAasi 4aCTOTa MYTalM U UHTEHCUBHBIM T'OPU30HTA/IbHBIA MEePEeHOC
TeHOB, TIO3BOJIIONIMNA WM TIpUOOpeTaTh HOBBIM T'eHeTUYECKWM MaTepuan. ITo
obecrieunBaeT OakTepussM  3HAUMTEIBHYIO  9KOJIOTMUECKYIO IJIACTUYHOCTh U
CcrocoOHOCTb OBICTPO aJANITUPOBATLCA K MEHSIOIIMMCS YCIOBUSM OKpPYyKaroIrel
cpenbl. [lnsi pacTeHUi, B 0COOEHHOCTH [i/Isi CeTbCKOXO03SIMCTBEHHBIX KY/bTYp, Oojee

XapaKTepeH 3akKpbIThii TUM NaH-reHoMma (Hou u Pang, 2024). 3To cBsi3aHO C TeM, UTO
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y pacTeHuii 6osee c1ab0 BbIpayKeH TOPU30HTA/IbHBINA MIEPEHOC TEHOB, a TeHeTHYecKast
U3MEHUMBOCTb B OoJsibllleld CTereHW 00ecrieurBaeTcs IePecTPOMKAMU  YoKe
CYILI[eCTBYIOII[ET0 Habopa reHoB.

[y cenekiuyd ¥ TeHeTUUeCKUX MCC/IeIOBaHUM OOJIbIlle TIOAXOAUT 3aKPhIThINA
THIT TaH-TeHOMa, T.K. TO3BOJIsieT 3apaHee OIeHUTh, CKOMBKO JIMHUN WIA COPTOB
JIOCTaTOYHO TIPOAHA/M3UPOBaTh, UTOOBI OXBAaTHUTh TOUTH BCE pa3HOOOpasvie TEHOB
Brza. Toria Kak OTKPBITBIA THI MaH-TreHOMa B OCHOBHOM HCIIOJIb3YeTCs /I TIOUCKa

HOBBIX, X03iCTBEeHHO 1jeHHbIX BapuaHToB (Hou u Pang, 2024).

1.9.2 ITaH-TPaHCKPUIITOMBI

Eme ogHMM W3 MeTOJOB aHaiu3a TeHHOTO0 COCTaBa Yy HEeCKOJIbKUX
Tipe/icTaBUTe/Iell KaKOro-IM00 TaKCOHa SIBJISIETCS aHa/lM3 ero TPaHCKPUIITOMOB.
HyxkneoTuaHble  MOC/e0BaTe/IbHOCTA  TPAHCKPWUIITOB  MO3BOJISIIOT  OLIEHUTh
TPUCYTCTBHE TE€HOB B T€HOME TOJIbKO B TOM Cjlyuyae, €C/Id OHU IKCIPEeCCUPYIOTCS B
Kakou-mb0 TKaHW WM OpraHe pacTeHWs. Takum oOpa3om, ormpejesieHue TiaH-
TPAHCKPUIITOMa MOXHO C(OpPMYJ/HMpPOBaTh TaK: I1aH-TPAHCKPUIITOM OTpakaeT
COBOKYITHOCTb BCex mMosieKys PHK, mpucyTCcTByrOnMX B JAHHOM BUJE.

[IpyMeHeHMe MaH-TPaHCKPUMNITOMA MO3BOJISIET OMNpeJe/nuTh, KaKue TeHbl U UX
130()OpMbI  SKCIIPECCHUPYIOTCS B KOHKPETHBIX TKaHSIX WM TPU OIpezeéHHbIX
ycnoBusix (Zhong et al., 2024). CpaBHeHWe TPaHCKPUIITOMOB 0CO0el U3 pa3/InyHbIX
5KOJIOTUYECKUX HUII 1aéT BO3MOXKHOCTb CBSI3aTh BapUaluM 3Kcripeccuu reHoB (ePAYV)
C afaNTUBHBIMU TIPU3HAKAaMU W BBISIBUTH JIOKYChI, KOTOPble MOTJIM OBl OCTaTbCS
He3aMeueHHBIMU TPU aHa/lu3e TOIbKO reHOMHBIX rocaefoBarensHocTel (Hirsch et al.,
2014). TTomrumo OMONIOTHUYECKUX TTPEMMYIIECTB, UCTI0/Ib30BaHKe TTaH-TPAaHCKPUIITOMa
JKOHOMHWUYECKA 0Ooyiee BBITOJHO, KorAa TpeOyeTcsi MpoaHaIM3UpOBaTh COTHU
ripe/icTaBUTe el BH/ja: OH onuvpaeTcsi Ha MmaccoBblie RNA-seq faHHbIe, KOTOPbIe MOYKHO
TOJTyYUTH OBICTPO W OTHOCUTEILHO JIEIIeBO JaXke J/Isi COTeH reHoTUroB (Zhong et al.,
2024; Hirsch et al., 2014).

Jin et al. (Jin et al., 2016) nmpoBesiu aHamM3 MaH-TpaHCKpuriToMa 368 nHOpeAHbBIX
MMHUNA ~ KYKypy3bl. AHa/lM3 TO3BOJIMJI  BBIIBUTH ~ Oojiee  /IBYX  THICSY

ToC/Ie/IoBaTe/IbHOCTeH, KOTOpble He ObUIM TIpeJCTaB/ieHbl B pedepeHCHOM TeHOMe
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KYKypy3bl, CPeJ]i HUX — T'eHbl, OTBETCTBEHHbIE 3a OTBET Ha OMOTHYECKUN CTpecc.
Bbuu mpoaHaM3upOBaHbl BapraliH, aCCOLIMMPOBaHHbIE C YDOBHEM 3KCIPeCCUY MeHOB
(eQTL). Pe3ynbTaThl aHa/MM3a ObLIM CIIPOELMPOBAHBI Ha MeTaboMuecKre CeTH, UTo
T03BOJIM/IO YTOUHUTh MeXaHU3MbI UX (DYHKIIMOHUPOBAHUSI.

B pabore Ma (Ma et al., 2019) npoaHanmu3upoBaHo 288 3KCMEepUMEHTOB TI0
CEeKBEHHUPOBAHHWIO TPAHCKpUMTOMa stuMeHsi. Cpe cOOpaHHBIX TPAHCKPUIITOB OKOJIO
30 % He oOHapy>KWUIM CXO/CTBA C pepepeHCHBIM TeHOMOM. Pe3ybTaThl aHamM3a naH-
TPAaHCKPUNITOMa TIOKa3aJd, YTO TeHbl YCTOWYMBOCTH K TiaToreHam Ooree
MHOTOUMCJIEHHBI Y TUKOPACTYIIeTO SUMeHsI; Takue TeHbl B Ipoliecce J0MeCcTUKalin
ObUTM TIO/IBEpKEHBbI 0oJiee CUJILHOMY JABIEHWIO OTOOpa M0 CPaBHEHWIO C TeHaMH

[PYruX NpefcTaBUTeel BUa.

1.9.3 puPHK B naH-reHomax M naH-TpaHCKpUNTOMax

HecMoTpsi Ha pacTyliiee KOJIM4eCcTBO paboT 1Mo U3yueHUIO MaH-TeHOMOB U TIaH-
TPAHCKPHUIITOMOB, OO/IBIIMHCTBO M3 HUX OBIJIO COCPeIOTOYEHO Ha 6e/10K KOAUPYHOIINX
reHax. MccinenoBanue 7HPHK B 5TOM KOHTEKCTe OrpaHUYMBA/IOCh UX K/lacCU(UKaLen
YW aHanu3oM I3Kcripeccud. Tak, B pabore (Jin et al.,, 2016) mpu aHamu3e IaH-
TPaHCKpUIITOMa KyKypy3bl (Z. mays) 6bi10 BhisiBneHo 644 HoBbix fHPHK. B pabote
(Zhong et al., 2024), mMOCBAIEHHOW aHAAW3y TMAH-TPAHCKPUMNITOMA pHCa, OBLIU
BoisBieHbl 3105 gHPHK, 2182 u3 KoTopbix ObUTM OXapaKTepu30BaHbI KaK HOBBIE.
OpHako B obeux paborax fanbHedmmi aHanu3 3tTux AHPHK He mpoBoguncs. [pu
HCC/le/JoBaHNM TTaH-TPaHCKpUITTOMa JtoliepHbl (Medicago sativa L.) B TKaHSIX JIUCThEB,
cTebnst M KopHel Obuto BhisBieHO 11 677 HoBeix AHPHK (Medina, 2021). Takxe
JlaHHbIN aHa/MU3 MO3BOMWI UAeHTU(hULMPoBaTh 2105 BbICOKO3KCIIPECCUPYIOIIMXCS U
1894 Huskoskcnpeccupyrommxcs sHPHK.

Bonee yrnybnenHoe usyuyenune nHPHK 6wino mpoBeseHo (Kornienko et al.,
2024). ABTOpBI WCC/IE€NOBalM pPACOPOCTPAHEHHOCTb 3THUX TEHOB B TPUPOJHBIX
TIOMY/ISAILUAX W TIPUUHHBI BapHabeTbHOCTH WX aKTUBHOCTH MEXIY pacTeHUsIMH. s
3TOr0 OHM WcCronb3oBamu 499 obpasioB A. thaliana. B pe3ynbTate ObLIO
uaentTuduiuporano 11 295 jokycoB aAHPHK, coctaBuBIIMX, 10 CYTH, IIaH-

TpaHckpurnitom AHPHK, ogHako caM 3TOT TepMHH aBTOPbl He WCIOJb30Baiu. U3
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MOJIy4eHHbIX JIOKyCcOB  aBTOpbI Bhigenwid 10 315 (91%) TpaHCKpPUINTOB, KOTOPbIe
Obu oTHeceHbl K HOBbIM AHPHK. Knaccudwukarus mokasana, 9YTo aHTHCMBIC/IOBBIE
mTHPHK cocraBnsimu 72 % ot obiijero Habopa, MexxreHHble - 20 %. Takxke aBTOPbI
BbI/Ie/TMTH OTAe/IbHBIN Ki1acc AHPHK, aHTHCMBIC/IOBBIX 110 OTHOIIIEHUIO K MOOH/TbHBIM
j/leMeHTaM, Ha KOTOpbIM mpuxoaunock 6 % ot obilero Habopa. MccnemoBaHue
BBISIBUJIO, UTO B OT/INUME OT 010K KOAMPYIOIIUX reHOB, aKTUBHBIX MPAKTUUECKU BO
BCex oOpastax, 6onbimHcTBO JHPHK 3KcrnipeccupoBanvck MeHee yeM B 5 % 06pasLioB.
Mexrennbie gHPHK  gemoHCTprpoBanM  HauOOMBIIYI0 — MEXKITOMYJISILIMOHHYIO
V3MEHUYMBOCTb, COINOCTaBUMYIO C TpPaHCII030HaMM. Takke aBTOPbI yCTAHOBWJ/IM, UTO
BaprabenbHOCTE 3Kcripeccuu AHPHK y A. thaliana omnipesiensinack SMUreHeTHUECKUMU
raTTepHaMU.

Takum obpa3omM, mpruMeHeHUe TTaH-reHOMOB U [MaH-TPaHCKPUIITOMOB TTOBBICHTIO
3¢ dekTrBHOCTb BbisiBjieHUs1 fTHPHK 1 yBenuuuio Mx KOJUYECTBO IO CPaBHEHUIO C
aHa/IM30M reHOMa O/IHOTO Tpe/icTaBUTe sl BUJa. BmecTe ¢ TeM paboThl, MOCBSIIIIEHHbIE
JleTalbHOMY W3Y4YeHUIO CTPYKTYpbl, GyHKUMNA U 3Bomonuu AHPHK Ha ypoBHe man-
TPaHCKPUIITOMOB, OCTalOTCSI HEMHOIOuuc/aeHHbIMU. CrielyeT OTMEeTUTh, YTO B HUX He
paccMaTpHBarOTCs Takue Mpr3Haku Habopa AHPHK, Kak OTKpPBITOCTh/3aKPBITOCTh ITaH-
TPaHCKPUIITOMa, KlacCU(UKALUs TI0 TIpeJCTaB/IeHHOCTH B sipe Wi 060/i0uKke TaH-
TPAaHCKPUINTOMA, a TaKXe He MPOBOJUTCS CUCTeMaThuecKas OLleHKa CKOPOCTel 3aMeH
1o cpaBHeHuto ¢ MPHK.

1.9.4 buoundopmaTnueckue MeTojbl aHa/IW3a MNaH-TEHOMOB U MaH-

TPaHCKPHUINITOMOB

B OGuonHbOpMaTHUECKOM aHaM3e MaH-TeHOMa MOXXHO BBIJIEIUThH CIIeAYIOLHe
OCHOBHbIE 3Tarlbl:

1. Cobopka rocieoBaTeIbHOCTEN MaH-TeHOMa;

2. BbisiesieHWe KOHCEpPBAaTHBHBIX W Bapya0e/bHBIX  yYaCTKOB Te€HOMHBIX
T10CJ1e/J0BaTeIbHOCTEH;

3. UpenTtudukanus/npeckaszaHue U QyHKIMOHAIbHasi aHHOTALIYsI TeHOB;

4. Wpentrdukauys noJaumMophr3mMoB;

5. Xpanenue, obecrieueHre OBICTPOTO /IOCTyIIAa U BU3ya/lIn3allvsl TTaH-TeHOMHBIX

JAaHHBbIX.
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[ cOOpPKM TaH-TEHOMOB CYILeCTBYIOT Cje[yloliie cTpaTeruu: cbOopka-
BbIpaBHMBaHHe; METAareHOMHBIM 1MoAX0/; KapTUpoBaHHe-coopka (Golicz et al., 2016;
Hurgobin u Edwards, 2017; Rouard u Sabot, 2019).

C6opka-BblpaBHMBaHHe. JTa CTpaTervs 3akaouaeTcs B de novo cbopke
10CJ/IeJOBaTeIbHOCTEN  KaKJO0ro TMpeACTaBUTe/Nss TaKCOHA [0 OT[eNbHOCTH C
MOC/IeyIOIIUM BbIpaBHMBAHUEM T0C/e/I0BaTe/IbHOCTE [Ipyr Ha J[pyra, a Takke
OTHOCUTE/NIbHO pedepeHCHOro TreHOMa, uTOObl yMeHBIIUTb U30BITOUHOCTH U
orpefieMTh Habop 00X ¥ BapuabenbHBIX YYaCTKOB IOC/eAoBaTeIbHOCTeN. [Ijist
cbopky reHOMa pa3paboTaHO HECKOJbKO MPOTrpaMMHBIX TakeToB: Velvet (Zerbino u
Birney, 2008), SOAPdenovo (Xie et al., 2014), ALLPATHS (Butler et al., 2008) u
MaSuRCA (Zimin et al., 2013). 3rtor mnoaxon TpeOyeT MHOro BpeMeHH U
BBIUMC/IUTETBHBIX pecypcoB. CTpaTterusi cOOpky de novo MCmo/b30Basach /s aHaau3a
naH-reHoma cou (Li et al., 2014), kanyctsi (Golicz et al., 2016), ntouepnsl (Shannon u
Samac, 2024).

MeTareHOMHBIN TTO/AX0Jl. JTa CTpaTeTHs 3aK/IHOUaeTCs B 00beMHEHWH BCEX
CeKBeHUPOBaHHBIX (hparMeHTOB U3 pa3HbIX Mpe/[CTaBUTe el TaKCOHA B OJIUH TTyJ1 U de
novo cOopKe ToC/e0BaTe/IbHOCTe! TlaH-reHoMa U3 3TuX (parmeHToB. [locie 3Toro
KKAbI COOpaHHBI KOHTUI OTHOCUTCSI K OMpeZieJIeHHOMY T'eHOMYy IyTeM
BbIDABHUBAHUSI HCXOJHBIX TIPOYTEHWM S5TOr0 TIpe/ICTaBUTe/sI Ha MeTareHOMHYHO
cOOpKy ¥ TocienyoIiel OIeHKH TOKPLITHS KOHTUrOB. JlaHHBIA MeTOJ T03BOJISIeT
paboTaThb C pe3yabTaTaMM CeKBEHUPOBAaHHS C HU3KUM YPOBHEM TTOKDBITHSI.
MeTareHOMHbIM TTO/IX0/] UCTIOJIb30BAJICS /1J1s1 aHa/iM3a reHoMoB puca (Yao et al., 2015),
toMara (Gao et al., 2019).

BripaBHUBaHUe-cOOpKa. JTa CTpaTerysi UCMOb3yeT COOPKY OFHOTO ITOJTHOTO
reHoma (pecepeHCHO¥ 1oC/Ie/[0BaTeIbHOCTH) B KaUeCTBe OCHOBBI [|jisi COOPKY TeHOMOB
OCTa/bHBIX TIpeZicTaBUTesleld TakcoHa (guide assembly). IlpouTeHuss U3 OAHOTO
Tpe/iCTaBUTe/Isi BU/la BbIDAaBHMBAKOTCSI OTHOCUTENbHO pedepeHCHOr0 TeHOMa;
MPOYTeHHUsi, KOTOpble He COBMalMh, OTCeMBAIOTC U COOMPAIOTCS  OT/eNbHO.
PedepeHCHBINI TeHOM OOHOBJISIETCSI HOBBIMH COOpDaHHBIMH T10C/I€ZI0BATETbHOCTSIMH,
Janee o0Opa3iibl CPaBHUBAIOTCSI C JaHHBIM pedepeHCHBIM TeHOMOM. [[aHHBIA MeTOof

MO3BOJISIET COKPaTUTh BpeMs MOCTPOeHHUsl TaH-TeHoMa. B ciiydyae ecnu reHOMHbIN
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CerMeHT CYIIleCTBYeT cCpa3y B HECKOJbKHMX o0pa3liax, [JaHHBbIA CerMeHT Oyzer
WHTETPUPOBaH U3 TepBoro obpasiia, B TO BpeMs Kak MeTOZ de novo co3jaeT [Ba
MOJHBIX TeHoMa. Takasi cTpaTerusi WCII0/Ib30Bajach TIPU aHa/M3e T[aH-TeHOMa
nozgcoyiHeuHrka (Hiibner et al., 2019).

CnenyeTt Tak)ke OTMETUTD, UTO B psifie UCC/Ie/JOBaHUM aBTOPhI He UCTIOb30BaIu
cOOpKYy TeHOMHBIX TIOC/Ie/IOBaTe/IbHOCTeH, a BhIDAaBHUBA/IM KOPOTKHE TTPOUTEHUs] Ha
pedepeHcHbIMt TeHOM. Takoi T™OAXOJ TO03BO/SIET OLIEHWTh OJHOHYK/IeOTH/HbIe
BapWalli{, BBbIIBUTH CBSI3b  3TUX  TOJUMOPOU3MOB €  (DEHOTUITNUECKUMH
XapaKTepUCTUKaMU pacTeHWd. Takke CyILeCTBYIOT MeTO[bl, KOTOpble Ha OCHOBE
BLIDAaBHMBAaHUS  KOPOTKMX  TIPOUTEHUN  TIO3BOJISIIOT  OLEHUTh  CTPYKTYpPHBIE
TepecTPOMKY, AyTJIMKaI[MKU U 1oTepu TeHoB (Zhao et al., 2013). MeTo BbIpaBHUBaHUS
WCII0/Th30BaJICs TPY aHa/irM3e NaH-TpaHCKpunToma Kykypy3bl (Hirsch et al., 2014), ipu
OLIeHKe M3MEeHeHHs YMC/Ia KOTUI TeHOB TIPY aHa/In3e NaH-reHoMa Kaprodes (Zmieriko
et al., 2014).

AHHOTAI[UsI TeHOMa TI03BOJIsIeT UIeHTU(DHUIIUPOBATh MOC/Ie/JOBaTe/TbHOCTH TeHOB
B reHOMax Ipe/icTaBUTe/iell TaKCOHA, HA OCHOBE CPaBHEHUS UX M0C/Ie[j0BaTeIbHOCTeH
oTIpe/ie/TUThb OPTOJIOTUYUHbBIE T'eHbl, a TAaK)Ke CeMeCTBa reHoB sifipa, 000/10UKK 1 00J1aka.
[l aBTOMAaTUUECKOW aHHOTAlMM TlaH-TeHOMOB pa3paboTaH psif MPOrpaMMHBIX
TaKeTOoB, BBHITIOJHEHHBIX B BH/le BLIUMCIUTETbHBIX KOHBeWepOB. DTH WHCTPYMEHTHI
OXBaTbIBAlOT BCEe OCHOBHbIE 3Tarlbl MaH-T€HOMHOIO aHaiu3a — OT UeHTU(UKaIuu
reHoB /10 PYHKIJMOHATLHOW UHTEpIIpeTaluy ¥ BU3yaau3alliy pe3y/bTaToB.

ITporpamma PGAP (Zhao et al., 2012) ocyujecTBisieT MaciuTabHBIM MOWCK
TeHOB, TIPOBOAUT  (YHKIMOHAJMBHYIO  aHHOTAl[MI0, oboraiieHHe  K/IaCTepoB
OPTOJIOTMUHBIX T'€HOB TepMHWHAMM TE€HHOW OHTOJIOTWH, aHa/lW3 3BOJIFOL[MH BUJOB,
MIPOM3BOJUT aHaIU3 T'eHHOTO0 COCTaBa IaH-TeHOMa, a TakKe pasfie/ieHue TeHOB II0
rpynmam siipa, 000/0uku ¥ obiaka B TaH-TeHOMe. B oOHOB/IEeHHON Bepcuu 3TOMU
nporpaMmmbl PGAP-X (Zhao et al., 2018) panbHeiiiliee pa3BuTHe TOJYYUIA METOAbI
TIpe/ICTaB/IeHUs] U BU3yaiM3aliuM pe3y/ibTaTOB aHa/lv3a MaH-reHOMOB.

[Taker mporpamm PpsPCP (Tahir Ul Qamar et al.,, 2019) pa3paboran ass
uaeHTUUKALIMY BapyUaliiii Hamnuusi/oTcyTcTBUs reHOB (PAV) B maH-reHoMax. AHanmu3

OCHOBdAH Ha IIO/JIHOT€HOMHOM CpPdaBHEHHHU HOCJ'IE,Z[OB&TEIIBHOCTQI\/JI HpeACTaBHTEHeﬁ
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TaKCOHa YW pedepeHCHOr0 TreHOMa B HeCKOJIbKO payHJOB C TOC/e/oBaTebHON
KOppeKieli Kak Habopa reHOB, TaK W yuaCTKOB UX BbIPABHHMBaHUs B pedepeHCHOM
reHome. B wurore co3maercsi HaboOp TEeHOB TaH-TeHOMAa IyTeM OO0beJuHEeHUs
M0C/Ie/I0BaTe/IbHOCTEH  OTZe/bHbIX TeHOMOB C pedepeHCHbIM TeHOMOM U UX
aHHOTALWH.

[Tporpamma BPGA (Chaudhari, Gupta u Dutta, 2016) peanu3yeT LIMpOKHe
BO3MO’KHOCTH TIO aHa/IM3y MaH-TeHOMOB: K/laCTepu3al[ii0 reHOB Ha OCHOBE CXO/ICTBA
10C/ieJOBaTe/IbHOCTEM, aHa/Iu3 HaIuuKs/0TCYTCTBUSI OPTOJIOTOB, TIOCTPOeHUe rpaduka
3aBHCHMMOCTH Pa3MepoB MaH-TeHOMa U ero yHUBepCaJbHON YacTH B 3aBUCHMOCTH OT
KO/IMUeCcTBa TeHOMOB, DEKOHCTPYKLMI0 (DUIOTeHeTUYecKoro JepeBa Mexay
TIpeICTaBUTe/SIMU TaKCOHA, aHamM3 MeTabo/MdyecKUx MyTed U (YHKLHMOHATbHOU
aHHOTAaLMHY, OLleHKy OTkKJoHeHuM GC cocTaBa, pacueT pasMYHbIX CTAaTUCTAYECKHUX
XapaKTepPUCTHK MaH-reHoMa U psifj IPYruX BO3MOKHOCTeEH.

[Tporpamma panX (Ding, Baumdicker u Neher, 2018) HampaBneHa Ha
UZIeHTU(VKALMI0 KJIaCTepOB OPTOJIOTUYHBIX TeHOB. /[l 3TOr0 HCIO0JIb3yeTcs
K/lacTepu3alusi Ha OCHOBe CpaBHEHUs I10C/ie[loBaTe/lbHOCTe, BepU(pUKalUs WU
yTOUHEHHe COCTaBa K/IaCTePOB Ha OCHOBE aHajM3a SBOJIFOLIMOHHBIX PacCTOSTHUM U
¢dunoreHeTUUECKON PEKOHCTPYKLMH. DTO TO3BOJISIET OLIEHUTh ACCOLIMALII0 MEXIY
reHHbIM COCTaBOM MH/JWBH/YaJ/IbHBIX NIpe/ICTaBUTe e TaKCOHA U UX (PEHOTHUIIOB.

[Tporpamma PandDraft (Veras et al., 2018) pa3paboraHa [y TOMy4YeHHs
yJIyullleHHOM aHHOTAlluM TaH-TeHOMOB 3a cueT jo0aBieHuss K Hell uHdoOpMaLyu o
10C/ieJOBaTe/IbHOCTSIX He3aBepllleHHbIX TeHOMOB (unfinished genomes). 3To reHOMBl,
y KOTOpBbIX aHHOTalMsi ¥ cOOpKa /0 YPOBHS XPOMOCOM He 3aBeplllieHa, HO UX
roc/ieioBaTeIbHOCTU cofieprKat parMmeHThbl reHoMHOU JIHK 1 npe/1CTaB/IsIIOT LIEeHHYHO
MH(OPMALMIO 0 pa3HOOOpa3uy TeHOMOB BH/IA.

CnenyeT OTMETUTb, UTO BCe pacCMOTPEHHblE TAKeTbl  peaau3yroT
MHOT03TarHyo 006paboTKy OO/BIINX AaHHBIX, BK/IIOYAsl B aHAMNU3 pa3/uyHble MeTO/[bl
Y aJropuTMbl, KOTOpble OTYaCTH peaau30BaHbl OTJe/JbHbIMU T[laKeTaMu. Takue

NnporpaMMabI y,E[O6HO peain30BbIBATE B BHE BIUKMC/IUTEBHBIX KOHBEIZEPOB.
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1.10 Kongeiiepnl 00paboTKH JJaHHBIX

Ha ceroaHsiliHWM [eHb 3a CueT TMPUMEHEHUs] TeXHOJIOTUM CeKBeHUPOBaHUS
HOBOT'O TIOKOJIEHUS] CTPEMUTE/NIbHO YBE/JIWUYMBAEeTCsl KOJIMYECTBO SKCIIEPUMEHTOB I10
MaccoBomy cekBeHupoBaHuio PHK (RNA-seq). Pabora c maH-reHOMaMyd M TiaH-
TPAHCKPUITOMaMH Tak)ke TIpeArosaraeT 06pab0TKy OoJbIIMX OO0bEMOB [JaHHBIX.
Yrobbl TOBLICHTL 3()(PEKTUBHOCTh aHa/lM3a TPAHCKPUIITOMOB [l OOJBIIIOTO
KOJMUeCTBa [AHHBIX, aKTHBHO pa3pabaThiBalOTCSI BBIUMC/IATENbHBbIE KOHBelepHhl,
KOTOPBI€ TI03BOJISFOT BBITIOJHATH CTaHAaPTU30BaHHBIE Tarbl 00pabOTKY B peXXUMe, He
TpeOyroIeM KOHTPOJIS 110/Ib30BaTesieM BIUIOTh /IO TO/TyUeHHsI KOHEUHOTO pe3yJibTaTa.
['MaBHBIMM [JOCTOMHCTBaMU CYIL[eCTBYIOLIUX KOHBEWepOB SIB/SIOTCS BO3MO>KHOCTh
cOOpKY TpaHCKpPHUIITOMA [I/Isi UCC/IelyeMOro opraHu3ma u aHanu3 auddepeHipuanbHON
9KCIIpeCccuu IHPHK. Bonee nozipo6Hoe CpaBHeHUe dbyHKLMOHaNa
bronHpopMaTHUYeCKUX KOHBeepoB Mpe/cTaBieHo B Tabmuie I1.2.

buorH(popMaTueckrie KOHBelepbl MO3BOJISIFOT aBTOMAaTU3MPOBaTh U YCKOPUTh
stanbl aHamm3a JHPHK. Ha ceropnsimiHuM [ieHb BbIJEISIOT HECKOIBKO apXUTEKTYp
NOCTpOeHUs TakMx KoHBelepoB. Snakemake (Koster 1 Rahmann, 2012) npezcrasisiet
coboii cucteMy yripaB/ieHUs1 pabOUMMU TIPOL[eCCaMU, OCHOBaHHYIO Ha si3bike Python.
OCHOBHBIM /IOCTOMHCTBOM Snakemake sB/sieTCSI CHMHTaKCHUC, TIPUOMKEHHBIA K
TICeBAOKOAY U He TpeOyromui riayO0OKUX 3HaHWW MPOrpaMMHDPOBaHMS, UTO JesaeT
CUCTeMY [IOCTYITHOM Jijisl IIUPOKOTro Kpyra rosb3oBaTeneil. Nextflow (Di Tommaso et
al.,, 2017) - cucrema yripaBieHus: pabourMM TIpoljeccaMu, HaryMCaHHas Ha SI3bIKax
Groovy u Java u pa3paboTanHas Ay 6MovHMDOPMAaTHKY ¥ HayYHBIX BBIUMC/IeHWNA. B
ocHoBe Nextflow neXXUT mapajurmMa NMporpaMMUPOBaHUSI TIOTOKOB ZlaHHBIX. B 3Toi
MO/le/id 3a/laud BBITIOJHSIFOTCS aBTOMAaTUUYeCKU, KaK TOJbKO CTAHOBSATCS AOCTYMHbI
HeoOXoZMMble BXOJHBIE ZaHHbIE, UTO oOecrieuriBaeT Oosee THMOKoe U 3¢ dheKTUBHOEe
rapasuiesibHOe BbITIoJiHeHue. Takke CylecTBYIOT BebO-TuiaTdhopMel, Takue Kak Galaxy
(Jalili et al, 2020), paa [OCTYMHOTO U BOCIIPOM3BOAWMOIO MPOBeJEeHUs
buonHbOpMaTUUECKUX aHa/lW30B. B oT/Mure OT OOJBIIMHCTBA [APYTUX CHUCTEM
yrnpaBieHuss pabounmu mpouieccamu, Galaxy mpezocTaBisieT  TTOJTHOIIEHHBIM
rpaduueckuii uHTepderic nosb3oBatensi (GUI), KOTOpwIM T03BOJIsSIeT CO3[aBaTh M

BBLITIOJ/IHATE paboure Tporiecchl 6e3 HaMmMCcaHWs Ko/a.



55

OpHako, HeCMOTPS Ha IOCTOMHCTBA KOHBelepOB, OHU UMEIOT CBOW He/IOCTaTKHU.
BOJIBIIIMHCTBO M3 HUX Pa3paboTaHbl HA OCHOBE TPAHCKPUITTOMHBIX IaHHBIX MO/I€TbHBIX
opraHvM3MoOB (4uesioOBeKa, MbIIIW, TUIOJOBOM MYIIKU). BcreacTtBue 3Toro  Ajst
WCC/IeIOBaHMsl PYTOTO0 OpraHu3Ma HY)KHO JIMOO HCTIONb30BaTh YK€ HMeIOLrecs
MO/IeJI, UTO MOYKeT BHECTH OIIMOKHU B TipecKka3aHue AHPHK, mibo gomoHUTebHO
o0yuaThk MO/Ie/Thb Tpe/iCKa3aHusl il JaHHOTO OpraHW3Ma, a 3aTeM BHOCUTD 3TU JIaHHbIe
B KO/l KOHBeliepa, UTo TakyKe MOXKeT IPUBECTH K HerpaBU/IbHOM paboTe MporpaMmbl.

OTmeTHM, UTO, HECMOTPS Ha OOIIe UepThbl, MeXKY CTPYKTYPOH U (PyHKIUSIMU
AHPHK pactenuii 1 )kMBOTHBIX cyilecTBYroT oTianuus (Golicz, Singh v Bhalla, 2018).
Hampumep, B pabote (Costa Negri, 2020), TOCBSIIieHHOW aHa/IW3y Iporpamm
npeacka3anuss AHPHK, Ob1o moka3aHo, 4TO Mporpammbl, pa3paboTaHHbIe [jist
yeJsIoBeKa, II0X0 TrpezickasbiBatoT AHPHK pacTenuii 1 HA000pOT, UTO CBU/ETE/LCTBYET
0 Pa3/IMuMsIX B CTPYKTYPHBIX 0cobeHHOCTSIX AHPHK Mexxy uestoBeKOM U paCTeHUSIMH.
OpHaKo 3KcriepyuMeHTanbHbIX paboT, HarpaB/ieHHbIX Ha cpaBHeHWe CTPYKTYypbl JHPHK
pacTeHWI W >KUBOTHBIX, TIOKa HeT. [To3ToMy asisi 6oee TouHoro BbisiBjieHuss THPHK
HeoOXOZUMbI  [IOTIONIHUTE/bHbIE  (DUABTPBI  TOC/Ie0BaTe/IbHOCTEH,  KOTOpbIe
TIpe/IOCTaB/ISIFOT He BCe KOHBelephl.

Taxkum o6pa3oM, BEIOOD CUCTEMBI yTIpaB/ieHu|s: pabourMH MPoLjecCaMy 3aBUCUT
OT KOHKDEeTHbIX TpeOOBaHHWI TpOeKTa, HaBLIKOB TIO/b30BaTessl U BBIUMCIUTETHEHON
uHPpacTpyKTypel. Snakemake mipeasiaraeT xopomuii 6asaHC MeXAy TMPOCTOTOU
WCTOMb30BaHUS W (YHKLMOHA/JILHOCTBIO /ISl TI0JIb30BaTesiell, TpeAriounTaroLuX
paborats c s3bikoM Python. Nextflow obecneunBaer MaciuitabupyemMocTb W uMMeeT
JOCTYIl K TOTOBBIM OMOMH(OpPMAaTHUECKUM KOHBeliepaMm depe3 coOCTBeHHyHO 0a3y
JaHHbIX. OJHAKO He3aBHUCUMO OT BBIODAHHOM CHCTeMBI, UCII0/Ib30BaHHE JAAHHOTO
T0JX0/la 3HAUMTE/HHO yTpoljaeT paboTy 6ronHpopMaTHKa.

1.11 Kykypy3a ¥ 5 KOHOMHUYeCKas 3HAYUMOCTh

Kykypy3a (Z. mays) - Bug pozga Kykypysa (Zea), npuHagjiexxamuii K Tpube
AnpponioroHoBslie (Andropogoneae) cemeiictBa 3naku (Poaceae). Kykypys3a siBrsieTcst
O/IHOJIETHUM TPaBSHUCTBIM pAaCTeHWEM, KMEKIIUM COLIBeThe TWIla I0Y4aToK (y
YKEHCKUX 1IBETKOB) U MeTE/KY (Y MY>KCKHX L[BeTKOB). [17107 KyKypy3blI - 3epHOBKa. s

BU/Jla KYKYpY3bl Z. mays XapakTepHO NepeKpECTHOe OMbl/IeHUe C TOMOLLbIO BeTpa.
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Ha mpoTspkeHUM MHOTHX JIeT OTHOIIIeHUsI BHYTpY pofia Zea Obuv TipeMeToM
»kapkux criopoB (Buckler et al., 2006). OcHOBHasi CJIO)KHOCTb B TAKCOHOMHUH KYKYPY3bl
W ompefeneHUH ee OMDKAaWIIMX pPOJCTBEHHUKOB 3aK/Ii0dasach B OTCYTCTBUM
MOYaTKOBU/IHOTO COLIBETUSI Y BCEX U3BECTHBIX PACTeHMi, KpOMe KyKypy3bl (PUCYHOK
1.9A) (Doebley et al., 1990). HecmoTpsi Ha pacTyliilee Mpr3HaHHWEe TOTO, YTO TEOCHUHT
(Z. mays) sBnsgeTcs HeNoOCpPeJCTBEHHBIM IPEeAKOM KYKYpy3bl (Z. mays ssp. mays),
KOHCeHCYC ObLT JOCTUTHYT He cpa3y. B0 BBIIBUHYTO [Be BeAyllve rurnoresbl. B
koHIle 1930-x rogoB Oblia MpeioKeHa «TpéxuacTHas ruroTe3a» (Mangelsdorf, 1938;
1974). Dta rumnoresa yTBep)k/ana, YTO KyKypy3a Obula ofjoMalllHEHa OT KaKOro-TO
HEW3BeCTHOIO  JMKOTO  TIpeJKka, BeposiTHO, pacTeHUss CO  CTPYKTypaMH,
HallOMMHAIOLIUMUA COBPEMEHHbIN KYKYPY3HbIM IOUaTOK. YTOYHSJIOCh, UTO JAMKHUMA
Tpe/IoK KyKypy3bl u3 FOxxHoli AMepuku b0 BeIMep, MO0 He oOHapyskeH. BTopas -
«THUIOTe3a TeOCHHTa» - Obula BbiiBUHYTa B 1939 ropy bugnom (Beadle, 1939). Kak
MOJKHO TIOHSITh U3 Ha3BaHWs, JjaHHas TMIOTe3a TpeJriosaraeT, YTo KyKypy3a - 3TO
MPOCTO  OJOMalllHeHHass ¢opmMa TeocuHTa. bujgn mosaran, uyro Omarogaps
HCKYCCTBEHHOMY OTOODY, TIPOBOAMBIIEMYCSI JPEBHUMH TIOMYJISILUSIMA, HECKOTbKO
HeboMbIIMX MyTauui C OosbliMy 3¢ deKTaMud MOTJIM TPeBPATUTh TEOCHHT B
KyKypy3y. OJJHaKO C pa3BUTHEM MOJIEKY/ISIPHO-TeHeTUUeCKUX TeXHOJIOTHM Y/a/nioch
noATBepAuTh rurnote3y buana (Doebley et al., 1984; Matsuoka et al., 2002). AHanu3
MHUKDOCATe/JTUTHBIX JIOKYCOB T0Ka3aja, YTO TeOCUHT (Z. mays ssp. parviglumis) u3
[0/IMHBI pekHu banbcac sBisercd npeakomM coBpeMeHHOM KyKypy3bl (Matsuoka et al.,
2002).

Ha cerofHslIHUM feHb KyKypy3a — OJHAa W3 BeAYIIMUX 3ePHOBBLIX KYJIbTYP
MHUPOBOTO 3eMsiefienvsi. KyKypy3a Ha 3epHO BO3/e/TbIBaeTCsl B MUpe Ha TIoiazu 6osee
140 wmnH. ra (Shindin, 2009). IIupokoMmy PpacHpOCTPaHEHHIO U YBeJIUUEHUIO
MIPOM3BOZICTBA KYKYPY3bl CIIOCOOCTBYIOT BBICOKAasi ypPOXKaWHOCTb U IIMPOKHe
BO3MO>KHOCTH MHCII0/Ib30BaHUsl KaK MPOAYKTa MUTaHUs, TaK U LIEHHOTO KOpMa [iis
CeNbCKOX03MCTBeHHbIX KUBOTHbIX (Korobka et al.,, 2015; Shindin, 2009). B
Poccurickon ®@efepariuu KyKypy3a sB/sIeTCS OJHOM U3 BaXKHENIINX 3ePHOBBIX KYJIbTYD
Y MMeeT BBICOKYIO 5KOHOMHYECKYH0, SKOJOTMUeCKyl U COLMaAbHYI 3HAaUMMOCTh B

arpapHoM cektope (Korobka et al., 2015; Shpaar et al., 2006), pucyHok 1.9b.
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PucyHok 1.9. A) - cneBa HampaBo: TeoCUHT (Z. mays ssp. parviglumis), Kykypy3a (Z.
mays ssp. mays); n3obpakenue B3sto u3 6a3pl JaHHbIx Klau (https://klau.club/57960-
predok-kukuruzy.html). B) - moiaau, Ha KOTOpbIX B pa3HbIX CTpaHaX BbICeBalach
KyKypy3a B 2025 rofy, TBIC. ra (https://xn--elalid.xn--
plai/journal/publication/posevnye-ploshchadi-pod-kukuruzoiy-v-2025-godu-

sostavyat-okolo-262-mln-gektarov).

KasopuiiHOCTh KYKYypy3bl, 00/1a/jaroeli 1ieHHOM KOPMOBOM, TTHITIEBOM, a TaKKe
71e4eOHOM 3HAUMMOCTBIO, cocTaB/isgeT 325 Kkaj1 Ha 100 r. OCHOBHBIMM COCTaB/ISIOLMU
SIBJISIFOTCSI MOHO-, /IU- Y TIOJTMCaxXapy/ibl, 0011jee coiepyKaHre KOTOPBIX JOCTUTaeT OKOJIO
60 %. Kpome Toro, Kykypy3a Oorarta HeHaCHIIIEHHBIMU >KUDHBIMH KHCIOTaMH,
BUTaMHWHaMU rpymiel B, makpo- (kamui, pochop, MarHuii v ip.) ¥ MUKpO3JieMeHTaMu
(asmromuHml, Gop, Mear W Ap.). KopmoBasi eHHOCTh KyKypy3bl cocTaBisieT 1.34
kopMoBbix eauHul] (KE) (CoTtuenko et al., 2009). 3epHO KyKypy3bl UCIOJ/b3YIOT AJIs1
TPOU3BO/CTBA MacJja, LIMPOKO MPUMEHSIEMOr0 B MHUILLEBLIX LieJiAX, [IPU U3rOTOBIEHUN
KOH/IUTEPCKUX W3[e/IUi U APYTUX MPOAYKTOB MUILIEBOTO Ha3HaueHus (B TOM uucjie B
6/1r0jaX HALIMOHA/ILHOM KyXHU pa3HbIX cTpaH). [IpoMbIiiieHHOCTh TiepepabaThiBaeT He
TOJILKO 3€PHO, HO M CTep)KHU, CTeO/i, 00epTKY MOYaTKOB, Moaydas U3 HUX >KUAKYIO
cMoiy, OyTUIOBBIN CrTUPT, PypPypos, U30/sALMOHHbIEe TIPOK/IaIKH, JTMHOJ/IeYM, KPAaCKH,

ke, menukameHTel. [lo nanHeiM ®AQO, B HacTosiliee BpeMs BO BCeM MHpe W3
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KYKypy3bl TIpou3BofsaT 6omee 500 pa3MUHBIX OCHOBHBIX M TOOOUYHBIX MPOYKTOB
(ITonetaes et al., 2008; CtynuH et al., 2009).

Ha ceropHsIIIHUM ZieHb KyKypy3a UMeeT OJJMH 13 HauboJsiee TOJTHO COOpaHHBIX
reHoMoB. Ero pa3mep cocrassisieT 2.1-2.2 I'6, od HacumuTtbiBaeT 10 xpomocom. TTonHoTa
redHoMa 1o kpurepuro BUSCO cocraBrsier 0koJi0 96 %. ['eHOM cOfep>XUT NpUMepHO
39 000 - 40 000 Gemok KoAupymlux reHoB (BKaouass 39 756 reHOB COrJIacHO
RefGen_v5), a Takke 20 163 nipeanonaraemMbix AJuHHbIX HeKogupytomx PHK. 'enom
KYKYpY3bl XapaKTepr3yeTcsi BbICOKOH [jo/ieli MOOM/IBHBIX 371eMeHTOB: 65-85 % reHoma
COCTaBJISIFOT MOOHW/TbHBIE 3/IEMEHTBI U TIOBTOPSIIOLIMECS TIOC/Ie0BaTeTbHOCTH.

[ns KyKypy3bl yKe TIpoBeJileHbl paboThl 10 cOOpKe TaH-TeHOMOB U TIaH-
TPaHCKpUNTOMOB. VccnenoBanue TaH-TpaHCKpunToMa 503 WHOpeAHBIX JTUHUNA
KyKypy3bl (Hirsch et al., 2014) mo3Bo/iiI0 BLIIBUTH TeHeTHUECKOe pa3HoobOpasue B
0esoK KOAMPYIOLINX reHax. ABTOPBI TI0Ka3a/Ii CTPYKTYPY MaH-TPaHCKPUIITOMa, TJe Ha
KOHCepBaTUBHbIe TeHbl (sp0) npuxoguTcs 16 % TpaHCKPUNTOB, a Ha BapruabenbHYIO
yacte (0bosiouka + 06sak0) — 84 % TpaHcKpunToB. Takke B paboTe oOHapy’>keHO
bosiee TOJyTOpa MH/UTHOHOB OJHOHYK/IEOTH/HBIX BapHalldi, BbISB/I€HBI MYyTalWH,
accoLMMpOBaHHbIe C TIPU3HAKAMU Pa3BUTUS pacTeHWH (Bpemsi TIPOX0oXKAeHus psja a3
pocta). B pabore (Jin et al., 2016) npoBesieH aHanmu3 368 MHOpeJHBIX TUHUNA KYKYDPY3bl.
ABTOpBI 0XapakTepu30Ba/ii Bapualuu 3Kcrpeccuu reHoB (ePAV) u ux perynsiuto, a
TaK)Ke BBIIBUIM DoJjiee JBYX THICSY HOBBIX rocsiefoBarenbHocTert MPHK. Ha ocHoBe
TOJIydeHHbIX BapHual[iii reHOB ObUT TpoBefeH aHaau3 accoumauuii (GWAS) pns
arpOHOMHMUECKUX ¥ MeTaDOSMUeCcKUXx TIPU3HAKOB, UTO TI03BOTJIO OOHApPY>XUTh
B/usiHie BapuabenbHbIX MPHK Ha rereposuc. B pabore (Hufford et al., 2021)
BLIMIOJITHEHA COOpKa TmMaH-TeHOMa u3 26 JIMHWUM  KYKYPY3bl, SIBJISFOIUAXCS
npefcraButensimu NAM-nonynsuyy  (Nested Association Mapping). daHHblie 26
0o0pa3lioB, MO YTBEPXK/EHUI0 aBTOPOB, HAWIyullluM o0O0Opa3oM TIpeJCTaBJIsIOT
reHeTHYecKoe pa3HooOpa3ue KyKypy3bl. B pe3ysbTaTe BbisiBieHO 103 ThICSUM TE€HOB,
50 % w3 KOTOpBIX MpHHAJJ/eXaT KOHCEePBAaTMBHOM uacTU. Bbulo moOKasaHo, 4To
KOHCepBaTHUBHbIE TeHbI 00/IaJaf0T BLICOKOW CHHTeHWeld C OJIM3KOPOZCTBEHHBIMH
BugamH (bostee 56 %), Toraa Kak Bapuade/ibHbIe TeHbI - JIUIIb OKOJI0 2 % CUHTeHHOCTH.

CDYHKL[I/II/I KOHCEPBATUBHLIX T'T€HOB B OCHOBHOM CBsA3dHBI C 0a30BBIMH U KPUTHUYECKHUMH
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KJIeTOUHBIMM TIpOLieccaMy, YTO COIJIaCyeTCs C JIMTepaTypHbIMU JaHHLIMUA O JaHHOM
THUIIe TeHOB B mMaH-TeHoMme. Gui ¢ coaBTopamMu B HezlaBHeld paborte (Gui et al., 2022)
TIpoBeJid COOPKY IMaH-reHoMa KyKYpPY3bl, BK/Itouaroiero 721 TuHuio. ABTOPHI CTaBUIN
L[e/IbF0  CO3/JjlaHMe KOMIUIEKCHOW KapTbl T'eHeTUYeCKWX Bapualuu [Ji CeleKLUn
KYKYpY3bl. DTO MT03BOJIJIO yUeCTh TeHeTHUeCcKoe pa3Hoobpa3sue AUKUX POJCTBEHHUKOB
KYKYpYy3bl /IJI1 TIOBBIIIIEHUsS] CTPECCOYCTOMUMBOCTA U YPOXKAMHOCTH. Takke ObLIM
WeHTU(ULMPOBaHbl TeHbI-KaHAWaThl, OTCYTCTBYIOLME B pedepeHCHOM TeHOMe
KyKypy3bl. B maHHON paboTe ObLIO MOKa3aHO, UTO IMaH-TEHOM KYKYDPY3bl SIBJISIETCS
3aKPBITBIM U UTO AJIs1 TToJTyYeHusi Habopa 13 99 % Bcex 6es0K KOAUPYIOIIUX TeHOB TIaH-
reHoMa JI0OCTaTOUHO yke 93 06pasiioB KyKypy3bl.

Anamuz gHPHK Kykypy3bl [0 HacTosIlero BpeMeHH ObUl B OCHOBHOM
HarpaBJ/ieH Ha MCC/ie[JoBaHUe X yJ4acTHs B pery/isiuu abuotudeckoro crpecca (Zhang
et al., 2014; Hu et al., 2022; Waititu et al., 2022). B pabote (Zhang et al., 2014)
BbisiBieHO 664 nHPHK, KoTopbie feMOHCTpUPYIOT AuddepeHLMaNbHY0 SKCIPEeCCUI0
B JINCTBSIX ¥ KOPHSIX B OTBET HA 3aCyXy, UTO CBH/IETE/IbCTBYeT 00 UX TOTeHI[HabHOU
pOJIM B peryJsiliuy ajanTtaluu K BogHoMy ctpeccy. Mccnepoanue (Hu et al., 2022)
BbisiBUI0 993 gHPHK, auddepeHianibHO 3KCIIpeCcCUPYIOIIMXCS B OTBET Ha 3acyXy.
AHHOTALYS CBSI3aHHBIX C BbisiB/IeHHbIMU JHPHK 6e/10Kk KOAWPYIOIIMX TeHOB TI0Ka3ara,
yto fHPHK Takke MOryT yyacTBOBaTh B pery/siuu (POTOCUHTETUUYECKUX TPOLIECCOB.
Bosiee macitabHble nccnenoBanus ObUTH TipoBefieHbl B pabote (Han et al., 2019).
ABTOpBI MpoOaHaIM3UPOBaIM TPAaHCKPUNITOMHbIe AaHHbIe i 1027 6ubnmrorek RNA-
seq KyKypys3bl C lieJibl0 JIyullle TOHATH 3BOJIIOLMOHHYIO pojib AHPHK B mporecce
OZIOMAIlIHWBAaHUS KYKypy3bl U €€ aZianTaliiM K CeJIbCKOXO035IMCTBEHHBIM yCI0BUAM. B
pe3ysbTare aHamu3a Obl0 uaeHTHdUIMpoBaHo 18 165 nHPHK. ITonyuennsie sHPHK
ObUTM pa3/iesieHbl Ha JiBa KJlacca: TOJUBHAOBBIMU cunTanmuchk fHPHK, umMerorue He
MeHee 50 % WEHTUYHOCTU C reHaMHM TEeOCHHTa, a BHYTPUBUJOBbIe — Te, KOTOpbIe
TAaKOTO CXO/CTBa He WMeroT. B pabore mokaszaHo, uto fHPHK skcripeccupyroTcs B
1[eJioM TKaHecreuyd$uyHo, Tipd 3ToM BHyTpuBHAoBble AHPHK ¢ Gosblieit
BEPOSITHOCTBIO O0OHApPY)KWBAa/MCh B PENpPOAYKTHUBHBIX OpraHax (Harmpumep, B

MbUTbHUKAX), YeM noJyiiBuaoBbie JHPHK.
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Takum 00pa3om, HECMOTps Ha 3HAUMTE/bHBINA TMPOrpecC B CEeKBEHHWPOBAaHUHU
reHomMa KyKypy3bl M B HCCAe[OBaHUSIX MaH-TeHOMOB, wu3ydyeHue posu AHPHK
OrpaHUUMBA/IOCh JIMIIb WX WJeHTU(UKALMel, aHaJu30M MEePBUYHON CTPYKTYpbl U
9KCTIPeCCUH B paMKaXx OTHOTO TIpeZicTaBUTess BUza. Torja Kak paboThl, HarpaBIeHHbIe
Ha aHa/M3 pa3HooOpa3sus, XapaKTepUCTUK TePBUUHOU CTPYKTYpPbl, SKCIIPECCUU U
spomouy fHPHK B paMKax ejuHOM KOHLIENLMKM MaH-TPaHCKPUNTOMA /i1 KYKYpY3bl,
[0 CUX TIOp He TIPpOoBOAWIUCH. [loobHbIe HcCcIe0BaHUs TTO3BOTUIN Obl PacKphITh
MOJIeKYJISIpHble MeXaHU3MBbI a/lanTal[ui pacTeHusl K M3MeHeHUI0 IPUPO/IHBIX yC/I0BUH,
a TakKe CO3[aTb HOBble TIOAXOAbI K  YAYULIEHUIO YPOXKAMHOCTHU U
CTPeccoyCTOMYUBOCTH COPTOB.

1.12 3akmoueHue MmO 0030py J/MTepaTypbl W TOCTAaHOBKA 3aJauu

ncoiaeagoBaHmuda

B o00630pe nuTeparypel pacCMOTpeHa OCHOBHas WH(pOpMalys O AJTUHHBIX
Hekoaupyrolux PHK: ux cTpykTypa, MojeKy/sipHble U Ouonoruueckvde (pyHKLUH,
9BOMTIOLIMSL, @ TaK)Ke MeTO/bl CeKBEeHMpPOBaHUS U OMOMH(OPMaTUYECKOTO aHau3a.
ITokasaHa Ba)XHOCTb U He3amMeHUMOCTb JHPHK BO MHOIMX K/IeTOUHBIX IIpoLieccax,
TaKUX KaK aKTHUBallUsd U T[OJaBjIeHHe 5SKCIIPecCUu TIeHOB, WMIIPUHTUHT U
pemerunupoBanve [JHK, PHK-unHTepdepeHiusi, peMojenypoBaHhe XpoMaTHHAa MU
npyrue. Y pactrenuid fHPHK yuacTBYIOT B pery/isiliu yCTOMUYMBOCTU K pa3IUUHbIM
BHJlaM CTpecca, NPUHUMAIOT yyacTHe B pa3BUTUM IUIOJ0B, KOpPHel U ncTheB. JTHPHK
BBITIOJIHSIIOT (DYHKLIMM KaK TeHeTUYEeCKUX, TaK M SMUTreHeTUYeCKUX PperyJ/siTopoB
3KCIpeccMu reHoB. OHM MOTYT [elCTBOBAaTh KakK LIUC-PEry/ISSTOPHbIE 3/1eMEHTHI,
B3aMMO/IeMCTBYSl C COCEJHMMH FeHaMH, WIA KaK TPaHC-Pery/asSTOPHbIE 3/1eMEHTHI,
OKasblBas B/IMsSHUE Ha I'eHbl, PaCIlo/IOyKeHHbIe Ha YAaJeHUH OT MeCTa UX CHHTe3a. JTO
pa3HooOpa3ue ¢yHKImMM gAemaer AHPHK BaKHbBIM 00BEKTOM /il TIOHUMAaHMS
MOJIEKY/ISIPHBIX MeXaHHM3MOB POCTa U pa3BUTHsI PaCTeHUM, X OTBeTa Ha OGUOTUYECKU
1 abMOTUUYEeCKH cTpecc.

OpHako, HECMOTpsT Ha pacTyljee UWCI0 MCCIe0BaHUM, TMOCBALLEHHBIX
CTPYKTYPHO-(QYHKIMOHabHOMY aHanu3y JHPHK, naHHbIN T MOJ1EKYJT TO-TIpe)KHEMY
OCTaeTcsi Majlou3yuyeHHbIM, O0COOEHHO y pacTeHWil. JTO CBSI3aHO CO MHOKECTBOM

(hakTopoB, KOTOpble HEOOXOIUMO YUUThIBaTh Npu UieHTHUbUKammu fHPHK. Tlpexze
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Bcero, pasmep fHPHK cxox ¢ pa3amepoM HeKOTOpbIX Oe0K KOJUPYIOIUX FeHOB, UTO
TPUBOJUT K JIO)KHOMY OINpeZeIeHUI0 3TUX MoJieKysa. Kpome Toro, uccienoBaHUs
TIOKa3bIBaIOT, UTO TocsieoBaTeibHOCTH JHPHK ripeTeprieBatoT ObICTPYIO BOJIOIHIO,
3aKOHOMEPHOCTU KOTOpOW ToKa HemnoHsATHbl. Hekoropble mHPHK mnogBeprkeHbI
BBICOKOW CKOPOCTU MyTal[il, U B pe3yJibTaTe UX HyK/JeOTHU/JHbIe M10C/e10BaTeTbHOCTH
MOTYT 3HAUMTETHbHO Pa3/MuaThCsl Aake y OMM3KOPO/CTBEHHBIX OPraHU3MOB. Takum
o0Opa3oM, HeoOXO0AWMO paclMpsiTh 3HaHUg 00 3TUX MoseKynax. OfHako
WCTIO/Ib30BaHWe JKCIIEPUMEHTaNbHBIX MeTOIoOB B MacinTabax BCero TeHOMa
3aTpyAHEHO BC/Ie/ICTBHE UX BBICOKOU TPYZO0EMKOCTH U CTOMMOCTH.

[TlpuMeHeHne  OWOMH(POPMATUUECKUX  METOZOB  TIO3BOJISIET  TIPOBOJUTH
KOMILIeKCHbIM aHanu3 JHPHK, Bkitouatoluii mpejckasaHue, QuibTpaluio U
aHHOTAaL0. MeTo/bl CPaBHUTEIBHOTO 3BOJIFOLIMOHHOIO aHa/In3a MO3BOJIIIOT U3ydaTh
3aKOHOMEPHOCTH UW3MEHUYMBOCTU JaHHbIX MoJieKyn. Kiaccudukaius gaPHK
TI03BOJISIET yUIlle UAeHTUPUIIMPOBATh aHHbIe MO/IeKY/ibl. OZIHAKO, Kak ObLIO yKa3aHO
Bbille, 7HPHK 1eMOHCTpUPYIOT BBICOKYIO BHYTPUBHOBYIO CIIELIM(PUUHOCTD, TO3TOMY
BbIOOPKY ZIAHHBIX MOJIEKYJT HEOOXOAMMO PacCIIUPSTh 3@ CUET UCC/IeJOBaHHs OOJIBITIEro
KOJIMYeCTBa Mpe/CTaBUTeNIeld OHOTO BU/IA.

[nst 5TUX 1jes1el UCrosb3yeTcsl KOHLEMLUS aH-TeHOMa, KOTOopasi pe/iro/iaraet
OXBaT TI0C/Ie/IoBaTe/IbHOCTel 6e/I0K KOAUPYIOIIUX TeHOB, TI0/[BeP)KeHHBIX BapUallisM
Hanuuust/oTcyTcTBUsi  (presence-absence  variations, PAV) 'y  HeCKOJbKUX
rpeficTaBUTe/ied  BUJAa U, BO3MOXKHO, OTCYTCTBYHOIIUX B  pedepeHCHOM
NoC/e0BaTeIbHOCTA.  [laH-TpaHCKPUNTOMHBIE  METO/bl  TMO3BOJISKOT — BBIZE/ATh
KOHCepBaTHMBHbIe W Bapuabe/ibHble YaCTU T€HOB B TPAHCKPUIITOMAaX, OJHAKO [Jisi
mHPHK paboT Takoro maciitaba /0 HacCTOSIIEr0o BPeMeHHM TPAaKTHUYeCKH He ObLIo.
Taxke paboTa C mMaH-TpaHCKpUNTOMaMu TpeOyeT 00paboTku OGoMbIIMX 00HEMOB
JAHHBIX M3 MHOXXeCTBa WH/VBU/ya/JbHbIX TPAaHCKPUIITOMOB, 4YTO Je/laeT PYy4YHOMU
aHaJIi3 ZI0JITMM U TPYZ03aTPaTHbLIM IPOLIECCOM.

B CBS3M C 3TUM BO3HMKaeT 3ajadya pa3pabOTKH aBTOMAaTHU3UPOBaHHBIX
KOHBEWEpOB, TIO3BOJISIFOIIMX  MPOU3BOJUTHL  MaccoBbld  aHanu3 AHPHK B
TPaHCKPHUITOMAaX, UX KaueCTBEeHHOe TTpe/[CKa3aHre ¥ aHHOTAlI1IO, a TaK)Ke COOPKY TaH-

TPAaHCKDUNTOMOB C pa3/leleHueM Ha KOJUDPYHolMe U HeKOJUPYHOIUe YacTH.
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PaspaboTka TI0[J00OHBIX KOHBEHEpOB TIO3BOJIUT BBISSBUTH peAKHe ajied U
reHeTUYeCcKre Bapualiy, KOTOpble MNPUCYIIM JIMIIb HEKOTOPbIM IIpe[CTaBUTEeJISAM
ucciegyeMoro Buja. [IpumMeHeHre MeTOZIOB TIy0O0KOro oOyueHus [i/is Tpe/icKa3aHUsI
OHPHK B KOHTeKCTe I1aH-TPAHCKPUINITOMHOIO aHaJu3a pacliMpyT 3HaHUA O
XapaKTepruCTUKax pa3iuuHbix TumoB AHPHK u Oyger criocobcTBOBaTh pa3BUTHIO
MeTO/0B aHHOTauuu. CpaBHUTEJIbHBIA aHa/IU3 MaH-TPAaHCKPUIITOMOB T03BOJIAT HAUTH
ob1ue 6enok Koupytoiye relbl u AHPHK Mexxay ucciefyeMbiMyu OpraHu3MaMu, UTo
PACIIMPUT 3HaHUS 00 SBOMIOIMKM KaK KOJWUPYIOIMIUX, TaK W HEKOAUPYIOLIUX
KOMITOHEHTOB r'eHOMa.

B kauecTBe M3y4yaeMOro OopraHu3Ma Hamu Obla BbIOpaHa KyKypy3a, KOTopas
SIB/ISIETCSI OJJHOM M3 BeJyLIUX 3€PHOBBIX KyJIbTYp MHUPOBOro 3emsefenus. Kykypysa
obnajjaeT ogHUM M3 Haubosiee TOJHO CeKBEHUPOBAHHBIX pedepeHCHBIX T'eHOMOB,
KOTOPbI MOJXHO pacCMaTpUBaThb HapaBHe C TeHOMaMH MOJEIbHbIX OpPraHW3MOB.
Kpowme Toro, Ajist KyKypy3bl y>Ke MpoBeZieHbl paboThl 110 cOOpKe MaH-TeHOMOB U TaH-
TPAHCKPUIITOMOB, a B JIUTEpPAType W3BeCTHO 0OJIbIIIOe KOIMYECTBO aHHOTHUPOBAaHHBIX
nHPHK. OTo femaeT KyKypy3y HjealbHbIM OOBEKTOM /i1 pa3paboTKH W arpobariuu
MeTo/10B aHasm3a JHPHK B macitabax maH-TpaHCKpPUNTOMA, TpeOyrolux o0paboTku

3HAUUTEILHBIX 00LEMOB AaHHBbIX.

I'JTABA 2 Marepua/ibl U MeTOABI

2.1 Paspaborka koHBeiiepa ICAnnoLncRNA s uaeHTHGUKanuu u

anam3a AHPHK B TpaHcKpuniToMax pacTeHUH

[nsi BeIsiB/IeHUs TiocienoBaTesibHOCcTel JHPHK B TpaHCKpunTOMax pacTeHU
Hamu ObLT pa3paboTaH BeruMc/IUTeMbHBIN KOHBeliep ICAnnoL.LncRNA, cxema KOTOpOro

rpe/iCTaB/ieHa Ha pUCYyHKe 2.1.
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3tan 1 AHPHK (Bwbnuoreka J [ ] PedhepeHcHbIA
Hpe.qnu.qroTOBna aHPHK) { .fasta) MPHK (fasta) reHom (.fasta)
QbBy4yeHue Mogenn
ana IncFinder [ GMAP uHpekc ]—
MocnenoBaTensHOCTH
JTtan 2: TpaHckpunToB (.fasta)
WaeHTduKauma b4
AHPHK duneTp no anuHe (< 200 nt) CPC2
- - { o
BxogHbie s o
OaHHble
MpeackasaHHbie ) MpenckasanHLle
Genok nHPHK
MpoMeXyTOMHbIE KOOMpylowme ;
dhaink
| GMAP |
He nogxogaTt no ' C N
DS
Mporpammis KNaccHuKaLmMm Fi gffcompare (aHHOTaLMA
reHoma) (.
Homep uuknz 1 ¢ 2 AL
OHPHEK umMenwee
Knaccucpukauma NonHoe NepeceqeHue c
AHPHK OKyCamMu
Beog #
-—
KoopawHatsl Dﬁb&iﬁHEHHE b
—& Buisoa nokycoe nHPHK B Gunetp TE
(.gff) NoKychl
- HanpaeneHwne| ﬁ
AOHPHK He
nepecekanmecs ¢
TE
3.1-3" 3- mnma
. AHanuwa
AHHﬂTaLII"IH —D-[ BLASTN ] CTPYKTYPHBIX [ IKCNPEeCCHK J
nHPHK XapaKkTepucTUK “HPFHK
' '
CTPYKTYpHEiE Skenpeccua AHPHK
KoHcepeaTueHeie X3paKTEPUCTUK OTHOCUTENBHO
AHPHK W nHPHK APYrvxX OpraHnamos

Pucynok 2.1. Cxema OuoumHpopmaTnueckoro KouBeitiepa ICAnnoLncRNA. B
OpaHXXeBbIX MPSIMOYTOJbHUKAX TOKa3aHbl BXO/HbIE JaHHbIE, B CUHUX - UCXO/HbIE
JaHHbIe TIOC/e ONpeJie/ieHHOr0 JTarla KOHBeliepa, B 3e/leHbIX - HCIOoJIb3yemas
rporpamma, (HOJEeTOBBLIMU MPSIMOYTOJbHUKAaMHM 0003HaueH BbIOOp 1wksa: (1) rpu

Ha/IMuuK WHGOPMALMK 0 MOOWIBHBIX 3/1eMeHTax, (2) TIpyU OTCYTCTBUU.
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AHanu3 BK/IFOUaeT HeCKOTbKO OCHOBHBIX OJI0KOB: TIpeiBapuTe/ibHast 06paboTka
JaHHbix (9Tan 1, pucyHok 2.1), uaentTudukanus fHPHK (stan 2, pucyHok 2.1),

anHoTtauus fHPHK (3tan 3, pucyHok 2.1). O1u 6/10KU fieTaibHO OYAyT OIHCaHbI HIDKE.

2.1.1 IIpeaBapuTe/ibHasA 00pabdoTKa JAHHBIX

Ha mepBom 3Tarie paboThl KOHBelepa IPOMCXOAUT TOCTPOEHHE WHEKCHOTO
(aiina s pedpepeHCHOM TeHOMHOW MOC/e[0BaTe/lbHOCTU C MOMOILBIO TTPOrpaMMbl
GMAP (Wu, 2005) u obyuerre mozenu pacro3HaBanusi sHPHK.

IOna TouHoro pa3zgenenuss Bbibopku PHK Ha xkoaupytoiue O6enku u
HEKO/IMPYIOll[ie TIPUMEHSIIOT pa3iuuHble OuonHpopMaTHueckre MeTofbl. K HUM
OTHOCSTCS KaK K/IaCCUUeCKre MeTO/Ibl, OCHOBaHHbIE Ha aHa/M3e M0C/ae[j0BaTeIbHOCTEeN
U CTPYKTYPHBIX OCOOEHHOCTSIX TIPOCTPAaHCTBEHHOM oOpraHu3aiyyd OeKoB, Tak U
METO/IbI MallIMHHOTO U I71y00KOoro 06y4eHusl.

B naHHOM KOHBeliepe ucrosib3oBasack rnporpamma LncFinder v1.1.4 Han et al.,
2019, peanusyroljasi TOJXOJ, MAIIMHHOTO oOydeHus [y KiaacCUUKaIuu
TpaHCKpuNTOB. LncFinder mo3BosisieTr oOyuaTh Mozenb pacrnio3HaBanuss AHPHK Ha
OCHOBe M3BeCTHhIX TocyenoBarenbHocTed JHPHK 1 MPHK crnieguueckoro reHoma
C W3BeCTHOM aHHOTalMeu. OTa MporpaMMma MCMOJb3yeT aJrOpuTM MAallWHHOTO
oOyueHust s KiaccHdUKaI[Mu TI0C/Ie[JoBaTe/IbHOCTEM W TPU BHZA TapaMeTpOB:
YacTOThl reKCaMepoB B HYKJIEOTU/IHBIX TI0C/Ie[0BaTe/IbHOCTSX, (PU3UKO-XUMUUYEeCKre
CBOMCTBA HYK/IEOTHJIOB M OCOOEHHOCTH TMpeZCKa3aHHOW i T0C/e0BaTeTbHOCTU
BTOPUYHOM CTPYKTYpbI. IlocienoBaTenbHOCTH [T OOy4YeHHWsS MOZETH BK/IHOYAIOT
nosiHbeld  Habop wu3BectHeix MPHK u guPHK gns ucciemyemMoro reHoma M
NpeJIOCTaB/ISIIOTCS B BU/Jle [IBYX cOooTBeTcTBYrOIUX (hailioB B FASTA-dopmare. B
pe3ysibTaTe pabOTHI KOHBeWepa M3 3THX TOHBIX JaHHBIX (hOPMUPYIOTCST 00Oyuarorrast
U TecToBast BbIOOPKHU Ayisi TiporpaMMbl LncFinder. C yueToMm TOro, uTo KOIMYECTBO
n3BeCcTHbIX JHPHK B aHHOTHMPOBaHHBIX reHOMax, Kak IIpaBuJ/Io, CYLLleCTBEHHO MeHbllle,
yem MPHK (Haripumep, pAssg ucc/ieqyeMoro TreHOMa KyKypy3el Bepcuu 40
anHotupoBaHo 33 725 MPHK wu 2535 guPHK), ans aHanmv3a HCIIONb3YHOTCS BCe
n3BecTHBIe TiocnefoBarenbHOCTH AHPHK, a KomuectBo mocnenoBartenbHocTelt MPHK

Oepetcst B iBa pa3a OosbiimmM, yem gHPHK. ITpu 3ToM yka3zanHoe KosmuectBo MPHK
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BbIOMpaeTcss w3 00mieli BBIOODKM HE3aBUCHUMBIM C/IydaiiHbiM  obOpa3om  (6e3
Bo3BpaieHus). Takoe cootHomeHne kKommuectBa MPHK u gHPHK B obyuarorux
JIAaHHBIX OBUIO HMCIO/b30BaHO B pabore Han et al., 2019 u 1mo3BosisieT WCK/IIOUWTH
CWIbHOE CMellleHre oOydaroieli BbIOODKM B CTOPOHY Tleperpe/iCTaBIeHHOCTU
rocjiejoBatenbHOCTert MPHK.

B miporjecce obyueHusi cetd chOpMHUpOBaHHbIE TaKUM 00pa30M JlaHHBIE - KaK
MPHK, tak u aHPHK - gensitcsi ciywaiiHbiM obpa3om B rmiporiopimu 80% ajist
oOyuatortrieit BBIOOpPKHU U 20% ayist TectoBoM. C MCITOb30BaHWeM 00yUaroIux JaHHbBIX
TPOU3BO/IUTCS ONTUMMU3aL[MsI TapaMeTPOB MO/IEJIU, a Ha TECTOBBIX JaHHBIX - OLIeHKa eé

TOYHOCTU. TOYHOCTB OLleHUBaeTCsl € TTIoMoIibio MeTpuku F1 (Sasaki, 2007):

2TP
2TP+FP+FN

F1 =

rae, TP - nipeackasanubie fHPHK cootBetcTByrOT M3BecTHbiM AHPHK, FP -
npefckasanHble [THPHK coorBercTByroT M3BecTHbIM MPHK, TN - mpezckasaHHBIe
MPHK cootBetrctByrOT u3BectHbIM MPHK, FN - npejckasannbsie MPHK cooTBeTCTBYIOT
u3BectHbiM AHPHK. F1-mepa mpezcraBisieT co00M TapMOHUYECKOe CpefiHee MEXIY
TOUHOCTBIO M TIO/THOTOM, UeM ee 3HaueHWe Omke K 1, TeM BbIllle TOYHOCTHb
nipeackasanus gHPHK.

[omno/sHUTeNbHO [/ OLEHKU TOYHOCTU MOJENM WCMOJb3yeTcsl KO3(PhULIMeHT
Koppessiuu Matetoca (MCC, Matthews Correlation Coefficient) (Matthews, 1975).
MCC yuuTBIBaeT BCe YeThIpe KaTerOPUH MaTPHI[bI OITUOOK: UCTUHHO TI0JIO’KUTE/TbHBIE
(TP), uctunHo otpuuarensHble (TN), oxHO TIoNMOXKUTeAbHbIe (FP) U /10)KHO
orpuriatenbHble (FN) pe3ysnbTaThl. ITO /efaeT ero HaZie)KHOW U cOasaHCUPOBaHHOU
MeTPHUKOM, 0COOeHHO Tpu paboTe ¢ HecOaaHCUPOBAHHBIMU BLIOOPKaMU JJaHHBIX, UTO
XapakTepHO [/ 3ajau rnpezckasaHuss AHPHK, rae KomvuecTBO HeEKOAMPYHOLLIUX
1oC/1eI0BaTe/IbHOCTEN CYIlleCTBEHHO MeHbIlle KOAUPYHOIIMX. MeTpuKa BbIUUC/ISETCS
1o cieAyroieid hopmyiie:

MCC = TPXTN —FP XFN

V(TP + EP)(TP + EN)(TN + EP)(TN + FN)
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rae, TP - KOAWuecTBO TPaBUIbHO KiaccuduipoBaHHbix AHPHK, TN -
KO/IMYeCTBO NpaBWIbHO KiaaccuguuupoBaHHbix MPHK, FP - kommuectBo MPHK,
ombouHO TIpefcKa3aHHbIX KakK AHPHK, FN - kommuectBo gHPHK, omm6ouno
rpezckasaHHbIX Kak MPHK.

3HaueHue Ko3dduipentra MCC BappupyeTcsi B guaria3oHe oT -1 go +1. Uem
3HaueHWe MeTpUKu Ommke K +1, TeM BbIillle BepPOSITHOCTH TOTO, UYTO BCe
T10C/1eI0BaTe/IbHOCTU pacIipeziesieHbl 110 Kjiaccam BepHo. 3HaueHue 0 cBUZieTeIbCTBYeT
0 TOM, UTO MpeJACKa3aHusl MO/ He Jyulle CIy4alHOro yraplBaHusl. 3HaueHue -1
O3HayaeT T[I0OJTHOe HECOOTBETCTBHE MeXAY IpefCcKa3aHHbIMU U (PaKTUUeCKUMU
KJlacCaMH.

[Tpoueaypa obOyueHWsT W TeCTUPOBAHUs, OMMCAHHAs BbIIIe, TIPOU3BOAUTCS
TOCPe/ICTBOM 5-KpPaTHOM Kpocc-BanuaaLuu. [Ipy aTom oTOOD mocsiefioBaTelbHOCTeN B
TeCTOBbIe U 00yuarolie BHIOOPKM Ha KaXKZ0M UTepaljiy MPOU3BOJUTCS He3aBUCHMBIM
clydaliHbiM - 00pa3oM, TakK uTO TI0C/Ie[loBaTebHOCTU TeCTOBOW BBIOOpDKU He
BCTpevaroTcsi B oOyuvaromjeii. [Ijisi OIleHKM YCTOWUMBOCTH T0/I00pa OMTHUMAsbHBIX
rapamMeTpOB MO/Ie/I! B [IOTIO/THEHHE K SKCIIePUMEHTaM C 5-KpaTHOM Kpocc-Banujalyen
MBI TIPOBE/IM CpaBHeHHe pacrpeeneHnii Mmep F1 u MCC panst BeiOopku c 10-KpaTHOM
Kpocc-Banyjauuen. PacnpeeneHus napaMeTpoB TOUHOCTH TipeAcka3aHusi AHPHK Ha
9TUX [IBYX BbIOOpKAaX CpaBHMBA/M C UCTIOIb30BaHUEM KpuTepusi MaHHa - YUTHM.

[Ipu paborte KOHBeliepa pe3y/bTaTbl TECTUPOBaHUS MOJENMUA [ KaKAOW U3
pervivK B MpoLiecce KPOCC-BalUALMM TIPUBOJATCA B OTAenbHOM (paviie B CSV-
dopmaTe. B KauecTBe ONTUMAa/bHBIX BBIOMPAIOTCS TapameTpbl MOJENMU [Jis TOU
pervIMKyY, B KOTOPOU ObLIO TO/yueHO MakcuMasbHoe 3HaueHue F1 u MCC (3HaueHUs
JAHHBIX MeTpUK KoppenupytoT). OHU COXpaHSIOTCS B OTAelbHOM (aiine [AJist
JlaJIbHeuIIIero aHasar3a.

Ha1r KoHBeliep M03B0JIsSieT NPOBO/IUTL PACUET B [IBYX pe>krMax. [1epBblii pexkum
ocylecTs/isger npesckasanve fHPHK Ha ocHOBe 4acTOT rekcaMepoB B HYK/IEOTHU/IHBIX
MOC/IeJOBAaTe/IbHOCTSIX U (DU3MKO-XMMUUYECKUX CBOWCTB HYK/I€OTUOB (SHEpPruro
JIeJIOKa/TM30BaHHBIX 3JIEKTPOHOB). Bo BTOpOM pexuMe [100aBSIOTCS TIapaMeTphI
BTODUYHOM CTPYKTYpbI 151 pacnio3HaBaHusi JHPHK, kak 3To peanv3oBaHO B makeTe

LncFinder. OgHako 3TOT peXkuMm ropa3fo Oosiee 3aTpaTHBIM TI0 BBIUYHCIEHUSM (B
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JIeCSITKA pa3) MO CPaBHEHWIO C TepBbIM M3-3a TPYAOEMKOCTH pacueTa BTOPUYHOMU
ctpyktypel PHK 1 He peKoMeH/IOBaH TI0/Ib30BaTesisiM B CTydae 00paboTKH OO/bIINX
MacCCHBOB JIJaHHBIX (HarpuMep, Mpu aHa/ir3e MOJHOr0 TPAHCKPUITOMA).

OTMeTuM, UTO HEeCMOTpPS Ha BBICOKYH) TOYHOCTb HCII0/Ib30BaHHOW MOZe/H,
roJiyueHHbIe C ee TIOMOIIbIO pe3y/bTaThl TPeOYyIOT [OTIOHUTeNHHON BauAaLvy,
KOTOpasi OCYIL[eCTB/ISIETCS Ha C/Ie/lyIolilieM JTarle.

2.1.2 Upentnduxkanus suPHK

[anHbIM 6/10K COCTOUT U3 IATH 3TaroB: (1) mpecKa3aHue MOJIeKY/I-KaHJUaTOB
B gHPHK u3 BxogHoro Habopa TpaHCKPWIITOB C romombio Metoza LncFinder c
rnapaMeTpamMy, T[OJydYeHHbIMM Ha TMpejpiayljeM dTtane; (2) KapTUpPOBaHUe
riocnefoBaTesibHOCTe-KaHaugaToB  AHPHK Ha  pedepeHcHbiii  reHoMm;  (3)
knaccupukausi gHPHK mo sokanuzaiuu B reHome; (4) ¢GUIbTP TPaHCKPUIITOB,
SIBJISTIOLIUXCSL TIOTeHIMAIbHBIMU oInbkaMu cOopku; (5) (UIBTP TpPaHCKPUIITOB,
TIepeCceKaroluXxcs C MOOM/IIbHBIMU 37IEMEeHTaMH.

INpedckazaHue kaHouoamos 8 OHPHK

Hna  pacnosHaBanusi AHPHK B mociegoBaTebHOCTAX — TPAaHCKPUIITOB
rcronb3yetcs rnporpamMma LncFinder ¢ mapameTpamu, rosyuyeHHbIMU Ha TIpebIyIeM
starie (cM. Bbie). [lapannenbHO A/ KaKAOM MMOC/Ae[0BaTeNbHOCTH C MOMOLLBIO
nporpammbl CPC2 (Kang, 2017) oujeHMBalOTCs 3HaUeHUs! C/IeIyIOLIMX MapamMeTpOB:
JITMHA OTKPBLITOM paMKM CUMTBIBaHHUs, MoKa3aTeqb PukkeTa, nokpbitie OPC u
Be/IMUMHA M303/1eEKTPUYECKOM TOUKM. OTH MapaMeTpbl COXPAHSIOTCS [/ KaXK[ oM
1oc/ieloBaTe/IbHOCTU B OTZAe/IbHOM (halijie B KaueCTBe A0TOTHUTeTbHOM HH(OpMaLUU.

B pe3ynbrate pabothl rporpammbl LincFinder TpaHCKpUNTHI pa30WBarOTCS Ha
JBe  BBIOODKH:  KOAWPYIOIIME W  HEKOJUPYIOIIMe  TI0C/e[0BaTe/bHOCTH,
WeHTU(PUKATOPbI TI0C/Ie0BaTe/IbHOCTeN M UX Kiaaccudukauys BbiBogsaTcsi B CSV-
¢daiin. [locnemoBaTtenbHOCTH, onpefeneHHble LncFinder kak Hekogupyroiue,
SIBJISIFOTCSL KaHauaaTamMu B 1HPHK.

KapmupoeaHue Ha pechepeHCHbIll 2eHOM

Hnst kapTrpoBaHus kKaHguaaToB AHPHK Ha pedepeHCHBINM reHOM HCII0/b3YeTCs

nporpamma GMAP v2020.10.14 (Wu, 2005) ¢ napametrpamu “--min-intronlength=1 --
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intronlength=414579 --cross-species --format=gff3_gene --split-large-introns --
npaths=1".

Knaccugpukayus oHPHK

HannbIi 11ar HeobxoguM s O6osee TouHOro pacro3HaBaHusi fHPHK. Oto
cBs13aHO C TeM, uTo ZHPHK mMetoT cxoxKyto CTpyKTypy € 6e/10K KOAUPYIOIUMHU reHaMu
(Hampumep, [MHY W 3K30H-UHTPOHHYKO CTPYKTYPY), YTO MOXXET MPUBOJUTH K
NO)KHOMY mpefcka3aHuto. OpHako knaccudukanus AHPHK Ha ocHoBe wux
BLIDAaBHUBAHUSI OTHOCUTENHLHO 0e/0K KOAWUDYIOIMX TeHOB [laeT BO3MOXKHOCTD
WCK/TFOUUTH BO3MOJKHBIE OIMOKY Tipy uaeHTHbMKauu fHPHK 3a cueT crierjudbyuyHbIX
0cobeHHOCTel UX BbIpaBHUBAHUS.

s Toro utoObl TIPOBECTH K/IAaCCU(PHKAIMIO TO/yUYeHHBIX Ha IpeAbIAyIIeM
1iare roc/jaefioBaTebHOCTel-KaHauaToB AHPHK mo ux pacmnosiokeHHI0 B reHOMe
OTHOCUTEeTIbHO 0esloK KOAMPYIOIMUX T'eHOB, TpuUMeHsieTcs rporpamma gffcompare
v0.11.2 (Pertea, 2020). Ha BbIxoze KaXk/i01 M0C/ie/J0BaTe/IbHOCTH MPUCBAUBAETCs OJMH
u3 14 xnaccoB, 0603HauaeMbIX CUMBOJIaMU ¥ OyKBaMH JIAaTUHCKOTO ajiaBuTa.

[IpenBapuTenbHBIM aHaaW3 TIOKas3aja, 4YTO Cpeld KapTHPOBaHHBIX Ha Te€HOM
rnocjegoBaresibHOCTeW-KaHquaatos AHPHK B ToW Wi WHOM  MOPOMNOPLIUM
TIpe/ICTaB/IeHbI BCe K/IacChl U3 TIpeZJIoKeHHbIXx B pabote (Pertea, 2020). Yactb
10C/IeJOBaTe/IbHOCTEN OKa3zasach TMOJIHOCTBIO COBMAaJAoIIIen C

[ }

nocsiegoBatesnibHOCTIMM MPHK (kmacc ‘=’), 4TO, BepOATHO, SIBJISI€TCS pe3y/bTaTOM
HETOUHOTO0 npe/cka3aHus nporpammoiri LncFinder.

TpaHCKpUIITBI, KOTOPbIE BbIPaBHUBA/IMCh Ha reHbl AHPHK, aHHOTHMpOBaHHbIE B
reHoMe, cuuraroTcsd YyKe wu3BecTHbiMA AHPHK. OnHu onpepenstorcs Kjiaccom
gffcompare ‘=’ 10 OTHOIIEHUIO K reHaMm, TIpe/|CTaB/IeHHbIM B aHHOTALMM reHOMa Kak
lincRNA (mexrennbsie aHPHK). ITomoOHbIe TMoc/ieoBaTeIbHOCTH HaIlll KOHBelep
BBIBOJUT B OT/ie/IbHBIN (Paiis.

[pyras yacTte moc/efj0BaTe/IbHOCTEN MMeeT IPOTSUKeHHble BbIpaBHUBAHUS C

€0

bl €3 (3 b
¢, ‘k, 7§, ‘m’,

€~

5K30HaMH B ‘+’ HampaB/ieHWH (K/aacchl n’, ‘o’). [na denoBeka
W3BECTHbI JKCIIepUMEHTa/IbHO MoATBepKAeHHble Tipumepbl JHPHK, KoTopbie
COBMAZAIOT C (pparMeHTaMHU 5K30HOB M CUMTHIBAIOTCSA B ‘+’ HampasieHuu (Sheng,

2018). [1ns pacTeHUM Takue JiaHHble Ha CErOAHSIIIHUN MOMEHT OTCYTCTBYIOT. Kpome
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TOr0, OBIJIO BBICKA3aHO TIPE/IIONI0XKEHHe, UTO TPAaHCKPHUIITHI KiaccoB ‘c’, ‘k’, §°, ‘m’,
‘n’, ‘0’ MOTYT TIpeACTaB/ATh OO0 HOBbIe M30(h)OPMbI M3BECTHBIX TeHOB, a He IHPHK
(Halstead, 2021). B cuny yKa3aHHBIX TIPOTHBOpeudii B HacTosileid paborte
110C/1eJ0BaTe/IbHOCTH 3TUX KJ/1IaCCOB He paccMaTpyBaivch Kak JHPHK u vckirouanuce
W3 fajbHelero aHanusa, cM. pasgen 1.2 O63opa murepatypnl (Karlik, 2019; De
Quattro, 2017; Ma, 2013; Chen, 2020). Eije ojgHa 4acTh MOC/aeZj0OBaTeIbHOCTEMN
oTHOCWIach K Knaccam gffcompare ‘e’, ‘s’, ‘p’, ‘y’ (oHM Bk/Iouanu (parMeHThI
VHTPOHOB Y 5K30HOB OJJHOBPEMEHHO). Mbl CUMTa/ld, YTO 3T MOC/Ie/[0BaTebHOCTH He
siasitorcsi  AHPHK, a  mnpeacraBiasitoT  coboii B OCHOBHOM  apTedakThbl
CeKBeHUPOBaHUs1/COOPKH, ¥ TTI03TOMY MCKJTFOUM/INA X U3 Ja/ibHel1ero aHaim3a. Takum
o0pa3om, [ijist yMeHbIIIeHHs] TOTPeITHOCTH B ITOC/Ie/IyIOIeM aHa/i3e TIPUHSTO pellieHue

WUCKJIFOUUTh Kj1acChl CMbIC/IOBBIX JHPHK 13 paccmorpenus. B utore paccMaTpuBaiv

knaccudukaiuio sHPHK 110 noso)keHnto B reHOMe Ha TpU Kjacca (PUCYHOK 2.2):

@ untponHble - AHPHK, pacrnonokeHHble B MIHTPOHE 0e/I0K KOJUPYIOIIEro reHa

(xnacc gffcompare ‘i’).

@ aHTHCMBIC/IOBBIE - TIepeKpbIBAOIeCs C 9K30HHBIMM yuaCcTKaMu OesioK
KOAUDYIOL[MUX TeHOB B  TIPOTHMBOIOJIOKHOM  HaripaBieHUM  (KJjacc

gffcompare ’x’).

@® vexrenHsle - THPHK, pacrnionokeHHble Mexy ABYMsi 0e/0K KOAUPYHOIUMU

reHamu (kiacc gffcompare ‘u’).
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Knaccbl
gffcompare

1) MHTPOHHbIE i S v

— —— -y

I-’L\,'l—»,

2) AHTUCMbICNOBbIE X rmpp—— r -
| W _\)_ S —

Knaccbel aAHPHK

3) MexreHHble u Ton 1 ly J— p—
——
|
3K30H PEEPEHCHOMD po= we =
: TpaHckpunTa L — | Q°KsoH AHPHK D pedepeHCHble reHoM
VHTPOH HanpasneHue YTeHus
N/ uHTpOH AHPHK -— p
< POH A v pechepeHCHOro TOSHEKOHITES

TpaHcKpunTa

Pucynok 2.2. Wpentudukaius Tpex kKiaaccoB AHPHK 1o wux pacnonokeHuro
OTHOCUTETTbHO O0€/IOK KOJUDYIOIIMX T'e€HOB HAa OCHOBE pAa3MeTKH IIPOrpaMMbl
gffcompare. [TyHKTUpHBIMM TIpIMOYTO/IbHUKaMu 0003HaueHbl AHPHK, 1ienbHBIMU -
9K30HBI O€/I0K KOZUPYIOIUX T'eHOB, cepbiM — pedepeHCHbIN reHoM. VIHTpoHb! fTHPHK
- yHKTUPHAs! JINHUS, UHTPOHBI 0€/10K KOAUPYIOIIUX FeHOB - uepHasi TuHus1. CTpenkon

0003HaueHO HalipaBJ/ieHHe HOCHGAOB&TEHLHOCTEﬁ.

Takum 00pa3om, /iBa Kjacca U3 Tpex [y BeIOpaHHO# Kimaccudukarmn aHPHK
TepeceKkaroTcs ¢ 0e/10K KOAUPYIOIMUMU reHaMu (Kacchl ‘i’ U ‘X’), a OMH OTHOCHUTCS
K MeXXTeHHbIM JIOKycaM (Ksacc ‘u’).

duabmpayus OHPHK

[ns nocnenoBatenbHocTel-kKaHaguAaToB AHPHK, miporeaiivx knaccudukaryio
(Ha kmaccel ‘i’, ’x’, ‘u’) mpumeHsieTcsi GUIbTPAlLMsl KOPOTKUX TMOC/ei0BaTeTbHOCTeMN
TPAaHCKDHUIITOB, TIOJNiyUeHHBIX B XxoJe de novo COOPKH, KOTOpble SIBIISIFOTCS
TOTEHI[HA/IbHBIMA  OIIMOKaMU COOPKM WM TPaHCKPUITLMOHHBIM  “lirymom”.  II7ist
pelLleHus 3TOU TTP006/IeMbl TPAaHCKPUITHI 00beJUHSIFOTCS B JIOKYChI. |'@HOMHBIE JIOKYChI
THPHK wueHTUhULIMPYIOTCS KaK HeTpephbIBHBIM yUaCTOK XPOMOCOMbBI, C KOTOPbIM

niepecekaetcsi XoTss 0b1 oauH TpaHcKpunT AHPHK. Cdopmuporannbeiii GFF-daiin c

nokycamu JHPHK u nocnefoBarensHocTel-KaHauAaToB AHPHK (13 KOTOpBIX JaHHBIE



71

NOKyChl ObLTM CchOpMHUPOBaHBI) TOAAETCS Ha BXof mporpamme gffcompare v0.11.2
(Pertea, 2020), uToOBI BBIIBUTEL TpaHCKpUITTHI AHPHK, nMeroIie nogHoe repeceueHye

(g}

c iokycamu (oHM 0603HavarOTCsA KaccoM “="). TpaHCKPUIIThI, He UMeIOIIIe TI0JTHOTO
repeceuveHus1 C JIOKyCaMH, ya/sitoTCs U3 jabHeUIlero aHaamsa.

Crnepnytouuii GUIbTP, KOTOPbIY TTPUMeHsIeTCS B JAHHOM KOHBeliepe, HaripaB/ieH
Ha ygjaneHwe TtpaHckpunTtoB AHPHK, wuMmeromux mnepeceueHre C MOOWIbHBIMU
yneMeHTamMyd (M3). [ns nprvMeHeHHsT [JaHHOW (UIbTpPALMM  T10Ob30BATEIO
HeoOxomuMo TipesocTaBuTh (aiim B ¢dopmate GFF, copepskamuii KOOpAWUHATBI
MOOH/IBHBIX 371eMeHTOB. B aHHOI paboTe 115 mosyueHrsi OMO/IMOTEK U KOODJUHAT
MOOW/ILHBIX 371eMeHTOB pedepeHCHOro reHoma 6buT mcronb3oBad naket EDTA (Ou,
2019). TpauckpunTsl fHPHK, KOTOpBIE MepeceKaroTcst XOTs Obl C OJHUM HYK/I€OTHZIOM
TI0C/Ie/I0BaTe/IbHOCTA MOOMIBHOTO 3/IeMeHTa, YAaIs0TCs U3 Aa/ibHelIlero aHaim3a.

[TocnenoBaTe/IbHOCTH, MpOLLIEALLIMEe BCe STamnbl (PUIbTPaL[UM, IPe/CTaB/IsSIOT
co6oii sHPHK, nmeroliiyie BEICOKYHO JOCTOBEPHOCTb, U MOTYT OBITh UCII0/Ib30BaHbI A1/1s1

JlaJIbHEeMIIIero aHaam3a.

2.1.3 Boisiienne Bugocnerupuunoctu AHPHK

Ons  noucka romonoroB ¢ JgHPHK gapyrux opraHu3sMoOB — KOHBelep
ICAnnoLncRNA pa3gensier HauiieHHble JHPHK Ha monmBHi0BbIe U BHYTPUBU/IOBbBIE
B coOTBeTCcTBUM C pabotoii (Han et al., 2019). ITocnegoBarensHoCTh JHPHK cunTaeTcs
TIOJIMBUIOBOM, eciu 11 Heé B 0a3ax JaHHbIX H3BecTHBIX JHPHK oOHapykuBaeTcs
rOMOJIOT TIPU YPOBHE W/JI€HTUYHOCTH TMOC/aeZjoBaTelbHOCTeN He MeHee 50 % y Ipyrux
BUJI0OB pacTeHUW. [IoMCK TakuMxX rOMOJIOTOB BBITIO/IHSJICS TPU MOMOLLY MPOrpaMMbl
BLASTn v2.9.0+ (Camacho, 2008) co cneaytoiiiumu napametpamu: “-outfmt 6 -evalue
1e-50 -max_target_seqs 1 -perc_identity 50”. Ecnm gajis iHPHK Takyux romMo/ioruuHbIX
ToC/IeIoBaTe/IbHOCTeH He OOHApy>KMBa/OCh, OHA CUWTa/saCh BHYTPUBUJIOBOM, T.e.
BU/IOCTIELIM(PUYHOM.

[ cpaBHeHUs BbISIBJIEHHbIX HaMU B TpaHckpurnitomax AHPHK ¢ yxe
W3BECTHBIMU T10C/IeIOBAaTEIbHOCTSIMUA WCITI0/Tb30BaiA  TI0C/IeZIoBaTeIbHOCTH U3 6a3
nanabix PNRD (Yi et al.,, 2015), CANTATAdb v2.0 (Szczesniak et al., 2019),
GREENC v1.12 (Gallart et al., 2016), PIncDB v2.0 (Jin et al., 2021), EVLncRNA v2.0

(Zhou et al., 2021). OTH roc/ieOBaTENLHOCTH OBITM 00BeAMHEHBI B OIUH (haiis, rocie
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yero IIOJIHOCTBbIO WZeHTHUUHbIe I10C/e[0BaTe/IbHOCTH WUCK/IHYanucb. B pesysbraTe
obuto momyueHo 256 091 mocsienoBaTtenbHOCTEM W3 16 BWUJOB  pacTeHWH,
rpeCTaB/IsALKMX U3BecTHble JHPHK.

[HoronHuTe/bHO B 00beAMHEHHOM Habope u3BecTHBIX JHPHK M BbISBIEHHBIX
mHPHK, monyueHHbIx B pe3ynbrare pabothl KoHBeidiepa ICAnnoLncRNA, Mbl
BBISIBJISI/IU TPYIIIIBI CXO/HBIX NTOC/Ie0BaTeIbHOCTEN C MTOMOLBI0 rporpammel uCLUST

(Prasad, 2015) nipu ypoBHe ngeHTuyHOCTH 50%.

2.1.4 Anamm3 cTpyKTypHbIX ocodenHocTei AHPHK 1 ux 3kcnpeccuu

AHanu3 cmpykmypHbix ocobeHHocmeli OHPHK

Kongeiiep ICAnnoLncRNA mno3BoJisieT NMPOBOJWTH aHaqu3 XapaKTepPUCTUK
mHPHK. PaccuuTbhiBaeMble  XapakTepUCTUKWA  [Ie/IATCA Ha [iBé  KaTeropuwu:
xXapakrtepusyromue cTpykrypy AHPHK u xapakrepusyroijue UX pacriojiokeHve Ha
XpoMocoMax pedepeHCHOro reHoma. B mepBoM cjiyyae 3TO KOJMYECTBO 35K30HOB,
pacripefiesieHle WX II0 pa3mepam, paclipejeieHue pasMepa MHTPOHOB. Bo BTopom
C/lyyae 3TO IUIOTHOCTb pacripefenienus AHPHK mo xpomocomawm, pacripezeneHue
aHTUCMBIC/IOBBIX AHPHK 110 umc/y 5K30HOB KOJUPYIOIMIMX O€/KH TeHOB, C KOTOPBIMU
OHM TiepeKphIBatoTcs. Takke npoBoauTcs: GuibTp JHPHK, MMerox UHTPOH [I/TMHOM
MeHee 60 T1.H.; KOHBeliep QopmupyeT oOTJenbHbIM ¢dalin C JaHHBIMU
TI0C/IeJOBAaTe/IbHOCTSIMU, W JaJIbHEMIIINKM aHa/mu3 mpou3BoAuTcsi 6e3 HUX. [laHHBIN
GbUIBTP MPUMEHSIETCS B COOTBETCTBUH C peKoMeHarusmMu u3 pabotel (Cheng, 2018),
Ir/le aBTOPBI CTaBSAT M0/, COMHEeHHe CyIlleCTBOBaHWe NHTPOHOB C AJIMHOU <60 I.H.

AHanusz skcnpeccuu u mkavecneyugpuuHocmu OHPHK

OOmenpuHsATeIM cunTaeTcs, uto AHPHK pemMoHCTpupyroT Oosiee HU3KUH
ypOBeHb 3Kcripeccud no cpaBHeHutro ¢ MPHK, npu stom gHPHK skcnpeccupyrorcs
Gosee crienuduyHO A5 ompefesieHHbIX TKaHed (Derrien et al., 2012). OgHako B
Toc/iejHee BpeMsi HauWHAIOT TIOSIBJSIThCS paboThl, AeMoHcTpupytoiue nHPHK c
YPOBHSIMH SKCITPECCHH, PaBHBIMH TaKOBbIM [ 0Oesok Kogupyromumx reHoB (De
Quattro, 2017; Lamin-Samu et al, 2022). OTu [JaHHble TI0Ka3bIBAIOT, UTO
¢yHKUMOHaNbHO 3HauMMble AHPHK MoryT skcnpeccrpoBaThCsi KaK Ha OUeHb HU3KOM,

Tak U Ha cpaBHMMOM ¢ MPHK ypoBHe. B CBSI3U C 3TUM KOJIMUECTBEHHOT'O U3MepeHUst
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9KCITPECCHM MOXXET OBbITb HeJ0CTAaTOUHO /i1 pa3zesieHus TpaHckpurtoB AHPHK Ha
(hyHKLMOHA/IbHO 3HAUMMble U HE3HAUKMBbIe.

B cBs3u ¢ 3TUM npejioykeHHbIM Hamu KoHBeliep ICAnnoLLncRNA no3BonsieT
NPOBOAUTL Oosee yriyOneHHBI aHa/MW3 JKCIPECCHH, BK/IIOUAIOMIMN  TIpsiMoe
cpaBHeHue pacripegenenuii skcrnpeccur AHPHK 1 MPHK B MeHTUUHBIX TKaHSX, a
TaK)Ke OLIeHKy TKaHecrel[u(hUYHOCTA [JIsi SBOJIIOLMOHHO pa3/idyaroluXcs TpYIII
(monuBuAOBBIX W BHYTpuMBUAOBbIX) AHPHK. Takoii moaxons [aéT BO3MOXXHOCThb
BbIsIBUTb HMeHHO Te »AHPHK, mnaTTepHbl >SKCOpeccuu KOTOPBIX CXOAHBI C
¢byHkquoHanbHO — 3HaumMmbiMu  MPHK, u, kak «ieacTBue,  ornpeenuTb
(GyHKLMOHA/NbHYI0 3HAuUMMOCThL BbIssBAeHHbIX AHPHK B perynsiiuu KineTouyHbIX
TIIPOLIECCOB B MCC/IeyeMbIX TKaHsX.

[ OLeHKU YpOBHA 3IKCripeccuy BbisiBleHHbIX AHPHK wucmonbs3yercs
nporpamMa Kallisto v.0.46.2 (Bray, 2016). PaccmarpuBatorcsi gBa Habopa
10C/IeJOBaTe/IbHOCTEM: TOMUBUAOBbIE W BHYTpuBHJOBble AHPHK. [Ins pacueta
9KCTIPeCCUU TI0/Ib30BaTE/I0 HY)KHO HWCIIO/Ib30BaTh OMOMMOTEKH, Ha OCHOBE KOTOPBIX
ObT CcOOpaHbl TPAaHCKPUMTHI. PacyeT MpOW3BOAUTCS MO cefymoiei cxeme. Ecmm
OubMMOTeKN TIpUHAAJIeXaT OAHOM TKaHW, OHU OOBeAUHSIIOTCA W I HUX
pacCUMThIBaeTCsS MeJuaHa 3Kcrpeccuu. [lanee jaHHbBIE TI0 BCEM TKaHSIM OObeJUHSIOT
B ofHy Tabmuiy. B cdopmupoBaHHOW Tabnuvile TpaHCKPUIITaM TIPUCBAUBAIOTCS
VIH/IeKChl, OTPa)Xarol[ye WX MPUHAJJ/IeKHOCTb K OAHOW U3 rpyII (MMOIMBUIOBbIE WU
BHyTpuBHuoBbie THPHK). Ha ocHoBe mosyuyeHHOU TabGauI[bl TIPOBOAMTCS aHAIU3
ypOBHeM 3Kcrnpeccuu. g KaK[OM TKaHM C TMOMOLIb0 Kpurepusi CTbrOZeHTa
CpaBHMBA/IU pacrpejie/ieHdss YPOBHEW 3SKCIpeccuy (MeAWaHHbIX 3HaueHud TPM)
MeXXJy TPynIiamMu TPaHCKPUIITOB: noyivBraoBble JHPHK u BHyTpuBuaoBbie 1HPHK.

[7isi OLleHKA TOTrOo, pa3nWYaloTCs M OOI[ue YPOBHU 3KCTIPECCUN MEeXIY
TMOJIMBU/IOBBIMU Y BHYTPUBU0BbIMU ZHPHK, /17151 KaXX/101 TKaHU OT/le/TbHO POBOAMIIN
MorapHoOe CpaBHEHWe pacripefieieHuit 3HaueHMd TPM ¢ mMOMOLIBIO KpUTepust
CTblOJieHTa U PacCUMTHIBA/IM MOKa3aTe/b CTaTUCTUUECKON 3HAUMMOCTH pa3/iuuui - p-
value, TOCKOJIbKY UMCJ/IO CDAaBHUBAEMbIX TKaHel HeBeUKO.

OueHKa TKaHeCreLU(pUUHOCTU TIPOU3BOAUTCS OTJeMbHO JJIs1 KaXKA0W U3 TPEX

CPyII TPaHCKPUIITOB: T10/MBUA0BBIX IHPHK, BHyTpruBHaoBeIXx JHPHK u MPHK. 15
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3TOTO TOTOBUTCS 0a3a [aHHBIX, B KOTOPOM TIpPe/|CTaB/IeHbI TIPOaHa/TN3UPOBAHHBIE
OUO/MOTEKM W COOTBETCTBYIOIIME MM TKaHHW (OHMO/HMOTEKM C moMeTKOW ‘unknown’
rckmouatorcsi). [locse 3TOro KoOJMYeCTBO TPaHCKPUNTOB Kakiou rpyrmmbl PHK,
9KCTIPeCCUPYIOIINXCS B JJaHHOW TKAaHW, HOPMHUDPYeTCS Ha o00Ilee KOJIMUeCTBO
TpaHCKpUNTOB AaHHoU rpynmbl PHK 1 Ha KosinyecTBO 6MG/IMOTEK, COOTBETCTBYHOLLIUX
JaHHou TkaHu. [lpejjioxkeHHasi HOPMHPOBKa T03BOJISIET y4eCTb HepaBHOMEPHOCThb
yKC/ia TeHOB, Npe/iCTaB/eHHbIX B Tpex rpynnax PHK, 1 HepaBHOMepPHOCTb KOTMUeCTBa
Oub/MMOTEeK, COOTBETCTBYIOIIMX pa3HbIM THUMaM TKaHel. TakuMm oOpa3om
TIpe/IJI0’KeHHas MeTpUKa, SIBJIIeTCSI aHa/IOrOM BTOPOM T'PYIIITbI METPUK OLI€HHUBAFOIIUX
TKaHecTeqU(PUUHOCTb (CM. MyHKT 1.4), TO eCThb JeTa/bHbI aHa/M3 U pacueT CTelleHu
crieliuUYHOCTH TeHa UHUBU/Ya/IbHO /1J1s1 KaXKJJ0M KOHKPeTHOM TKaHMU.

2.1.5 IInardopma /1A peanu3aniu KOHBelepa

Kongeiiep ICAnnoLLncRNA co3zaH ¢ nprMeHeHHeM MPOrpaMMHOT0 MeHe/l>Kepa
Snakemake v6.0.0 (Koster, 2021). Cucrema yripaB/ieHusi pabouuM TIpPOI[ECCOM
Snakemake - 3T0O MHCTpYMEHT [i/isi CO3/laHUsI BOCTIPOM3BOAUMBIX U MacCLITabUpyeMbIX
KOHBEHepoB /iyi aHajM3a AaHHbIX. Pabouwe TpOIecChl OIMMCHIBAIOTCS C TIOMOIIBIO
ymobourTaeMoro sisbika Ha ocHoBe Python. MIx Mo’KHO /IerkKo MaciiTabupoBaTh [ijIst
CepBepoB, KJ/IAaCTepOB, CeTeBBIX M 00/aUuHBIX cpej 0e3 HeOOXOAMMOCTH W3MEHSTh
oripeiesieHre pabouero rpoijecca. biarogapst coemectumoctu Snakemake c crictemotit
ynpaBinenuss Conda MoxHO 06e3 TpyAa ycCTaHaBAMBAaTb HOBBIE TIPOTPAMMBI,
HeoOXoMMbIe ISt KOHBelepa. Ccblnka Ha KOHBeMep:
https://github.com/artempronozin95/ICAnnoLncRNA-identification-classification-
and-annotation-of-LncRNA

2.1.6 OnucaHue [JAHHBIX MCIOO/JIb3YeMbIX /I TPOBEPKH PadoThI

ononndopmaruueckoro Kouseiiepa ICAnnoL.ncRNA

B kadecTBe JaHHBIX /i TIPOBepKH pa3paboTaHHOro 6ronHGOPMaTHYeCKOTO
koHBeiiepa ICAnnoLncRNA wucrnonb3oBami 15 TpPaHCKPUITOMHBIX —OHUO/IHOTEK
KYKYpYy3bl (CCBIJIKM Ha UCIOb3yeMble 61bMoTeku rpuBefieHbl B Tabnuie I13). Mbl
NIPUMEHU/I /IBa MeToJia COOPKM TPaHCKPUIITOMA, UTOOBI MPOAEMOHCTPUPOBaTh, UTO

ICAnnoL.ncRNA mo3BosisieT paboTaTh C JIF0OBIMH TUITAMU COOPOK.
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ITepBrbIit MeTOs - cOOpKa de novo, BKItouaet cieytomye mard (Myxus, 2020):
1) usBneuenue npoureHuii U3 SRA-¢aiina c nomompro nakera SRA Toolkit (Staff,
2011); 2) dunpTpauys npouTeHuid mpu rnomoimu nporpammel fastp v0.22.0 (Chen,
2018); 3) cbopka TPaHCKPHIITOB C UCTIOIb30BaHWEM IporpaMMel Trinity v2.6.6 (Haas,
2013); 4) olieHKa YpOBHSI 3KCIIpecCHy TPAaHCKPUIITOB C TTOMOIIIbI0 TTporpamMsbl Kallisto
v.0.46.2 (Bray, 2016). [Jns oLjeHKY YPOBHS 3KCIIPECCUU TPaHCKPHUIITOB MCITI0J/Ib30Ba/Iv
MeToZ, HOpMUpoBKH Transcripts Per Million (TPM).

Bropoit metoz - cbopka Ha OCHOBe pedepeHCHOro reHoma. PunbTparys U
KapTHpOBaHMe TMpOUTeHW Ha pedepeHCHbIM reHOM KyKypy3bl (Bepcusi AGPv4 6a3bl
nanHabix Ensembl Plants (Jiao, 2017)) mpoBoauiach € TOMOIIbIO TporpaMMbel Hisat2
v.2.1 (Kim, 2015), cbopka TpaHCKPUIITOMA - C TIOMOII[bI0 MporpaMMmsl StringTie v.1.3
(Pertea, 2015). [JaHHble  3Tambl  OBIIM  peann30BaHbl C  TTOMOIIBIO
buonHpopmaTryeckoro koHBeiiepa LncPipe (Zhao, 2018). AHHOTaLus pedepeHCHOTo
reHoma Ensembl Plants Bepcuu 40 Takke 3arpy>keHa C 3TOro caura.

[loro/THUTe/IbHO MBI TIPOBEJTH MPOBEPKY paboThl KOHBelepa Ha A. thaliana. B
KayeCTBe TIPOBEPOYHBIX JaHHBIX MBI KCIT10/Tb30Ba/TH 840 TPaHCKPUTITOMHBIX OUO/THOTEK
nnst A. thaliana, 3arpy>keHHbBIX U3 OTKPBIThIX UCTOUHUKOB (Yuan et al., 2024). He Bce
Oub/IMOTEeKH, TT0/TyUeHHbIe HaMH, COJiepyKaJTH MOJIHYI0 aHHOTALUIO SKCIIePUMEHTOB T10
aHa/M3y TPaHCKpUITOMa (TUM TKaHW, TeHOTHMn W T.m.). [lostomy janid aHanusa
skcripeccuu AHPHK B pasinyHbIX TKaHSIX M OpraHax pacTeHHsi Mbl oTobpanu mo 10
6ubnmotek (Bcero 50), bronornueckue obpasiibl KOTOPBIX ObLTN MOMyYeHbI U3 L[BETKA,
JIUCTa, KOPHS, MbUTbHUKA U T0bera. s 3tux 50 6uOIMOTEK MBI OLIEHWUM YPOBHH
9KCIIPeCCHUU TPAaHCKPUIITOB, B TOM urcie u JHPHK.

1151 maHHOV MPOBEePKU B KaueCcTBe pepepeHCHOT0 reHoMa UCT0/Ib30BasiCsi TeHOM
A.thaliana, npepacraBnenHbiii B 6a3e gaHHbix TAIR (Garcia-Hernandez, 2002).
Vcnosib3oBanack Bepcusi coopku reHoMa ot 11.07.2019 - TAIR10.1.

2.2 Pa3pa6oTka KonBeiiepa PTA /s aHanm3a naH-TPaHCKPUNITOMA

Ha cerogHsimiHUM [eHb CYLIeCTBYeT [JOCTaTOYHOE KOJIMYECTBO MPOrpamw,
HampaB/eHHbIX Ha COOPKy TIaH-TEHOMOB W  ITaH-TPAHCKPUNTOMOB. OJHAKO
OOJIBIIMHCTBO U3 HUX CO3/1aHo /is y3Kux 3asau. Haripumep, PGAP (Zhao et al., 2012)

OCYIIIeCTB/IsIeT MacITabHbIN MTOUCK T'eHOB, MPOBOAUT (HYHKIJMOHATBHYIO aHHOTALUIO,
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oboraiijeHre K/1acTepoB OPTOJIOTHUHBIX T€HOB TePMUHAMHK FeHHOM OHTOJIOTUU, HO He
TIPOU3BOJUT caMy cOOpKyY maH-reHoMa. [Taket miporpamm PpsPCP (Tahir Ul Qamar et
al., 2019) pa3paboraH Ay UAeHTUGUKALMYA BapHallMi HaIMUMst/OTCYTCTBHUS T'€HOB
(PAV) B mnaH-reHOMax, HO He II03BO/ISIET IIPOBOJUTH IIOCTPOEHWEe OpPTOrpPYII
N0C/e/loBaTe/IbHOCTeM TreHOB. Takke HHM OJHa TMporpaMMa He T[103BOJsieT
nipeZicka3biBaTh U aHamu3upoBath JTHPHK B Maciitabax rnaH-TpaHCKPUIITOMA.

B cBsi3u Cc 3TUM HamMu ObLIO TIPUHATO pellleHWe pa3paboTaTh COOCTBEHHbIN
kouBeiiep PTA (Pan-Transcriptome Assembler) amsg cOOpkv U aHanu3a I1aH-

TPaHCKPUNTOMOB (PHUCYHOK 2.3).

I'Ipe,u,no,u,romska
Trlnity Tnnlty -GG SpadesRNA
ICAnnoanRNA

KapTupoBaHble+HekapTupoBaHble

lMpefckazaHWe KOGUPYHOLLEro NoTeHLMana YnaneHue u3bbIToUHOCTH ]
I 1

OunbTp aKkenpeccuu(TPM>1)
I

dunbTp akcnpeccumn(TPM>1)
| |

)
. )
[MepeceyeHune c M3 ]

J

MNepeceyeHue C M3BECTHBIMM BeKaMK
I

MNepeceyeHne c M3

|
Knaccudukaums

MeTta-cbopka MPHK MeTta-cbopka gHPHK

e Sy o

[ [
[ {
[ Ypanenne OLIJII-‘!60K cbopkun [ YpaneHue owmbok cbopku
[ [
[ [

[ Knactepuzauuma, amk 1D 80% ] { Knactepusauus, HK ID 70% ]
Pucynok 2.3. Cxema KOHBelepa aHa/M3a TMaH-TPAHCKPUIITOMA. YepHble

TIPSIMOYTOJIbHUKM 0003HAuaroT 3Talbl aHaiu3a, obmme kKak aass MPHK, Tak u mns
naPHK. KpacHbiMU psiMOyTo/IbHUKaMH TTOKa3aHbI 3Taribl 00paboTKy, crieljuduueckie

nng nHPHK, cunrumvn - ayist MPHK. ID - mipoLieHT MeHTUYHOCTH TIPU KJlaCTepr3aLiuu.

KoHBetiep BK/IIOUaeT ciefyrolfye 3Tarnbl 00paboTku: cbopka TpaHCKPUIITOMA
JUTS OTAE/IbHBIX OMOMOoTeK Tpemsi MeToJamMu COOPKH, KiacCu(UKaLys TPaHCKPUTITOB
Tpex cOOpPOK OT/e/bHBIX JUHUM Ha KOJUPYIOIINEe U HEKOJUPYIOIe, 00beJuHeHHe

pe3y/IbTaToOB B MeTa-COOPKY UHAWBHU/IYa/IbHBIX JTMHUM, COOpKa Ha OCHOBE 3TUX JJaHHBIX
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naH-TpaHckpuntoMoB A5t MPHK u nHPHK, aHanv3 cTpyKTypel, Bapyalyii U CKOPOCTH
HYK/IEOTUJHBIX 3aMeH [aH-TPaHCKpUNTOMa. J[leTa/bHbIM aHaauW3 KakKJoro >Tara
Trpe/iCTaB/IeH HIKe.

2.2.1 Coopka TpPaHCKPHUIITOMOB

Il11 KOHTPOJIS KauecTBa WMCCIelyeMbIX OMOIMOTEK TIPUMEHSIETCS TporpaMma
FastQC v0.11.8 (Chen, 2018). [Ina dunbTpaldd MpOUTeHHN WCIIONb3yeTcs fastp
v0.22.0 (Chen, 2018) co creaywlMMA TlapaMeTpaMu: Cpe/lHee KauyeCTBO
cekBeHrpoBaHus (rmapametp Phred) - 20, muHuMasbHas AyivMHa npouteHusi - 50, AvHa
repekpeiBaHus - 50.

CO6opKa TpaHCKpUIITOMa MPOU3BOAUTCS rporpaMmamiu Trinity, Trinity Genome-
guided (TrinityGG) u SPAdes He3aBUCMMO [y Kaxaou OubmoTeku. JlaHHbIe
TIpOrpaMMbI ObITH BEIOpaHbI M3-3a BLICOKMX TTOKa3aTesiell KaueCcTBa U TOUHOCTH COOPKH
TpaHCKpUITTOMOB de novo (Hoélzer, 2019; Shmakov, 2021; Jain, 2013).

C6opka Trinity v2.9.1 (Grabherr, 2011) mpou3BoAUTCS C MapamMeTpamMH II0
ymosrdanuto. [1is c6opku ¢ momoribio SPAdes v3.13.0 (Prjibelski, 2020) ucrnons3yercs
pexxuM SPAdes-rna, Takke € TlapaMeTpaMu 0 YMOJTYaHUIO.

Ilns cOOpPKY TpaHCKPUIITOMAa Ha OCHOBe pedepeHCHOTr0 TreHOMa IPOUTEHHs
KapTUPYIOTCSI Ha pedepeHCHbIi TeHOM BbIODAaHHOIO OpraHu3Ma C TIOMOIIBIO
nporpammbl Hisat2 v2.2.1 (Kim, 2019). C nomomisto samtools v1.6 (Danecek, 2021)
TIPOM3BOAUTCS TIpelobpaboTKa M COPTUPOBKA IMOyUYeHHBIX (Daii/ioB KapTHUPOBaHUS.
[TpemobpaboTaHHble pe3yabTaThl KAPTUPOBAHUS TIOAAIOTCS Ha BXOZ rporpamme Trinity
B pexuMe Genome-guided (Venturini, 2018); MakcuManabHas [JMHA WHTPOHA
orpaHnuuBasack 3HaueHvem 500 000 11.H.

Manee A1 KaXKAOW W3 TpeX IIOJNyUeHHBIX COOPOK OTAeNbHBIX OMOIMOTEK
TIPOM3BOJIUTCS pa3fe/ieHre Ha KOAUPYIOUIYI0 U HEKOAUPYIOLIYI0 YacTh C MOMOIIbIO
onucaHHoro Bbile KoHBelepa ICAnnoLncRNA (Pronozin, 2023). B pe3synbTaTte
paboThl KOHBeliepa TPaHCKPHUIITHI I HE3aBHUCHUMbBIX COOpPOK pa30HBalOTCS Ha
KOJMPYIOI[Me W HEKOJUPYIOLlIMe TOC/IeloBaTe/IbHOCTU. [la/bHeMIINKM KX aHaIu3
MPOUCXOUT Tapasiie/bHoO.

2.2.2 CO0pKa NaH-TPAaHCKPUNITOMA HEKOJUPYIOLINX MOC/IeA0BaTe/TbHOCTEeH

HNoeumucpukayus oOHPHK kapmupo8aHHbix Ha pechepeHCHbIll 2eHOM
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Bce onucannbie sTansl punbTpatuu fHPHK, npeacraBieHHble Ha pucyHke 2.3,
npou3BogsaTcs kKoHBeriepoM ICAnnoLncRNA, fetanu KOTOpbIX ObUIM OMUCaHBI B
pasgerie 2.1.

Hoeumucpukayus OHPHK Hekapmupo8aHHbIX HA pegepeHCHbIl 2eHOM

CymectBeHHast gons TpaHckpuntoB AHPHK He Oblma KapThpoBaHa Ha
pedepeHCHbIN reHOM. [I71 TOro uTOOBI JAHHBIE TPAHCKPUIITHI TaK)Ke MCI0/Ib30BaTh B
WCCIe[IoBaHMY, ObIIM TIpeAnpuHsThl cieaytomue wmard. CdopmupoBaHa BbIOOpKa
M3BeCTHBIX 0eslok Koaupytoiux reHoB U Hekogupytoimx PHK (MPHK, mukpoPHK,
TPHK, mexxrennsle PHK) n3 B/l Ensembl Plants (Bolser et al., 2016). [JonosHuTeHO
WCTIO/Tb30BaHbl OMOMMOTEKH MOOW/IBHBIX 3/IEMEHTOB TeHOMa KYKYDPY3bl, IMOTy4eHHbIe
B pabore (Pronozin, 2023). TpaHCKpHUIITEI, HE UMEIOIIME CXO/CTBA C (hparMeHTaMH
pe)epeHCHOr0 TeHOMa, CpPaBHMBAIMCh C YyKa3aHHbIMH MOC/Ae[0BaTebHOCTSIMU C
nomoltipio mporpammbl  Blastn v.2.5.0 (Boratyn et al.,, 2013). Cuuranoch, 4TO
TPAaHCKPUNT  COJIeP)KUT  (parMeHT  MOOWIBHOTO  3/IeMeHTa, eciu  ObLIo
unentuduipoado 80% WAEHTUYHOCTH C U3BECTHBIMH MOOW/ILHBIMU 3JIEMEHTaMH
KyKypy3bl. [Ijii BBISIBIEHHWST TOMOJIOTHHM C 0e/oK KOAWUPYIOIIMMH TeHaMu
WCTI0J/Ib30BA/IMCh TlapaMmeTpbl «JCcOovs» (TOKa3biBaeT TIPOLIEHT TIOKPBITHSI query-
T0C/ieJOBaTe/IbHOCTU OTHOCUTE/bHO target) u «sstrand» (TMOKa3bIBaeT HarpaB/ieHHe
query-1ocyieJoBaTe/TbHOCTH OTHOCUTEeIbHO target); TakuMm 00pa3oM, TpPaHCKPUIIT
curTancs 0e/loK KOJUPYIOMIMM TpH ycyioBuM (covs=100%, sstrand=plus (To ectb
HarpaB/ieH B TUTHOC-Lienu). [nsi BbIsABeHUs] romMoJjioruu ¢ Hekoaupyroiwmvmu PHK
YcroJb3oBascs napamerp qcovs=100%. ITocnenoBareibHOCTH, UMeROLLVie TOMOJIOTHUIO
c 6e/10K KOAMPYIOIIMMU reHaMH, MOOW/TBHBIMU 37IeMeHTaMu U HeKoaupyromymu PHK,
yJa/siiich U3 UccaeyemMoro Habopa.

[TonmyueHHbidt Habop HekapTHpoBaHHBIX JHPHK MbI 00BeuHUIM ¢ HaOOpOM
KapTupoBaHHbIX AHPHK, oTaensHO /1 KaXXA0M TMHUN KYKYPY3bl.

C6opka naH-mpaHckpunmoma OHPHK

[TonyueHHble Habopbl TpaHckpunToB AHPHK w3  oraensHbix  cHopok
00BeIUHSIOTCS B MeTa-COOPKHU. MeTa-cO0opKa 103BoJIsieT KOMIIEHCUPOBATh HeJJOCTaTKU
OTAeNbHbIX COODIIUKOB, yiyuiias obOiee kauectBo cbOopku (Cerveau, 2016;

Evangelistella, 2017; Wences, 2015; Mirebrahim, 2015; Shmakov, 2021). Merta-
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cbopku st OubmMoTeK (hOPMHUPYIOTCS C TIOMOIIIBIO TporpaMMel trformat.pl U3 makera
Evidential Gene (Gilbert, 2019). ITosiyueHHbIe MeTa-COOPKH TaKXe OOBEAMHSIIOTCS B
omHy o61yto c6opky. ITociemoBaTelbHOCTH B 3TOM COOpPKe KIacTepU3yHOTCS C
nomoipto  VSEARCH  v2.15.2  (Rognes, 2016) ana  uaeHTUUKALUA
perpe3eHTaTUBHBIX TPAHCKPUIITOB (LjeHTpouoB). [lpu kmactepuzaiuu AHPHK
YUUTBIBAJIOCh, YTO Jaxke g ofAHOu u Tou ke mnapsl MPHK wuaeHTHYHOCTB
HYK/IEOTUAHBIX MU aMUHOKHC/IOTHBIX TIOC/e/oBaTe/ibHOCTe pa3nuuaercs (Kenneth,
1993). CnepnoBarenbHO, TIPpUMEHEHWE OZHOTO U TOTO »Ke rnopora cxozctsa (80%) ans
K/actepusaluu Kak JHPHK, Tak 1 aMMHOKHCIOTHBIX MOC/e[0BaTeIbHOCTEM MPHUBEJIO
Obl K pa3muuusM B CTPYKTypaxX [IBYX TaH-TPAaHCKPUIITOMOB M3-3a HePaBeHCTBa
cKopocTeil auBepreHuuu. Ilo3Tomy Oblla TIpOBefeHa SMITMpUYecKasi TMpoLieAypa
BbIOOpa mopora kKinactepusaiuu s gHPHK, mpubausurensHO COOTBETCTBYIOIIETO
80% cxofcTBa aMUHOKHMC/IOTHBIX TOC/Ie0BaTesibHOCTel. CiiyuaiiHbiM 00pa3om Ob110
BbiOpaHo 100 MPHK w3 pa3Hbix Kiactepos. [TocneioBaTe/IbHOCTH U3 OIHUX K/IaCTEpPOB
BbIpaBHUBa/MCh ¢ momoisto MACSE v2 (Ranwez et al., 2018) c coxpaHeHueM
COOTBETCTBUSA KOJOHOB. HykseoTngHOoe pa3nvuve OLEHUBAJIOCh Ui I1ap
TI0C/IeJOBATe/IbHOCTEN C aMUHOKUC/IOTHBIM paznmuureM, 6au3kum K 0, 10, 20, 30 u
40%. Pe3y/nbTUpYIOIIMe pacrpefie/ieHust TIpe/ICTaBleHbl B BUJle  CTOJI0YATOM

JUarpaMMbl Ha pUCYHKe 2.4.
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PucyHok 2.4. PacripefiesieHrie KO/IMUeCTBa aMUHOKUCJIOTHBIX MyTalL[ii OTHOCUTEJILHO
HYK/I€OTUJHBIX MyTalW{d B MOC/Ie0BaTe/JbHOCTSIX TPAHCKPUIITOB M3 MCC/IeNyeMbIX
kactepoB. ITo ocu X oT/10)KeHa 10711 MyTaL[yi [P K/lacTepr3aLiii aMUHOKHCIOTHBIX
110C/IeJ0BaTe/ILHOCTEN, 110 Ocy Y [J0/I MyTaljui MPU K/acTepy3alii HyK/IeOTHHBIX

T10C/1e/J0BaTeIbHOCTEH.

Ha pucynke mnoka3aHo, utro npu 20 % pa3mduuu  GeKOBBIX
NOC/IeI0BaTeIbHOCTEN TPeTHMH KBapTW/Ib pacripeiesieHus HyK/IeOTUAHBIX DPa3Inuyui
6m3ok K 30% (meguaHa 24.5%). ITostomy pans knacrepusanmu AHPHK Obut
WCTob30BaH 1mopor uaeHTUYHOCTU 70%. Knacrepel TpaHckpuntoB AHPHK
WCK/TFOYA/TMCh W3 aHa/li3a, ec/d YPOBeHb 3KCIPECCHU WX I[eHTPOUJ0B ObLI Hibke 1
TPM. U3 1]eHTPOM/OB, MpoIeAnX (UIbTPALMI0 COOHMpaeTCs MaH-TPAHCKPUIITOM
IHPHK.

2.2.3 COopKa naH-TPAaHCKPUIITOMA KOJUPYIOIMX MMOC/Ie/[0BaTe/TbHOCTeN

Kopupytoliiue  1oc/iefjoBaTe/lbHOCTM ~ TpeX  He3aBUCUMBIX  COOpOK
obpabaTreiBatoTCst mporpamMmoit tr2aacds.pl u3 nakera Evidential Gene (Gilbert, 2019)
JUIsl yCTpaHeHUs1 U30bITOYHOCTH M KOHTAMUHALIMK. [I/11 0TOOpaHHBIX TPAHCKPHUIITOB C
nomotgeio  Kallisto v.0.46.2 (Bray, 2016) oueHuBaeTCs ypOBeHb SKCIpPeCCHUU;
TPAHCKPUNTBI C HU3KUM ypoBHeM 3kcrnpeccun (TPM<1) uckio4arTCs U3
JanbHelero aHanv3a. [lisi 0TOOpaHHBIX TPAaHCKPUIITOB C TIOMOIIBIO TMPOTPaMMBI
Evidential Gene QopmupyoTcs COOTBETCTBYIOIME WM  aMHUHOKHC/IOTHBIE
10C/1eJ0BaTe/IbHOCTH.

[ns WCKOUeHWsT KOHTaMUHALIMM aMHHOKHWC/IOTHBIE T0C/e/l0BaTebHOCTH
cpaBHMBatoTcs ¢ nocegoaTenbHOCTIMA NCBI Univec (Federhen, 2012) ¢ momorbto
niporpamMmsbl Blastx v.2.5.0 (Boratyn, 2013). 3HaurMble COBMaZieHUs] UCK/TFOUAIOTCS U3
aHanM3a. 3areM TPOBOJUTCS CpaBHEHHWe TOC/e/joBaTeIbHOCTeM ¢ 06a30i JJaHHBIX
PLAZA (Van Bel, 2018) (yuuTbIBa/UCh MOC€A0BaTEILHOCTH OAHOI0/IBHBIX PAaCTeHU
Z. mays B73, Saccharum spontaneum, S. bicolor, O. sativa ssp. indica, O. sativa
Kitaake, O. sativa ssp. japonica, B. distachyon, H. vulgare, T. dicoccoides, T. turgidum,

T. aestivum). TlocnenoBarenbHOCTH  OWO/MMOTEK  WCCIEyeMOTO  OpraHHU3Ma
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WCK/IIOUAlOTCs W3 Jla/lbHelllllero aHaju3a B CJyyae, eC/id YPOBeHb CXOACTBa C
riocsegoBareibHOCTAMU U3 PLAZA Huke 90%.

Ha ocHoBe oThUIBTPOBAaHHBLIX TMocienoBaTenbHocTeli MPHK Tpex cOopok
dbopmupyeTcst MeTa-cOopKa.

[TociegoBaTe/IbHOCTH MeTa-COOPOK OTAeNbHBIX OMOIHMOTEK 00BeAUHSIIOTCA B
NaH-TPAHCKPUIITOM KOAUpYIoIlell uactu. [lfisi ompejeneHuss cOCTaBa T'eHOB I1aH-
TPAHCKPUIITOMAa HX II0C/Ie/0BaTebHOCTH OOBeAUHSIOTCS B K/acTepbl Ha OCHOBe
K/lacTepu3al[ii TPaHCIUPOBAHHBIX aMUHOKHUC/IOTHBIX TI0C/e[0BaTe/IbHOCTeN C
WCI0/b30BaHueM nporpammbl usearch v.11 (Edgar, 2010) npu nopore ueHTAYHOCTH
80%. W3 mo/NyyeHHBIX I[€HTPOUZOB (OPMUPYETCS TaH-TPAHCKPUIITOM 0esloK
KOJIUPYIOIUX FeHOB.

2.2.4 AHa/IM3 CTPYKTYPbI [IaH-TPAHCKPHUIITOMa

Ha ocHoBe HamMuusg WIM  OTCYTCTBUS TPAHCKPUIITOB OT  pa3HbIX
NAHWI/00pasLoB, TpUHAJ/IeXaluX OOIMKMM KjacTepaM, TIPOM3BOJUTCS aHa/Iu3
3aBMCHMMOCTH pa3Mepa MaH-TPaHCKPUIITOMA M ero sjpa OT KOJM4YeCcTBa OpPraHu3MOB B
MaH-TPaHCKpUIITOMe C moMolbio anroputMa PanGP (Zhao, 2014). Pe3ynbTaTbl
BBIBOJSTCS /151 ABYX TUIIOB MaH-TPAHCKPUIITOMA B BU/le OTAe/bHBIX T'Pa(PUKOB.

[Ons  knaccuukauyMyd TPAHCKPUIITOB TI0  TpeJCTaBJIeHHOCTM B  MaH-
TPaHCKPUNTOME MCMO/b3YIOTCA C/Ie[ylolUe IOpOru: K TIpynne sigpa OTHOCATCS
TPAHCKPUMTHI, TIpUCyTCTBYIOIHe B 100% TpaHCKPUIITOMOB; K Tpyrire 00O0/J0UKH -
nipezictaBieHHble B 99-10% TpaHCKPUNITOMOB; K rpyrrie obsaka - B MeHee ueM 10%
TPaHCKPUIITOMOB.

[nst onpepiesieHys TUMNa MaH-TPAHCKPUITTOMA Ha OCHOBE JJaHHBIX O POCTe Yucia
HOBBIX T'€HOB B 3aBHMCHMMOCTU OT UMC/Ia TNpeJCTaBUTeNed BHJA MCI0JIb30Ba/IMCh
napameTpsl cTeneHHoro 3akoHa (Tettelin, 2008): apq, - TOKa3aTens creneny, tg(0pan) -
ACUMITOTUYECKWW TIPUPOCT UYMC/IA HOBBIX T€HOB B IaH-TeHOMe/TlaH-TPaHCKPUIITOME
nipu Jo0aB/ieHWH HOBOTO TIpeJCcTaBUTe s, [1epBbIid TapaMeTp ITO3BOJISIET OMPe/eTUTh
TUIT [TaH-TPaHCKPUIITOMA: €C/IU Opgn < 1, TO OH CUMTATCS OTKPBITBIM; €C/IU Opgn > 1, TO

CUMTaeTCd 3aKPbITbIM.
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2.2.5 AHanu3 HYK/JEOTHAHbIX BapHalud MOC/IeA0BaTe/IbHOCTed MaH-

TPAHCKPUIITOMOB

UroObl OLIEHWTh HYKJIEOTHZHbIe pa3nuuusi nociefoBarenbHocTedr MPHK u
IHPHK B wucciemyeMbix  OpraHvM3Max, MUCIIOJb3yeTCsl  OL[eHKa T[apaMeTpOB
«HYKJ/IeoTHiHOe pa3HooOpasue», m (Nucleotide diversity), u mokasaTensi TecTa
Tamxumel D (Tajima’s D), a Takxxe ctpouTcs ux pacripeienenue ajas MPHK u quPHK
(Wright, 2005; Carlson, 2005; Akhunov, 2010). TlapameTp m sBjsieTCs MepoOit
reHeTHYeCcKoro pasHooOpasus B momy/siquu. OH TiOKa3biBaeT YPOBeHb BapHUallvii
HYKJIEOTUIOB MeXAY TMpeACTaBUTe/sIMU NOMNy/siUdyd. Uem BbIllle 3HAu€HUE T, TeM
bosibIie pazHooOpa3ye HYKIEOTH/IOB 1, COOTBETCTBEHHO, OOJIbIIIe OJHOHYK/IEOTHAHBIX
Bapyaumu. Ilapamerp D oLeHMBaeT pasHHULY MeXAy CpPeJHHM YMCJIOM MapHbIX
HYK/JIEOTUJHBIX pa3/Muuid M UUCIOM Cerpervpyroimx MNO3ULUUA U  T03BOJISeT
orpe/ie/IuTh, HACKOJILKO pacrpe/esieHre ajieseil 0TIMYaeTcsi OT TOro, YTO OXKUZANI0Ch
npyu HeutpanbHOW 3BomoLMu. Ilpy D &~ (0 3aMeHbl COOTBETCTBYIOT MOZeNU
HeliTpasibHOM 3BooLMU. [Ipyu D < 0 Habmozaetcst Gonblile peAKUX asijiesieid, yeM B
C/lydae HEUTPa/SbHOW BOJIIOI[MM, UTO MOXKET YKa3bIBaTh Ha TOJIOXKHUTETBHBIA OTOOD
i 3¢dekT HeaBHEro pacimpenus nonyasiud. [Ipu D > 0 HabmogaeTcsi MeHbIIe
peaKux ajjesned, uem B C/iyyae HEWTpaJbHOU 3BOJIIOLMU, UYTO MOJKeT yKa3blBaTh Ha
OTpHIIaTeIbHBIN (OUHITIAIOIINI) OTOOP.

[TapameTpsl T ¥ D OLIeHMBAIOTCS C TIOMOII[LI0 Mporpammel veftools v.0.1.16
(Danecek, 2011), koTopasi B KaueCTBe BXOHbIX JJaHHBIX UCTI0/b3YyeT (halisibl TeHOMHBIX
Bapuaumii B ¢opmate VCF. [Ins ux mosjiydeHusi, B CBOIO ouepeflb, UCIOJb3yeTCs
KapTHPOBaHWe TMPOUYTEeHWH W3 WHAWBHUYa/TbHBIX OMOMMOTEK Ha IOC/IeZj0BaTeTbHOCTH
LIeHTPOU/IOB KJIaCTepOB, I10JyYeHHbIX [IPY aHa/In3e NlaH-TPaHCKPUITTOMOB. LleHTpon bl
00BeIUHSIOTCS B /IBe TICEB/IO-XPOMOCOMBI. [lepBasi BK/IOUaeT TOJILKO I[€HTPOU[BI
MPHK, Bropas - pguPHK. B 1iceBfo-XxpoMocoMax OTZe/IbHbIe TPaHCKPUIITHI
00BeIUHSIOTCS B €OUHYI0  HYKJIEOTUJHYH  TI0C/Ie[0BaTeNIbHOCTb,  MEXIY
TI0C/Ie/I0BaTe/IbHOCTSIMUA TPAHCKPUIITOB Ao0aBssieTcsi BctaBka u3 300 cumBosioB N,
yTOOBI MCK/IOUMTH KapTUpOBaHWe TpouTeHuid ajuHou 100 m.H. Ha oba LieHTpouza
ofgHOBpeMeHHO. [IpoureHuss OWO/MOTEK KapTHUPYIOTCS Ha TICEBAO-XPOMOCOMBI C

MOMOILIbI0 MporpamMmbl bwa mem v.0.7.17 (Li, 2013). ITouck nonumopdusmos (OHIT,
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BCTAaBOK U Jiesieliuid (WMH7E)) TPOU3BOAUTCS C TIOMOIIbI0O KOMOWHAI[UK MPOTrpaMM
samtools mpileup u bcftools call (Danecek, 2021). [Ina nomyyeHHOTo Habopa
rnonumop@u3MoB rpruMeHsieTcs: hubTpalds Ha ocHoBe MAPQ > 30 u missing value
= 0.25, MAF = 0.05, HWE = 0.01 u LD = 0.2. ITo3uLi1 TpPaHCKPUIITOB C 3aMeHaMy,
rpoLle/illie JaHHbIN (GUIbTP, UCTIOIB3YIOTCSA MPU pacuyeTe mapameTpoB 1 U D. [lns
OL[EHKM CTAaTUCTUYECKOW 3HAYMMOCTH pa3iiuuid Mexay Tpymnmnamu Oenok
koaupyromux reHos U fJHPHK ucrnione3yercsa tect MaHHa - YUTHU.

2.2.6 AHa/TM3 CHHOHUMHWYECKHUX 1 HECHHOHUMHYECKHUX 3aMeH

YToOB!I OI|eHUTh PEXKUM 3BOJIIOLMK mociaenoBaresbHocTedd MPHK u gaPHK B
MOMY/ISALUSAX ~ UCC/IelyeMbIX OPraHu3MOB, MCIIO/Ib3YeTCSl OLleHKAa CKOpOCTel
HecruHoHUMMUYecKuX (K;) u cuHoHuMuueckux (K) 3amen st MPHK 1 HyK/1eoTUAHBIX
3ameH (K,) mansa qHPHK. DTu mapameTphl OLIEHMBAOTCS C MOMOILBIO TTPOrpaMMbl
KaKs_calculator v3 (Zhang, 2022), koTopas Ha BXOJ HCIIO/Jb3yeT TlapHbIe
BbIDABHUBAHUSI HYK/IEOTHUJHBIX TIOC/Ie[ioBaTe/IbHOCTeM C pedepeHcHbIMU. [To3TOMY
/11 aHa/lv3a 3aMeéH B KOJAUPYHOLMX II0C/IeJOBAaTe/IbHOCTAX  WCIOJIb3YHOTCSA
nocsiefioBaTesibHOCT CDS pedepeHCHOTO TeHOMa, KOTOPble MOTYT OBITh 3arpy>KeHbI
13 Mr000H 1OCTyIHOM 0a3bl JAHHBIX.

Ons ananuza fHPHK ucnons3ytorces nocnenoBarensHoctT PLncDB v.2.0 (Jin,
2021). JJanHast 6a3a JaHHBIX 00BeAuHsIET cpa3y HeckoabkKo b/l mHPHK, BKmtouas
EVIncRNAs (Zhou, 2018) (B/] c skcriepuMeHTanbHO noATBepKAaeHHbIMU AHPHK), a
TaK)Ke MpeoCTaB/isieT YPOBEHb JOBEPUsSl HaXOAAIIUMCS B Hel faHHbIM. Tak, tHPHK
[le/IITCA. TI0 YPOBHIO [JIOBepUsi K HUM OT HU3KOIO K BBICOKOMY. B pe3sysnbrare
oroupatorcsi Tonbko JHPHK u3 B/ EVIncRNAs u gaPHK ¢ BBICOKUM ypOBHEM
noBepusi. [lanee ¢ momoibto nporpammbl GMAP (Wu, 2005) mnpousBoguTCs
BbIpaBHMBaHWe TPAHCKPUIITOB JJisI Ka)KAOW n3 cOOpOK, MpUHajiexamyx obpasiam,
aHa/M3UpyeMbIM T0Jib30BaTesieM Ha pedepeHCHble TocienoBaresibHocTh CDS m
IHPHK.

AHanm3 Mpou3BOUTCS [I/1S1 TIOC/IeJOBATeTbHOCTEH OT/eMbHBIX OubmoTek. [Ijis
MPHK orjeHvBaeTcsi pacripesiesieHle ckopocteid K, K v ux oTHouieHus K. /K anst
Kaxkgoro tpanckpurnra. [dnsa sHPHK onjenvBaetcs pacnipezenenve rnapamerpa K, v ero

OTHOLLIeHUA K cpefHeMy 3HaueHuto K /i Bcex MPHK TpaHckpunroma.
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g oueHkd pexuma 3aMmeH B mnocnegoBaTesnbHOCTAX MPHK u gHPHK
ructorpammsbl K,, K, K;, aninpoKCUMUPYIOTCSI TaMMa-pacripe/ie/ieHueM, rnapameTpamu
KoToporo sBisoTcs a U f$ (Yang, 1996). [1epBblii mapaMeTp OIleHWBAET XapaKTep
3aMeH: eCJIi OH MeHblle 1, TO moc/iejoBaTe/TbHOCTH KOHCEPBAaTHUBHBI M COAEPKaT JIUIIb
He3HauuTebHOe YMCJIO CalTOB, B KOTOPBIX CKOPOCTh 3aMeH BbicoKast. Eciu a > 1, 310
O3HauaeT, 4YTO B TMOC/eJOBaTe/JbHOCTA TpPeACTaB/JeHbl CauTbl C MIUPOKUM
pa3HooOpa3ueM 1o ckopocTsiMm 3aMmeH (Yang, 1996). CpaBHeHue pacrpefenenuii K,
K,, K, npoBoaunock gnsi MPHK u gHPHK, a Takxke /s 1oc/eqoBaTelbHOCTEH,
pa3ziesieHHbIX 110 TPYMIaM MaH-TPaHCKPUIITOMA: po, 000/10UKa, 00/1aKO0.

2.2.7 TpaHCKpUNITOMHBIE JaHHbIe HHOPE/HBIX TMHUH KYKYPY3bl

B kauecTBe ucc/ieyeMbIX JaHHBIX Mbl UCIO/Ib30Ba/iM 503 TPaHCKPHUIITOMHBIE
O6ubMoTeKy MHOpPeAHBIX JIMHUM KyKypy3bl u3 pabotsl (Hirsch et al., 2014). ABTopbI
TIOCTaBU/IM Tiepef; co60 Liefb pacIIMpUTh Tpejiesibl 0JHOT0 pedpepeHCHOro TeHoMa U
TIOJTYYUTh TIOJTHBINA HabOp TeHOB KyKYpPY3bl.

[Tanenbs nMHUNA BKMOYasa 465 pa3HOOOpa3HBIX aMepPUKaHCKUX WHOpegHBIX
NMVHUN KyKypy3bl U3 6a3el JanHbix Wisconsin Diversity Set (Hansey et al., 2010) u 38

WHOpeJHBIX JIMHWH, TT0JTy4eHHBIX aBTopaMu pabotsl (Hirsch et al., 2014), pucyHok 2.5.
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KyKypy3bl u3 Wisconsin Diversity Set u 38 uHOpeJHbIX TUHUIA, [10/TyYeHHBIX aBTOPaMU

paboThI.

Bce pacreHus BbIpalljUBa/iMCb B KOHTPOJMPYEMbIX TEIUIMUHBIX YC/IOBUSIX
(27 °C/24 °C penb/Houb, doTorepuos 16/8 u). CO60p MpOPOCTKOB MPOM3BOJAWIN Ha
craguu V1 (Mosozbie yiicThsi paccazpbl) (Abendroth et al., 2011); OGpamu 1esbiid
TIPOPOCTOK, BK/OUasi KOpHU. [I/isT KaXKAoW JIMHUKA O0beIUHSIA 110 TPU pacTeHUs Ha
TeHOTHIT [jii MaKCHUMH3al[uM pa3HooOpasusi TpaHCKpunToB. TortanpHyo PHK
BbIJe/ISIIM  (PeHOJI-XJI0OPO(POPMHBIM METOJOM C HCIOJb30BaHMeM peareHTa Trizol c
roc/ieiyrollell OuMCTKOM OT TpuMeceld U OCTaTOYHOro «eHosa, a Takxke
JIOTIOJTHATE/IbHO KOHIIEHTPUPOBA/M, HMCHonb3ys Habop Qiagen RNeasy MinElute
Cleanup Kit. 3arem gBakAbl MpoBeand TOMMU(A)-Ce/eKIM0 C HCIMOIb30BaHUEM
Dynabeads mRNA Isolation Kit (Invitrogen) asst yaaneHnusi pubocomasnbHOM (ppakiyu.
CekBenvpoBaHue BbinosiHsM Ha [llumina HiSeq (100 n.H., napHbie KOHLBI).

Pabora Obl1a pa3ziesieHa Ha /jBa OCHOBHBIX 0J10Ka: MOMCK HOBBIX T€HOB U OLIeHKa
pa3MepoB COOPAHHOTO MaH-TPaHCKPUMNTOMA. I107; MOMCKOM HOBBIX T'€HOB (PUCYHOK
2.6) aBTOpBI MOApa3ymMeBalOT cOOp W aHHOTAIMIO T'eHOB, He TIPeJCTaB/IeHHBIX B
pedepeHcHOM reHoMe KyKypy3wl B73. [lns storo Bce 503 6uOMMOTEKM OBLIM
KapTUPOBaHbI Ha ped)epeHCHbIN FeHOM; TTPOUTeHHs1, He UMeloII1e KapTUPOBaHKs1, ObLIH
WCTIO/b30BaHbl it cOopku TpaHckpunTomMa de novo. COopka TPOW3BOAW/IACH
nporpamMmamu Velvet (Zerbino u Birney, 2008) u Oases (Schulz et al., 2012). B
pe3ysbTare cOopku 6bi10 TIoMyueHO 102 017 TpaHCKPUMTOB, KOTOPbIE C TIOMOIIBIO
anroputMoB Oases OblM crpyrivpoBadbl B 31 398 jokycoB. [Ins AanbHeHIero
aHa/lM3a BHYTPM KaKIOro JIOKyca BbIOMpasud OAWH TPAaHCKPUNT «representative
transcript assembly» (RTA). B kauectBe RTA aBTOphl Opanu cambléi [JTMHHBIHN
TpaHcKpunT. [nst mosyyeHHoro Habopa RTA mpoBogunachk dbunbTpainys. Y gansiiv
TPAHCKPUITHI, UMeIle KapTUpoBaHuWe C pedepeHCHbIM T'eHOMOM, U BO3MOXXHbIe
3arpsisHeHust BupycHoii PHK. JTro6oii RTA, KoOTOpbIii KapTUpyeTcss Ha T'eHOM C
MOKpbITUEM He MeHee 85% [JIMHBI U WIEHTUYHOCTbIO He MeHee 85%, cunTanu yxe
CyLLIeCTBYIOLIMM B pedepeHCHOM reHoMme. 3arpsisHeHusi BupycHout PHK yaansnuce

nyTéM cpaBHeHMs ¢ 0a3oii gaHHBIX Univec (Federhen, 2012). Takxke 1151 OCTaBIIMXCS



86

RTA npoBoAW/ICS MOUCK FOMOJIOTOB CPeJii U3BECTHBIX Oe/IKOB KYKYPY3bl U 3/1aKOBBIX

(O. sativa u S. bicolor).

MonCK HOBbIX rEeHOB v
31,398 nokycoB
"
400,000 npoyTeHUN U3 KKO0A NNHUN, ‘//——7\
KOTOpble He kapTupoBanuck Ha B73 (Bcero =
£ MEeT KapTUpoBaHue ¢
\, 201,200,000 nposteHni) J I'IL;:;H:::::::& pedrepeHcHBIM HoBble TpaHckpunThl
363pno e reHoMoM 8,681 nokycoe
v Ky 22,354 nokycoB
4 A /‘7
Cbopka TpaHckpuntoma (Velvet + Oases)
MIMEIoT roMonorvio ¢ N3BeCTHBIMK He umeroT roMonorvio ¢
% J Benkamun Kykypyabl W3BECTHBIMKA BENKamn Kykypyabl
4,786 nokycos 3,895 nokycoB
L
s ~ P e [
Mony4unn 31,398 nokycos, representative He UMEIT roMononK co
transcript assembly (RTA) YImeiaT, raManoruio co anskoaLIMy 3NaKoBLIMM
255 nokycos
\_ J 3,640 nokycoB

PI/ICYHOK 2.6. CxeMa BBISIBJIEHHSI HOBBIX 0e/I0K KOAWDPYHOIHUX I'€HOB U ,qaaneﬁmaﬂ nux

aHHOTAl[HsI.

OrjeHKa pa3MepoB COOpaHHOTO TlaH-TPaHCKpHUIITOMa (PUCYHOK 2.7). Ha maHHOM
5Tare MPOU3BOJUTCS OLleHKa TUMa TMaH-TPAHCKPUITTOMA (OTKPBITBIM WU 3aKDPITHIN).
Insi 3Toro aBTOphI OTOOpanmu 366 OMOMMOTEK, MMEIOIUX Oosee TPEX MUJITMOHOB
HEKapTUPOBAHHBIX MpouTeHWH. s Kakgod u3 366 smHuii 6bi1 cobpan de novo
TPaHCKPHUIITOM C MTOMOIIbI0 KoMOUHaIwu iporpamm Velvet u Oases. 3atem Bce cOopku
O6bun 00BeAVHEHbl W KapTUPOBaHbI Ha pedepeHCHbIN TeHOM C Ie/bl0 y/IaluTh
V3BeCTHble TeHbl KyKypys3bl. B pesynbraTe aBTOpel nonyuwnid 747 977 RTA-
TpaHCKpUNTOB. [TosryueHHbie RTA Oblv pacripeiesieHbl TI0 OPTOJIOTMUeCKUM I'PYyIIaM

¢ nomotiibto mporpammbl OrthoMCL (Li, 2003).
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KonuyecTso reHotunos
PucyHok 2.7. CxeMa OLIeHKM CTPYKTYpPbI TTaH-TPaHCKpUNTOMa 366 JIMHUN KYKYpY3bl.
A) OueHKa TuIa aH-TPaHCKPUIITOMA Ha OCHOBE eJUHUYHBIX K/1aCTEPOB (CUHIJITOHOB),
TIOJTHOLIEHHBIX K/1acTepoB U UX cyMMbl. b) OlieHKa pacrpesiesieHHs SKCIIPeCCUU FeHOB
no 503 uHOpeAHbIM JUHUAM KyKypy3bl. CepbIM IMOKa3aHbl aHHOTUPOBaHHbIE TeHbI

KYKYpPY3bl U3 pehepeHCHOro reHoMa, YepHbIM RTA TpaHCKPUITHI.

OLleHKa OTKPBITOCTH/3aKPBITOCTU TMaH-TPaHCKPUIITOMA TIPOU3BOAMIACH Ha
OCHOBe T0JlyUeHHbIX OPTOJIOTMYecKUX rpynm (pucyHok 2.7A). Ha mepBoMm Iiare
C/TydaiiHbIM 00pa3oM BBIOMpAnMCh /iBe JIUHUU U3 366, manee oobenuHsmu ux RTA,
K/IaCTePU30Ba/Id U MOJCUYATHIBAIM, CKOJIBKO OpTOrpynn chopmupoBanocs. Ha BTopom
mare 7A00aB/s/Id C/y4YalHYyH TPeTbIO JIMHUIO W TIPOBOAWIM TOT JKe TIpOoLiecc.
[obaBneHve TMpoJoO/KAnOCh [0 TocnenHedd, 366-i1 nuHMM. [laHHBIM TIpoliecc
TIOBTOPS/TM HECKOJIBKO pa3. B pe3ynbTare ObUIO TOKa3aHO, uTo 0OIjee KOTMUECTBO
OPTOJIOTUYECKUX TPYIIN BBIXOAUT Ha m1aTo Ha 350-1 TUHUM.

Takke aBTOpPBI MPOBEJIY aHA/IN3 PacIipe/ie/ieHUs SKCIIPeCCU aHHOTUPOBAHHBIX
reHOB U3 pe(epeHCHOr0 reHoMa KYKYpy3bl U BbISBJIEHHbIX WMH HOBbIX RTA-
TpaHCKpUNTOB. Llenb cocTosiia B TOM, uTOOBI MOKa3aTh, CKOJILKO TPAHCKPHUIITOB U
reHOB TPUCYTCTBYIOT BO BCeX 503 JIMHUSX, a CKOJIbBKO — TOJIBKO B MX 4yacTu. B

pesynbraTe 14 968 aHHOTHMpOBaHHBLIX reHOB B73 u 1425 RTA 3KcrnpeccupyroTcst BO
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Bcex 503 MMHUSAX Y, C1e[j0BaTe/IbHO, NpUHaziexaT apy. Torga kak 18 327 reHos B73
u 7183 RTA oTHocsiTcs K 00/aky W 00070uKe (aBTOpbI He pa3fensyid UX II0
OTZEbHOCTH).

B pe3ynbTare maHHas paboTa Tokasaia, YTO MaH-TPAaHCKPHUIITOM 3HAUWTETbHO
pacimpsieT Habop TeHOB T0 CPaBHEHUIO C OAHUM pedepeHCHbIM TeHOMOM. ABTODEI
MPO/IEMOHCTPUPOBA/IM, UTO Ha $ApO TMPUXOJUTCS MeHbllasi A0/ TeHOB, YeM Ha
Baprabe/IbHYI0 YacTh. DTO CBUJETE/NbCTBYeT 00 OTCYTCTBHH B pedhepeHCHOM TeHOMe
reHOB, MPUCYLMX HEKOTOPbIM YHUKA/IbHBIM JIMHUAM KYKYPY3bl.

B kauecTBe pedepeHCHOM WCMO/b30Ba/laCh T0OC/I€0BAaTe/IbHOCTh TeHOMa
KyKypy3sl V. 40 (AGPv4) (Jiao, 2017), anHoTanus 6bita B3sta u3 b1 Ensembl Plants
v.50 (Howe et al., 2020).

2.2.8 TIpoBepKa KauecTBa COOPKH TPAHCKPUNITOMOB

[laHHast TIpoOBepKa OCYILeCTBIISIeTCS C 1IeJ/IbI0 OLIeHUTh, HACKOIbKO KaueCTBEHHO
BBITIOTHSETCS COOpPKa TPAaHCKPUIITOMOB JIII KaXKAOW JIMHUW KYKYPY3bl C TIOMOIIBIO
pa3paboranHoro Hamu KoHBeiiepa PTA. OilleHKa OCHOBbIBaZlaCh Ha aHaaM3e
XapaKTePUCTHUK KapTUPOBAaHUSI W TIOKa3aTe/iell COOTBETCTBUS MeXAy COOpaHHBIMH
TPaHCKPUNTaMU U aHHOTHPOBAHHBLIMU ITOC/I€ZI0BATETbHOCTSIMH pehepeHCHOr0 reHoMa.

B kauecTBe TecToBOro oOpasiia /yisi OLIeHKHA KayecTBa COOPKM TpaHCKPUIITOMA
MbI HCII0/Tb30Ba/li MeTa-COOPKY TPaHCKPUIITOB pedepeHCHOUW JTMHUU KYyKypy3bl B73.
[TonyueHHbIi HAOOp TPAaHCKPUNTOB CpPaBHMBAIM C aHHOTHPOBAHHBIMU T'eHaMU
pedepeHcHoro renoma B73 ¢ nomoribio rnaQUAST (Bushmanova et al., 2016). Takoii
noaxo/ OblT BbIOpaH, MOCKOMBKY B McxoaHou paborte (Hirsch et al., 2014) cbopka
WHIVBU/Iya/IbHBIX TEHOMOB JIi Ka)KJOW JIMHUM KyKypy3bl He TIPOW3BO/AW/IACh, W
pedepeHCcHBI TeHOM B73 sB/feTCS €JUHCTBEHHBIM JOCTYITHBIM 3Ta/JIOHOM [IIsI
KOHTpOJII KauecTBa. [Ijig OLleHKHM KauecTBa COOpPKM ObLTHM BbIOpaHBI ClIeAYIOIIHE

MapaMeTphI:

@ KaptupoBannbie (Aligned) - KomMuecTBO TPAHCKPUITOB C XOTS ObI OJHUM
3HaUMMbIM BbIpaBHMBAaHMEM Ha TeHOM, OTpaxarollee [0JiI0 YCIeIIHO

KapTHUPOBaHHBIX I10C/1e/J0BaTeIbHOCTEN.
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@® HexaptupoBanHele  (Unaligned) -  KoauMuecTBO — TPaHCKPUMNTOB — Oe3

BI:IpaBHI/IBaHI/Iﬁ Ha I'eHOM.

@ Oumbku coopku (Misassemblies) - UHMC/I0 TPAHCKPUIITOB, KOTOPbIe CUUTAOTCS
omMbkaMu COOPKM Ha OCHOBE [BYX METO/OB KapThpoBaHUs. C TTOMOIIBIO
JAHHOW MEeTPUKH MOJKHO BBISIBUTH TPAHCKDHIITHI, TOJyUYeHHbIe OIIMOOUHBIM

coearMHEHHEM CbpaFMeHTOB N3 PA3HLIX I'€HOB.

@ IlokpbiTe aHHOTMPOBAHHBIX TE€HOB (Database coverage) - TMpOLEHT
aHHOTUPOBAHHBIX T'eHOB peepeHCHOr0 reHoMa, [IjIsi KOTOPBIX B COOpKe HalijeH

XOTs1 OBI OJWH 3HaYMMO BprOBHEHHbIﬁ TPAHCKPMUIIT.

@ Cpeansisi 1015 KapTUPOBaHHbIX (hparmMeHTOB (Avg. aligned fraction) - cpegnsis
[lOJIs1 OCHOBaHWM B TPAHCKPUIITAaX, KOTOPble BbIDABHUBAKOTCS Ha T€HOM.
Taxxe 110/[00HY0 OIIeHKY MbI ripoBesd s AHPHK, 1rosyueHHBIX [ TOW »Ke

JIMHUY KYKypy3bl B73.
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I'/TABA 3 IIpumeHenue koHBeiiepa ICAnnoLncRNA pans aHanmu3a
TPAHCKPHUIITOMOB KYKYPY3bI H apadujoncuca

3.1 Pe3ybTaThl aHa/IM3a TPAHCKPUNITOMOB KYKYPY3bI

3.1.1 O0yueHue u Bauaanus Moje U npeackasanusa JHPHK

B manHo# paboTe i o0yueHust Moziesnu rpefickasanvst f7HPHK ucronb3oBascs
Habop u3 2535 nocnenoBarenbHOocTel u3BecTHbIX JHPHK 1 33 725 MPHK KyKypy3bl,
TIpe/ICTaB/IeHHBIX B aHHOTal[uu Ensembl v. 40 (Jiao, 2017). Kak 6b1710 yKa3aHO B ITyHKTe
2.1.1 maTepuasioB W MeETO/OB, pa3pabOTaHHBLIM KOHBeWep I103BO/SIeT TPOBOJUTH
rpejickasaHve B [BYX pexumax. [IpeaBapuTesbHbIM aHaiWd3 TOKasaa, 4YTo
WCTIO/Ib30BaHWe TlapaMeTpOB  MOJIe/I, BK/IIOUArOIIeldd 0COOEHHOCTH BTOPHUYHOM
CTPYKTYPBbI TIOC/Ie[JOBaTe/IbHOCTeH, TpeOyet B 16 pa3 Goibliie 3aTpaT BpeMeHH (3 uaca
58 MMHYT NOpOTMB 15 MHHYT COOTBETCTBEHHO) B CpPaBHEHHMM C MOJE/bIO, He
UCTIO/b3YIOIIeld BTOPUUHYIO CTPYKTYpPy. OTO O0OYC/IOBJIEHO HCII0/Ib30BaHUEM
NporpaMmbl npejcka3aHusi BTopuuHoii cTpykTypel ViennaRNA (Lorenz et al., 2011).
[Ipy STOM TOYHOCTH pacro3HaBaHUS TI0 HAIIUMM [aHHBIM yBeJM4YUBaiach
He3HauuTenbHO: F1 = 0.951 mpotuB F1 = 0.960 (npumepHo Ha 1%). IlosTomy B
HacTosiTied paboTe MbI He WCITO/Ib30Ba/M TapaMeTpPhl BTOPUYHOM CTPYKTYPBI [IIsI
npeackasaHus KaHguzgatoB B AHPHK. OpHako a1 Apyrux OpraHu3MOB TOYHOCTb
MO>KeT OBITh BBIIIE, TIO3TOMY MbI 00ABUIM BO3MOXXHOCTh BKJTFOUEHWSI/BBIK/TIOUEHMSI
JTaHHOU OTILWH.

Pe3ysibTaThl OL[eHKH 00yUeHust MOZIe/H /it KYKYDPY3bl ITpe/[CTaB/IeHbI B Ta0/u1e
3.1. 3nauenue metpuku F1 = 0.951 yka3biBaeT Ha cOamaHCHPOBAHHOCTb TOYHOCTH U
MOMHOTHI MoJenu. 3HaueHWe MeTpuku MCC = 0.86, MeHee UYyBCTBUTE/NIbHOW K
qucbanaHCcy K/accoB, OTpa)kaeT BBICOKYIO CTeTeHb COOTBETCTBUS TpeCKa3aHWM
MO/Ie/IU peasibHbIM KJlacCaM.
Tabma 3.1: OneHkKa TOYHOCTH  MoJlend  mpeAckasanus gHPHK  mna

TI0C/IeJOBaTe/IbHOCTEM KYKYpY3bl

Mertpuka KpatHocTb Banmzganmu Pesynbratel, CpesHee + std

5x 0.9512 + 0.0029

F1 10x 0.9512 + 0.0041
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5x 0.8620 + 0.0078

McCC
10x 0.8621 £ 0.0112

Takke crouT 0OpaTUTh BHMMAaHWe Ha HH3KHe 3HaueHWs CTaHAapTHOTO
OTK/IOHeHUs1 i1 00emx MeTpHK. DTO yKa3blBaeT Ha TO, UTO MeXy BbIOOpKaMu
He3HauuTesbHbIN pa3bpoc pe3y/ibTaTOB M KauyecTBO Tpe/JcKa3aHUsi He 3aBUCUT OT
ClydaiiHOro pa30ueHHs] [JaHHBIX. Takum o0pa3oM, Mojenb 00safjaeT BBICOKOU
obobmjaromieli  CcrocoOHOCTBIO W He  mepeoOydaeTcs Ha  CrielU(UYHBIX
TI0C/Ie/I0BaTE/IbHOCTSIX OTAE/TbHBIX BBIOOPOK.

Pe3synbTathl BeiboOpa mpoTokosa Bamuianmu (5-kpaTHoit u 10-KpaTHO#M Kpocc-
Ba/IW/lalluK), Mpe/icTaB/ieHbl Ha pucyHke 3.1. [Tepexon K 10-KpaTHOM Baiujaliiv He
rpuBe/l K CTaTUCTAYECKM 3HAYMMOMY IIPUPOCTY CpPeJHUX 3HayeHUM MeTpUK:
noka3atenu F1 u MCC octanuch conoctaBumbiMu (0.9512 npotuB 0.9512 u 0.8620
npotuB 0.8621 cooTBeTcTBeHHO). [1pu 5TOM Aucniepcust pe3yabTaTtoB npy 10-KpaTHOM
Ba/IJjaLiii He3HaUMTeIbHO BO3pOCIa.

B pe3ysibTaTe Ha OCHOBe aHajM3a 5 PeryiMK CHOPMHUPOBAHHBIX BBHIOOPOK /s
nanpHeiiero mpefckasanuss AHPHK BeiOpanel mapametpel Mogemu LncFinder,
KOTOpble 0becrieunBar0T HaubO MBIy TOUYHOCTb pacrio3HaBanus AHPHK (F1 = 0.955

u MCC = 0.870). B nanHom cnyuae 510 1 nrepanus.

A p =095 = p =1.00
0.960 [ \ | |
0.958 0.880
0.955 T
0.870

0.953

= 0.950 § 0.860
0.948 —
0.945
0.943 049

5X KpoCC Banvaaums 10x Kpocc Bannaaums 5X Kpocc BannaaLms 10x Kpocc Banuaauua

Pucynok 3.1. CpaBHeHue 10 ¥ 5-KpaTHOM KpOCC BalWJAIMK /11 00ydeHus MO/e/H
nipefckasanvg JHPHK. Ock Y - 3HaueHue meTpuk F1 u MCC. ToukaMu MOKa3aHbl

yTeparv Kpocc-Baaujalyu.



92

[ToCKONMBKY CTaTUCTAYECKUX pas3/uuvud MeXJy CpeJHHMU I[lOKa3aresen
TOYHOCTH 7151 10-KpaTHOM U 5-KpaTHOH KpOCC-Ba/M/IalliK He ObUIO BBISIBJIEHO, OBLIO
pellieHo KUCI0/1b30BaTh B Jja/ibHelIIeM BapyuaHT C 5 peryiikaMu.

Takum 00pa3oM, To/TyueHHbIe Pe3y/bTaThl IO TBEPKAAIOT BHICOKYHO TOUHOCTh
1 pobactHOCTh Mozenu npeackasanus AHPHK, uTo 1o3BosisieT NMpuUMeHSITh ee st

JlaJIbHeMIIIero aHaar3a 3TUX MocaejoBaTe/IbHOCTEH.

3.1.2 Upentnduxkanus suPHK

Bbrurc/iuTeibHBINA KOHBeMep ObLT MCITO/Ib30BaH i uaeHTHduKarmu fHPHK B
15 TpPaHCKpUNTOMHBIX OMOIMOTEKaX KYKYpy3bl, COOpPaHHBIX ABYMs CITOCOOAMH: C
riomorpio Trinity (de novo) u Hisat2/StringTie (kapTupoBaHWe Ha pecdepeHCHBIM
reHoM). Pe3ynbTaThl KaXkaoro 3tamna pabotsl kouBeliepa ICAnnoL.ncRNA npuBesieHbI
B Tabsuie 3.2. M3 Tabiuilpl BHUAHA pa3HHIlAa B KOJHUUYECTBE TPAHCKPHUIITOB MEXIY
cbopkamu, T0/laBaéMbIMUA Ha BXO/] KOHBelepa (cbopka Trinity umeer npumepHo B 6
pa3 Oosbille TpaHCKpUIITOB, yeM cbopka Hisat2/StringTie). OgHako KOIMYeCTBO
WeHTU(PULMPOBaHHbIX TpPAaHCKpUNTOB AHPHK pa3nnuaeTcs ellje cuibHee: pe3y/bTaTbl
anst coopku Trinity mpumepHo B 20 pa3 TIpeBBINIAIOT Pe3yJbTaThl A1 COOPKH
Hisat2/StringTie. AHa/ornuHasi CUTyalysi Hab/Ir0/1aeTCs U ZJist IOKYCOB.
Tabmuma  3.2:  Upentudwukanus gHPHK ¢ momompio  pa3paboraHHOro
ouonHpopmaTtrueckoro KoHBeidiepa ICAnnoLncRNA gnas 15 TpaHCKPUITTOMHBIX

6ubmoTek KyKypy3bl, cobpaHHbIX AByMsi criocobamu: Trinity u Hisat2/StringTie.

JTan KoHBelepa Trinity Hisat2/StringTie

BxogHble jaHHBIE 656 289 91 721

@ubTp M0 AJIMHe nociegoBaTeTbHOCTH | 656 289 (100%) 91 721 (100%)

LncFinder 450 504 (69%) 21 186 (23%)

KaptupoBanue 441 733 (67%) 18 428 (20%)
®ubTp OMIMO0K/”1ITyMa” 101 207 (15%) 9837 (10%)
®unbTp nepeceuenuii ¢ TE 40 203 (6%) 6128 (6%)
Kanaupatsl B JHPHK 61 004 (9%) 3706 (4%)

Jlokycel kKangugaToB B gHPHK 52 526 (8%) 3583 (4%)
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B pe3ysibTaTe paboThl KOHBelepa Ob11o BbisiBlIeHO 52 526 mokyco sHPHK ast
coopku Trinity u 3583 aysa cbopku Hisat2/StringTie. JIokycel suPHK 3anumatot 19
525 698 m.H. (1% ot pa3mepa pedepeHcHoro reHomMa) /s cbopku Trinity u 1 799 826
n.H. (0.08 % ot pa3mepa pedepeHcHoro reHoma) ajst coopku Hisat2/StringTie. Mcxops
Y3 pe3y/bTaToOB, B CpeJHEM KOJIMUeCTBO TPAaHCKPUIITOB, MPUXOASIIMXCS Ha OJWH
JIOKYC, OIMHAKOBO Mexkay cbopkamu: 1.16 1 1.03 cOOTBETCTBEHHO.

PacripesiesieHre uAeHTUPUIIMPOBAHHBIX HamMu JokycoB AHPHK nans obenx
cbopok Ha XpoMocoMax KyKypy3bl MoKa3aHO Ha pucyHke 3.2. U3 pucyHka 3.2 A, b
BU/IHO, UTO HauOoJibIIast ioTHOCTh AHPHK HabsmogaeTcs anist xpomocom 1, 5, 8 mis
coopku Trinity u 1, 2, 8 gns cbopku Hisat2/StringTie. HavMeHblllast MIOTHOCTh
HabmoaeTcs 151 XxpoMocoM 3, 4 B o6enx coopkax. Taxke u3 pucyHka 3.2 B, I' BuHo,
yTo pacripezneneHuve jokycoB fHPHK mo annHe xpomocom HepaBHOMepHO. YacTtoTa
BCTpe4yaeMoCTH JI0KycoB IHPHK Bblllle Ha KOHLIEBBIX yyacTKaX XpPOMOCOM M HYDKe Ha

L[eHTPOMEepHbIX yJyacTKax. [JaHHast TeHAeHLIMsl 0/[uHaKOBa [ijisi 06ernx cOOpoK.
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Cbopka Trinity C6opka Hisat2/Stringtie
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Pucynok 3.2. PacrnipesienieHne BbIsiBleHHbIX JIOKycoB AHPHK no xpomocomam
Kykypy3bl. A,b) IlnotHocts sHPHK (ock Y) anst kaxxzaol u3 xpomocom (ock X). B,I')
Pacripepenenue okycos fHPHK 1o fmMHe XpoMocoM B BHJie KPYTOBOM JWarpaMMsl.

OpanxeBbIM LBeTOM Mo cBedeHsl - MPHK, cunum - sHPHK.

3.1.3 Knaccudpukanusa jHPHK

BoisiBnennsle 7HPHK Obuti KnmaccubUIMpOBaHbI TI0 WX PACIO/IOKEHUIO B
reHoMe OTHOCUTeTbHO 6e/loK KOAMPYIOIUX reHoB (CM. MyHKT 2.1.2) Ha TpHW K/acca:
Me)XI'eHHble, aHTUCMBIC/IOBbIEe Y MHTPOHHbIE. Pacnipesesnenue BoisBieHHbIX JHPHK 110
JAHHBIM KjlaccaM ToKa3aHo B Tabmwmiie 3.3. Takke B JaHHYIO TaOJUIy Z00aB/IEHBI
TPAaHCKPUIITHI, TIOJTHOCTBIO TiepeKpbiBatolirecs ¢ n3BectHbIMU AHPHK 13 6a3bl JaHHBIX

Ensembl plants v.40, 0603Hauat0TCs Kak «=» (MOC/IeHsIsI CTPOKA Tab/UIIBI).

Tabnura 3.3: PacnipeziesieHrie TpaHCKPUITTOB, Tipeficka3aHHbIX Kak AHPHK, Ha Kacchl.

Knaccer gffcompare | Cbopka Trinity Cb6opka Hisat2/StringTie
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aHTUCMBIC/IOBbIE X 34611 (56%) 1590 (42%)
VHTPOHHbIE i 17043 (27%) 180 (4%)
Me>KTeHHbIe u 9350 (15%) 1936 (52%)
13BeCTHbIE

= 306 297
IHPHK

CoOTHOLLIeHHe aHTHUCMBIC/IOBBIX, MTHTPOHHBIX U MexXreHHbIX JHPHK cocrasiisier
56:27:15 pnsa cbopku Trinity u 42:4:52 pns coopku Hisat2/StringTie. 3ameTHO, uTO
BTOPOM MeTO/i COOPKHM JlaeT ropa3fZio MEHbLINYIO JOJIF0 TTpe/[CKa3aHHbIX WHTPOHHBIX
THPHK u OGosbinyto momo MexreHHbix AHPHK. KMHTepecHO, YTO KOJIMUECTBO
TPaHCKPHUIITOB, COBMABIIMX C u3BeCcTHbIMU JHPHK, 6/1113K0 /17151 060MX MeTOJ0B COOPKH

(306 1 297).

3.1.4 AHam3 cTPYKTYpHbIX XapakTepuctuk JHPHK

BbipaBHUBaHVe TpPaHCKPUNTOB Ha pedepeHCHbIW TeHOM  TO3BOJIUIIO
WAEHTU(PULMPOBATh  3K30H-UHTPOHHYK)  CTPYKTYPy  BbISIBJIEHHBIX  JIOKYCOB,
koaupyromux OHPHK. PacmpejesieHue J/IOKyCOB I10 KO/JIMYeCTBY S5K30HOB, JJIMHE
9K30HOB Y UHTPOHOB Ipe/CTaB/IeHO Ha PUCYHKe 3.3.

Anam3 mokasasn, uro 6osee 80% maHPHK copepskaT /UMb OAWH 3K30H IS
obenx BbIOOPOK (prcyHOK 3.3 A,B). OaHako coopka Hisat2/StringTie gemoHcTpupyeT
3HAUMTEJIBHYIO ZI0MTI0 JIOKYCOB, MMEIOIIUX /IBa U TpU 3k30Ha (bosiee 10% A5t TOKyCOB
mHPHK c nBymsi sk3oHamm). PacripesieneHve aivH 3k30HOB JHPHK wnmeer nBa
XapaKTepHbIX pervoHa. HeGonbimas [0/ 9K30HOB uMeeT AyiMHy Topsiska 200 1.H.,
ogHako 6onbimHCTBO fHPHK mimeroT aymuHYy 3k30Ha B mipegenax ot 300 go 1000 1.H.
J1si 00enx cOOpOK.

PacripefjeneHe HWHTPOHOB TI0 [JIMHAM UWMeeT OAWH XapaKTepPHbIM MUK,

pacrosioykeHHbIM Ha 100 1.H. /151 06erx BbIOOPOK.
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PucyHok 3.3. AHanu3 CTPYKTYpHbIX xapakTepuctuk AHPHK. A,B) Pacripeznenenue
KOJIMYeCTBa 3K30HOB npuxopsimumxcd Ha ogHy fHPHK B,I") Pacnipenenenue pasmepa
3k30HOB, [I,E) Pacnpenenenve pa3Mepa WHTPOHOB. CTPYKTYypHble XapaKTepPHUCTHUKH
mHPHK monydenHbix u3 c6opku Trinity mpeacraBneHsl Ha rpadukax A,B,[I.

CrpykTypHble xapakTepuctuku THPHK u3 coopku Hisat2/StringTie - B,T',E.

CTpyKTypHbIe XapakTepucTUku u3BecTHbIX THPHK u3 6a3bl saHHbix Ensembl
Plants u BeisiBneHHbIX AHPHK mipegcTaBnens! B Tabsuile 3.4. V3 Tab/ULbl BUJHO, UTO
TTUKW pacripeie/ieHus] IJIMH 3K30HOB U MHTPOHOB JHPHK O6su3ku a1 c6opok Trinity
1 Hisat2/StringTie. OTU XxapakTepUCTUKU MpeJjCTaB/ieHbl CpeJHUM, MUHUMAa/IbHbIM U
Me/IJMaHHbIM 3HAUeHUSIMU [IJTUH 5K30HOB U UHTPOHOB.

OpHako HaO/IIOIAIOTCS OTIMYUS MEXAY CTPYKTYPHBIMU XapaKTepPUCTUKaMHU
IByx coopok. Cpe/iHsIs I/TMHA TPAHCKPUITTA ITOYTH B TI0JITOPA pa3a Oosbiiie st COOpKH
Hisat2/StringTie. MakcrMasbHasi JjiiHa 3K30HOB /17151 cOopku Trinity Tak>xe B moaTopa
pa3a 6oJbIlle MaKCUMaIbHOM JJTMHBI 3K30HOB /7151 cOopku Hisat2/StringTie.

Tabmra 3.4 TakKe TIO3BOJISIET CPaBHUTh CTPYKTYPHBIE XapaKTePHUCTHKH
n3BecTHbIX AHPHK c xapakTepuctrkamu BoisiB/ieHHbIX JTHPHK. MenuanHble U cpeiHue

3Haue€Husda [MOJIMH 3K30HOB CXOXXHM MeXOy HW3BEeCTHBIMM KW HOBBIMH. NcknoueHruemM



97

SIBJIIETCST MaKCUMaJlbHas [yIiHa 9K30Ha, KoTopas B 2.5 u 3.6 pa3a Oosibiie, yeM [ijis
cbopok Trinity u Hisat2/StringTie, cooTBeTcTBeHHO. [IIMHBI TPAHCKPUIITOB TaKKe
AMEIT OoTinuuA. /[lnmMHa TpaHCKpUIITOB W3BeCTHbIX AHPHK mpeBbllaeTr AjvHy
BoIsiB/ieHHbIX AHPHK mipumepHo B 6 pa3. OgHako Haubosiee CylijeCTBeHHOe OT/IAYMe
HaO/moaeTcs A JAJIMH WHTPOHOB wu3BecTHbIX AHPHK, KoTophle Ha TIOpsIOK
TIPeBBILLIAOT (MakCUMasbHas [i/IMHa UHTPOHA) [/IMHY UHTPOHOB BbIsiB/IeHHBbIX JHPHK
st obenx cOOpPOK, 3a WCK/IOUEHWeM MWHUMaabHOW [MHBI WHTPOHOB, KOTOpas
cou3MepuMa C JJIMHaMU UHTPOHOB BbIsiBIIeHHbIX JHPHK.

Tabmuia 3.4: CpaBHeHUe CTPYKTYpHbIX ocobeHHocTel n3BecTHbIX JHPHK KyKypys3bl

Y npejcka3aHHbix JHPHK

N3BecTHBIE Hoseie AHPHK
AHPHK Trinity Hisat2/StringTie
CpepHsasa fvMHa 5K30Ha 371 349 355
MakcrmasnbHas IJInHa 9K30Ha 8785 3545 2437
MuHrMasbHast IJIMHA 3K30Ha 2 9 13
MepauaHa JIMHBI 5K30Ha 262 298 303
CpepHss J/iMHa TPaHCKPUIITA 2326 381 524
CpepgHss J/iiHa UHTPOHA 2956 470 406
MakcumasbHas JjiMHa UHTPOHA 121413 3653 3652
MuHuManbHas 1JiMHa UHTPOHA 67 65 61
Mepviana A/1MHbI UHTPOHA 522 156 190

[ BbISIBJIEHHBIX aHTUCMBICI0BbIX JHPHK MbI 10M0/HUTENIBHO pacCMOTpen
TaKyH) XapaKTepPUCTUKY, KakK MOPSAKOBbIM HOMEep 5K30Ha, Ha KOTOPbIA NMPOUCXOAUT

BbIpaBHMBaHHe B 0esioK KoAupyromeM reHe (pUCyHOK 3.4). [lonsi BBIPOBHEHHBIX
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IHPHK pesko ymeHsbliaeTcs 151 KaXK0ro rocaefyroiero sk3oHa. bonee 35% nHPHK
BLIDAaBHMBAIOTCSI Ha TEPBBIM 3K30H 0Oe/I0K KOAWPYIOIIEro reHa s obeux cOOpOK.
bonee 10% guPHK BblpaBHMBaIOTCS Ha BTOPOW 3K30H. [/ MOC/IeAyrOIMX 5K30HOB

[0JId CHMXKaeTCA He TdK pe3Ko.

mm c6opka Hisat/Stringtie
40 mmm cGopkaTrinity

[onga BelpoBHeHHbIX AHPHK (%)

10 15 20 25 30
Homep 3K30Ha Benok KoaupyoLLMero reHa

PucyHok 3.4. Pacnpezenenve BbipaBHMBaHUSI aHTUCMBICIOBBIX JHPHK B cTpyKType

reHa-MHUILIEHHU 10 KOJIMYeCTBY ITOKPBIBAE€MbBIX BbIDABHUBAHKWEM 35K30HOB.

3.1.5 Anam3 BupocnenuuunocTu fJHPHK

MbI CpaBHWIU TI0C/Ie0BaTeIbHOCTU TPAHCKPUNTOB BbisgB/IeHHbIX AHPHK ¢
1oc/iejoBaTe/IbHOCTAMM M3BeCTHbIX JHPHK 13 apyrux opranu3mos, rpejCcraBieHHbIX
B 6a3zax gaHHbix JHPHK, nepeunciienHbix B myHKTe 2.1.3. BbicoKasi BHyTpUBUOBast
cneruduyHOCTh TocsiefoBaTesibHOcTelt AHPHK moaTBepkiaeTcsi  pesysbTaTaMu
K/lacTepu3aliuu rosiHoro Habopa BeisiBneHHbIXx AHPHK c mocnemoBaTenbHOCTAMU U3
BHEIITHUX 0a3 ZJaHHBIX C TToMolbio rporpammbl UCLUST (mopor uaentruHocty 50%).
910 paer OGomee 240 000 kmacrepoB maisi cbopok Trinity m Hisat2/StringTie.
DOJIBIIMHCTBO  KJIaCTepoB  COZep)kKaao  II0C/Ae[0BaTe/IbHOCTA  TOJIBKO  OJHOIO
MCTOUHMKA: b0 m3BectHhle AHPHK u3 6a3 ganHbIx, mibo qHPHK, BhIsSB/IeHHBIE B
HacTosimeld pabore. MeauaHHbI pa3Mep TaKUX K/IacTepoOB COCTaBsi  1-2
nocyieoBaTesibHOCTH. OpHAakO Hebonbimasgs gons KiaactepoB (1%) oOwbeauHsIa
OZJHOBPEMEHHO U BbIsBJ/IeHHbIe, U u3BeCcTHbIe JHPHK. B 3THX K/tacTepax cpejjHee 4uc/io
MOC/IeIoBaTeIbLHOCTe  BbIllle  4yeTbIpéX. Takafg  CTpyKTypa K/acTepu3aluu

TIOJTBEP>KJaeT BHICOKYIO BHYTPUBH/OBYIO crieriupuuHocts fHPHK: G0/bIIMHCTBO U3
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HUX He HaxOJAT FOMOJIOTOB CpeJii aHHOTUPOBAHHBIX IMOC/Ae[0BaTeIbHOCTEN [IPYTHUX
OpraHu3MOB.
Pe3ynbTaThl, TpeACTaBleHHble B Tabiumile 3.5, TIOKa3bIBalOT BBLICOKYHO

cneuduuHOCTh BhisiBieHHbIX JHPHK a1 KyKypys3bl.

Tabmua 3.5 CxopctBo BbisiBieHHbIX JHPHK KyKypy3bl M TOC/iefoBaTe/lbHOCTeN

mqHPHK u3 6a3 maHHbIX

XapakTepUCTUKH CXOZCTBA MocaesoBarenbHocTel | COopka Cbopka

Trinity Hisat2/StringTie

OO011iee KonmMuecTBO BoIsiBIeHHBIX AHPHK, 8808 1136 (31%)
uMeroiux romosioruto ¢ sHPHK u3 6a3 gaHHbIX (14%)
KoymmuectBo BbisiBneHHbIX AHPHK, nmerommx 8165 1081 (30%)
romoJioruto ToybkKo ¢ AHPHK KyKypy3sI (13%)
(BHYTPUBHUOBBIE)
KonunuecTBo BoIisiB/ieHHbIX JHPHK, nMeronyx 643 (1%) 55 (1%)

rOMOJIOTHIO TOJIbKO ¢ JHPHK npyrux BugoB

(mosMBUIOBBIE)

bonbmasi uvacte (86%) BbisiBsieHHbix AHPHK He wWMeHT romosioroB c
riocnenoBatenbHocTIMU AHPHK 13 6a3 ganHbIX. JInmb 14% BeisBaeHHbIX JHPHK a1s
Trinity u 30% BbiaBieHHbix JHPHK pia Hisat2/StringTie, ¥Meer romosioruto ¢
nociaegoBaresibHOCTAMUM  AHPHK  Kykypy3el U3 06a3  [JaHHBIX. Homns
Noc/ieloBaTeIbHOCTeW, roMonornuHbix JHPHK U3 BUAOB, OTIMYHBIX OT KYKYPY3bl,
cocTtaB/isieT 0Koj10 1% (Tabmmiia 3.5). Takke CTOMT OTMETUTD, UTO [0S BhISIBJIEHHBIX
IHPHK, wuMerolMx TrOMOJIOTMIO C [JPYIMMM BHUJAaMH, pPe3KO yMeHbIlaeTcsi C
yBe/IMUeHreM 3BOJTIFOL[MOHHOTO PacCTOSTHUSI OT KyKypy3bl: ~6% ansi S. bicolor, ~2%
nnst O. sativa, ~0.1% ans B. distachyon.

Ha pucyHke 3.5 1ipuBezieHbl pacripefiejieHUsi IIpefCTaB/IeHHOCTU KJ/lacCOB

nHPHK KyKypy3bI B 3aBUCUMOCTH OT UX 6/m30cTu K AHPHK pasznuubbix BuzoB. Coopka
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Trinity JeMOHCTPUpyeT HaWOO/BIIYIO /OO AHTUCMBICIOBbIX JHPHK  ais
TOMOJIOTMYHBIX TI0C/IeZI0BATe/IbHOCTEN OHOL0BHBIX BUZI0B. VICK/IIOUeHHe COCTaB/IsieT
A. thaliana c 6Gosee BBICOKOH [oJieli rOMOJIOTUUHBIX MekreHHbIX JHPHK. [oss
VHTpOHHBIX AHPHK, wuMeromjux romosiorMto C [pyrMMU BHUAMM, HeBeJMKa U
yMeHbI11aeTCsl C BO/IFOLJMOHHBIM PacCTOsIHUEM /ISl APYTUX BUJOB.

nHPHK, mosyueHHbie ¢ momoisio coopku Hisat2/StringTie, ;eMoHCTpUpPYIOT
HaubosblIyto fomo MexreHHbIXx JHPHK, roMosiornuHeIx mocsiefioBaTesibHOCTSM A.
thaliana, B. distachyon u Z. mays u3 6a3 fanHbIX. [lo/s1 aHTHCMBIC/IOBBIX THPHK BhIiie
y romovioroB O. sativa u S. bicolor. Jonst unTpoHHbIX JTHPHK, roMO/IOrMUHBIX IpyrUum

BHdaM, HEBE/IMKA.

A CGopka Trinity
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A thaliana B.distachyon S.bicolor () sativa Zmays

Pucynok 3.5. Pacmipepenenve HoBbix AHPHK KyKypysbl mo Tpem Kjiaccam B

3dBUCHMMOCTH OT HA/IMUYMA 'OMOJIOTHMUYHBIX HOCHEAOB&TEHBHOCTEﬁ Y Pa3/IMYHbIX BU0B.
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[To ocu X fmaHbI pacnpezieeHus AJisi pa3HbIX BUJIOB, 110 OCH Y [10J1 Kjiacca B %, [[BET

ctosib1ia 3aBUCHT OT Kinacca fHPHK 1 yka3aH B BepXHeM JIEBOM YTy JUarpaMMBbl.

3.1.6 Ana/mm3 3xkcnpeccu AHPHK B pa3sHbIX TKaHAX KYKYypy3bl

Mpbl OLIeHWIM pacripejieieHde ypoBHel 3Kcripeccud 2 BbiOopok AHPHK

(moMMBUOBBIE M BHYTPHBU/IOBbIE) B PA3/IMUHbIX TKaHSIX, PUCYHOK 3.6.

+p <0.05 #+p<0.01 ==+p<0.001 B EHyTDusWnoRkS
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MouvaTtok KopeHb 3Hgocnepm Octb MblNbHUK

PucyHoxk 3.6. AHanu3 ypoBHS 3KCIpeccud BbisiBieHHbIX AHPHK B TKaHAX KyKypy3bl.
Huarpamma pa3maxa Ajis ypoBHel skcripeccud fHPHK B pa3inunbix TKaHsax. Ock X -

TKaHH, OCb Y - HODMUPOBAaHHBIN yYpoBeHb 3Kkcrnpeccuu fHPHK B aHHBIX TKaHSX.

N3 pucyHka 3.6 oTMeuaercs Oosiee BBICOKHH YPOBEHb JKCIIPECCHH
nosuBuzAoBbIX  AHPHK B cpaBHeHMM C BHYTPHUBHUZOBLIMH, B OOJIBIITMHCTBE TKaHEH.
Kpome mblbHUKA, Tle OTAMUMe YypoBHel 3kcripeccud JHPHK He3HauuTenbHO.
BonbimmHCTBO TKaHelW Ha rpaduvke cMelrieHbl B 00slacTh Oosbliux 3HaueHwd TPM.
TakXe CTOMT OTMETUTb, UTO Yy OOMBIIMHCTBA TKaHeil p-value menbiie 0.05, uTo
TOBOPUT O CTAaTUCTHUUECKUA 3HAUMMBIX DPa3/IMuMsIX MeXAy BblOOpkamu. OAHAKO [ijIs
nbUIbHUKA p-value > 0.05, Ha OCHOBe Uero MOKHO CKa3aTh, UTO Pa3/IMyuus B SKCIPeCcCUr

MexXnay BBIGOpKaMI/I CTaTUCTHYECKN He 3HAUMMBbI.
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Takke MbI oLleHWTU TKaHecren@uuHocTs AHPHK, pucyHok 3.7. Mbl ripoBenu
9TOT aHa/M3 Kak JJi MOJUBUAOBBLIX, BHYTpUBUAO0BbIX JHPHK, a takxke mas MPHK,
WJeHTU(PULMPOBAHHbIX B TpPaHCKpUIITOMax. B pe3ynbTaTe TKaHecnelMpUUHOCTb
OHPHK BbIie a5 octu (Kak [/151 MOJIMBUIOBBIX, Tak U /151 BHyTpuBMA0BbIX THPHK).
OTa TKaHeCHeLM(PUUHOCTb KaKk MUHUMYM B 10 pa3 Bblllle, 4yem sl APYTUX TKaHeM.
WHTepecHO, uUTO TOT >Ke TaTTepPH TKaHeCNeUuUUHOCTU MeXAYy TKaHSIMHA Mbl

Habmogamu s MPHK.

KOpEHb - 0.0016 0.0011 0.0014

0.02
OcTb
0.015
Moyartok- 0.00067 0.00081 0.00072
- 0.01
2Haocnepm - 0.0027 0.0024 0.0029
- 0.005

MbINbHWUK

MonvenpoBbie BHyTpuBMaoBble MPHK
AHPHK AHPHK

Pucynok 3.7. TkanecneyuduuHocts AHPHK KyKypysbel, NpejcTaBieHHas B BHJe

TeryioBou auarpamMmsbl. [1o ocu X mipeacTaBieHbl AaHHble /s AByx rpynn aHPHK
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(nonvBupoBbie ¥ BHyTpUBK0BbIe) U MPHK. CooTBeTCTBME 11BeTa STYEMKU U BeJIMUMHBI

TKaHECHEL[I/I(bI/ILIHOCTI/I TTI0Ka3aHo IIKaI0M CIIpaBad OT AHUArpdMMBI.

3.2 IIpoBepka pabothl pa3paboranHoro koHBeiiepa ICAnnoLncRNA Ha
AaHHBIX A. thaliana

HomnonHuTensHO MbI ucnionb3oBanu 840 6ubmmortek A. thaliana B kauectBe
Mo/le/TbHOTO 00beKTa Jjisi TIOTBePKAeH!sI KOPPEKTHOCTHU TOMy4YeHHbIX pe3y/bTaToB.
[y ycKopeHUst pacueToB ObUIO TIPUHSTO pellieHre pasziesiiTh Habopel 6ubmMoTeK A.
thaliana va 14 wacreli a1 nocseaytoiier oopadotku. Mel ronyunnu 14 cbopok de
novo B mporpamMmMe Trinity, Kaxkiast U3 KOTOpbIX BKIrouaer 60 6ubmmorek. B obieit
cyio)kHOCTH ObIIo TIonyyeHo 2 386 302 TpaHckpurita. B pesynabrarte paboThl
ouonHpopmaTtrueckoro KoHBeiiepa ICAnnoLncRNA 6buto mpezackazaHo 70 263
MMHHBIX ~ HekKoaupytomux ~ PHK.  [laHHble  mocjejoBaTeNbHOCTH  ObLIn
KnaccuduumpoBansbl: 41 377 (58%) aHTUCMBIC/IOBBIX, 24 071 (34%) UHTPOHHBIX, 4815
(6%) wmexrennbix AHPHK. IlonyuenHble gonu knaccoB AHPHK ans A. thaliana
COOTBETCTBYIOT pe3ynbrataM s cbopku Trinity Kykypy3el (56%, 27%, 15%

COOTBETCTBEHHO).
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PasmMep WHTPOHOB, M.H. Xpomocombl

PucyHok 3.8. CtpykrypHble xapakTepuctuku fHPHK, rnonyueHHbix u3 coopku Trinity

nnst A. thaliana. A) Pacrnipegenenve sHPHK 1o pa3mepy sk3oHa. b) Pacripegenenue
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KOJIMUeCcTBa 3K30HOB, npuxogsammxcs Ha ofgHy AHPHK. B) Pacripenenenuve pa3mepa

nHTpOoHOB. I') Pacnipegenenue nHPHK no xpomocomam.

Amnanu3 cTpyKTypHbIX Xapaktepuctuk JHPHK A. thaliana nokasas, uto AnvHa
sk30Ha AHPHK nHaxogutcs B npegenax 300-1000 m.H. (pucyHok 3.8A). Takxke ast
nHPHK 6b110 oripefiesieHO pacmipefiesieHre 110 KOJTMUeCTBY K30HOB (PUCYHOK 3.8B).
Ha guarpamme BUIHO, uTo Gosbliiast yacThb (ripumepHo 97%) aHPHK umeeT To/IbKO
omuH 35K30H. 3% AHPHK wnmeror gBa 3k30Ha. Camas MHOrOYMC/IeHHas TpyIira
VHTPOHOB UMeeT pa3Mep okoso 80-200 m.H. (pucyHok 3.8B). CTOUT 3aMeTUTh, UTO
CyIIeCTBYeT COBCeM HeDosbliiasi 10/ UHTPOHOB, JJIMHA KOTOPBIX MPUO/IMKAeTCsT K
1000 n.H. Ha nocnenueli quarpamme (pucyHok 3.81") moka3aHo konmnuectBo fHPHK,
HOpMHUpPOBaHHOe Ha JnuHy xpomocoM (1 gHPHK Ha 10 000 m.H.). B 11elom Mo>KHO
cKaszaTb, uTo pacrpejenenre AfHPHK mo xpomocomam apabuporicrica mpuMepHO
paBHOMepHoe. bosbie Bcero fHPHK pacrnosiaraetcsd Ha mepBoM XpoMOCOMe, a Ha
BTOPOU - MeHblIe IO CPABHEHUIO C OCTaJbHBIMH. [lo/lyyeHHBIE CTPYKTYpHBIE
XapaKTepHUCTUKU COOTBETCTBYIOT KaK JTUTePAaTyPHbIM [JaHHbIM [1J151 pa3HbIX paCTeHUM,
TaK U M0Jly4eHHbIM HAMU pacrpeie/ieHHsIM /11 KYKypPYy3bl.

Ha nociegHeM 3Tarie paboThl KOHBelepa Mbl IPOAHA/TU3UPOBAN SKCTIPECCUIO
THPHK B pa3Heix opraHax pacteHusi (pucyHok 3.9). Mcxogsa u3 pucyHka 3.9,
HauOoJIblllee 3HaUeHHe IKCIIPeCcCHuH HabJIroaeTcs B LIBeTKe KaK Cpe/iv MOJMBU/IOBBIX,
TaK U Cpelld BHYTPMBUOBbIX mociefoBarenbHocTeld fHPHK. Menee Bcero auPHK
sKcrpeccupyeTcsi B aucTte. Cpeid BHYTPHMBUOBBIX MOC/Ae[0BaTeIbHOCTEN KOPHS,
rnobera ¥ NbIJIbHUKA HET CYIIeCTBEHHBIX pa3/Muuii B 3KCIPeCcCHH, B OT/IWYME OT
nomBUI0BEIX JHPHK B 3THX ke yacTsx pacteHus. Tak, B KOpHe U ro0ere oHa BBIIIIE,
yeM B MbUIbHUKE. B 1]e/10M MOXHO 3aMeTUTb, UTO 3KCIIpeccus NoamMBuAoBbix JTHPHK
BbIllle, YeM Yy BHYTPUBHZOBBIX. [lo/yueHHble pe3ynbTaThl SKCIIPECCUU TakKke
HaxOoJATCS B COIJIaCMM C pe3y/bTaTaMy, IMOJyYeHHbIMU U1 KYKYypy3bl (CM. paszen

3.1.6).



105

+p <0.05 #p<0.01 =p<0.001 [ BryTpuBMaoBLIe
I MonveBuaoBble

*k*k *
10
==
0
=
o
E
o~ .
>4 g
o .
=10 .
. .
20 ' - :
- .
" H
. 1]
. H
H
30
LiseTok Nvet KopeHb MoGer MbINbHUK

PucyHok 3.9. AHamu3 ypoBHs SKcrpeccuy BbisiB/ieHHbIX OJHPHK B Tkansx A.
thaliana. [uarpamma pa3maxa fjis ypoBHel 3kcripeccurt AHPHK B pa3zinuHbix
TKaHsx. Ocb X - TKaHu A. thaliana, ocb Y - HODMUPOBAHHBIM YPOBEHb SKCIIPECCUU
IHPHK B JaHHBIX TKaHSX.

B pesynbrare Mbl MOKasaau CXOACTBO B pacripefieJieHUM KaK CTPYKTYPHBIX
xapakTepuctuk JHPHK, Tak u 3kcrmpeccuu mexay A. thaliana i KykKypy3ou. ITo
MoKa3blBaeT, 4YTO, HECMOTPsi Ha BBICOKYH BuzocnenuduuHocts JHPHK, wux
CTPYKTYPHbIE XapaKTEPUCTHUKHU y Pa3HbIX OPraHU3MOB JOCTaTOYHO CXOXKH.

3.3 O6cyxpaeHue

3.3.1 CpaBHeHHMe XapaKTepPUCTHK pa3pab0oTaHHOro KOHBelepa
ICAnnoLncRNA c cyuiecTByOILiUMHU

Cy1ecTBytoiye KoHBelepbl uieHTU(UKaumu u aHHoTtaiuu AHPHK, Takue kak
IncEvo (Bryzghalov et al., 2021), LncPipe (Zhao et al., 2018) unu CALINCA (Talyan
et al., 2021), pa3pabaThiBaMCh [jIsI aHA/TM3a TPAHCKPUIITOMA YesiIoBeKa U >KUBOTHBIX.
B ocHoBe paboThl Bcex KoOHBeliepoB s Hekoaupywouux PHK nexur wux
uaeHTUUKaLMsSg U CTPYKTYPHO-DYHKLIMOHANMbHBIA aHanu3. s uaeHTUPUKaLuu
THPHK B 60/BIIIMHCTBE TIepeunc/ieHHbIX KOHBeepoB UCTo/b3yeTcsi mporpamma CPC2
(Kang et al., 2017), koTopasi pa3fessieT BbIOOPKY HCCIeJyeMbIX TPAHCKDHUIITOB Ha

KOAWDYHOIIHME W HEKOAWPYIOIME Ha OCHOBE qupréX IMMPpHU3HAKOB, CBA3dHHBLIX C
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OTKPBITOM pPAaMKOW CuuTbiBaHWA. OJHAaKO TMpU pAaClO3HABAaHUM HEKOJUPYHOLIUX
110C/IeJ0BaTe/IbHOCTEM 3Ta IIporpaMMa JeMOHCTPUPYeT JOCTaTOUHO BbICOKUW YPOBEHb
ombok (Yang, 2018; Li et al., 2014; Wang, 2013). B Haitieit paboTe MbI KCITI0/Tb30BaIA
nporpamMmy LncFinder, koTopasi o6/1aziaeT 60/iee BbICOKOM TOYHOCTBIO 110 CPaBHEHHIO
c CPC2 Han et al., 2019. Kpome Toro, npeumyiiiectBoM LncFinder siBasieTcs To, uTO
OHa OCHOBAaHA Ha a/JrOPUTMaX MAIIMHHOTO OOyYeHUsi, TTapaMeTpPbl KOTOPBIX MOXXHO
nosi00paTh UHAUBUAYAILHO /IS crieljuduueckoro pedepeHcHoro reHoma. KoHseiiep
ICAnnoLncRNA peamusyer Takyr0 BO3MOXHOCTb, WCIOJIb3YyS [aHHbIE TI0
anHotupoBaHHbIM JHPHK pedepeHcHoro reHoma. 3To 103BO/SIET JOCTUYb 0OJIbITIeH
TOYHOCTU TIpU ujeHTU(UKaumu AHPHK y pa3sHbIX BUAOB pacTeHUi, CTPYKTypa
reHOMOB KOTODBIX OT/MYaeTcs OosbivM pa3HooOpasuem (Bolser et al.,, 2016).
OTMeTHuM, UTO B OT/IMUME OT MeToZioB rybokoro ooyuenus (Yang, 2018), anroputm
LncFinder He TpebyeT oueHb H60sibIMx BBIOOPOK (60s1ee 10 ThIC. TPAHCKPUIITOB KaXK0M
rpynmnbl) A oOydeHusi. DTO TI0JIe3HO B C/ayyae, KOrZia TIOCTPOeHHe MeTofa
pacrio3HaBaHUsi OCHOBAaHO Ha [AHHbIX aHHOTAlMM pedepeHCHOro TeHOMa,
co/iepyKalljero orpaHu4yeHHOe KoamdecTBO M3BecTHbIX AHPHK (make A xoporio
M3yUueHHOr0 reHOMa KYKYypy3bl 3TO uuc/Ji0o cocTaBiseT okosio 2 000). B mporiecce
nosbopa mapameTpoB LncFinder orjeHuBaeT TOuHOCTH pacrio3HaBanus JHPHK; mis
VICC/IeJlOBAHHOTO HAMM reHOMa KYKYpY3bl OHa OKa3anach BbicOKoM (F1 = 0.951 u MCC
=0.86).

dwunbTpaius noTeHIManbHbIX AHPHK sBnsieTcss HeoOXOAWMMBIM 3TarioM B
nmobom KoHBeliepe, TaK KaK COBpeMeHHble MeTO/bl He WjeanbHbl U Heu30eKHO
cogepkaT ommbku. LncPipe wucCronb3yeT JOMOMHUATENBHBIM GWUIBTP TI0 JTUHE
TpaHckpunTa (6osbie 200 11.H.) U 10 KOJIM4eCTBY 3k30HOB (bosibine 1ByX). CALINCA
U IncEvo mpuMeHsItOT CX0XXKMe KpUTepuu (PUibTpaluu: [JMHa Moc/ae10BaTelbHOCTH
(>200 m.H.), ypoBenb 3kcnpeccurd (FPKM>1, TPM >1 coOTBeTCTBeHHO), AJIMHA
OTKPBITOW paMKH CUMThIBaHUA He fo/pkHa npesbimath 50 (CALINCA) u 100 (IncEvo)
aMHUHOKHUCJIOTHBIX OCTAaTKOB. B HamieM cjiydyae Mbl MCIIO/Ib3yeM [JPYIYIO CUCTEMY
¢unbTpoB.  KoHBeliep  yjansger U3 UCC/Ie[OBaHUSI  T10C/Ie[0BaTeIbHOCTH,
skcnpeccupytoiuecss U3 TE-obsacTeil, uMmeroiye Koruu HeOOJBIIOrO pa3mepa

(BO3MOXKHBIH 111yM), a TaK’Ke He COOTBeTCTBYoIue Kinaccudukauuu gHPHK.
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KapTtupoBaHue 1ocefoBaTe/lbHOCTeH TPAHCKPUNTOB Ha peepeHCHBIN reHOM
Y CpaBHEHHWe pe3y/ibTaTa C aHHOTAI[el W3BECTHBIX TeHOB (KaK KOJUPYIOIIUX Oeskwu,
TaK ¥ HEKOJUPYIOIIUX). DTy 3a/lauy MbI pelllajiy C TIOMOIL[bI0 TIporpammel gffcompare,
KOTOpasi akTUBHO UCIIO/b3yeTcsl B 3afauax uaeHtudukanuu AHPHK (Halstead et al.,
2021; Megquier et al., 2019; Singh et al., 2021; Muthaiyan et al., 2021; Azlan et al.,
2019). Oto mO3BOJsIET OTOPOCHTH TPAHCKPUIITHI, KOTOPbIE TOJHOCTHIO COBMAIN C
reHaMH U3BEeCTHBIX 6e/IKOB (pe3y/bTaT HeTOUHOTO Tipe/icKa3aHus KaHaugaTo AHPHK).
Cnenyrorast 6osbiiiasi TPyTINa MOC/Ie0BaTeTbHOCTeH, KOTopasi UaeHTU(hUIIMpYeTcs Ha
OCHOBE 3TOro MeTojla: (PparMeHTbl, TMepeKphIBaOLIMeCs] B  MOJIOXKUTETbHOM
HampaB/eHUH C SK30HaMHu 0esloK KOAWPYIOU[MX IeHOB. B HeKOTOphIX paboTax Takue
T0C/ie/JOBaTe/IbHOCTH paccMaTpyBaroTcs Kak Kauauaatel B fHPHK (Joshi et al., 2016;
Bryzghalov et al., 2021). OaHako psifi aBTOPOB MoJilaraeT, UTo Takye (hparMeHThl MOTYT
COOTBETCTBOBAThb HOBBIM KOITMSIM M3BeCTHBIX IreHOB (Halstead et al., 2021; Azlan et al.,
2019). B Haiiem KoHBeliepe Mbl ciesianv BbIOOp B MO/b3y Oosiee CTPOroro rnojaxoja K
naenTUduKaumu fHPHK 1 MCK/IIOUMIM TPaHCKPUNTBI 3TOTO TUIA U3 aHa/iv3a. Takum
obpa3oMm, MBI TpejjaraeM TIOJb30BaTe/l0  Haubosee  HAJEXKHBIA  HaboOp
10CJ/1eJOBaTeIbHOCTe TPAHCKPUIITOB, TIPeATION0XXUTENLHO Koaupyromux sHPHK.

Kak ¥ B OOJIBIIMHCTBe JApPYruxX paboT, Mbl pacCMaTpHBaeM TPHM Kjacca
BbIsB/IeHHbIX AHPHK: MeXreHHble, MTHTPOHHbIe U aHTUCMBIC/IOBbIe. B pacCMOTpeHHbIX
BbIllle OMonH(MOpMaTHUYeCKNX KoHBelepax Ay Knaccudukanmy sHPHK npumensieTcs
nporpamma cuffcompare (Trapnell et al., 2012), koropas sB/seTCS aHa/JIOTOM
gffcompare.

ITocne BoisiBaeHnss JHPHK — OOJBIIMHCTBO  KOHBeHEpOB — TIpe/jiararoT
T0JIb30BaTe/II0 JOMOJHATeIbHbI aHainu3 TpaHCKpUunToB. IncEvo npepsiaraer aHanus
KOHCEpPBAaTUBHOCTU Mexay AByMs uccienyeMmbiMu BuzamMu. CALINCA mo3sBosisieT
MpoBecTy aHaiu3 AuddepeHLMaNIbHON Kcrpeccuu, 3Kcrpeccud AHPHK B pasHbix
TKaHAX, KOHCepBaTUBHOCTUM C [JpyruMu opraHusmamu. LncPipe - ananmus
middepeniuanbHOM JKcripeccud. Haill KoHBeliep peanu3yeT OOMBIIMHCTBO U3
TepeuyrcIeHHbIX BO3MOKHOCTeH, a TakXKe MO3BOJISIeT aHaJIU3WpPOBaTb CTPYKTYPHbIE
ocobenHoctr THPHK (3K30H-UHTPOHHYIO CTPYKTYPY, OCOOEHHOCTH aHTHUCMBIC/IOBOTO

BbIpaBHMBaHUSI Ha 0elloK KOAWpYIOIUe TIoCjaefoBaTe/lbHOCTH). [lpu  3ToMm
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10/Ib30BaTE/I0  IIPEJJOCTAB/IsAeTCS BO3MOXKHOCTbH  HCIIO/Ib30BaTh [jIs  aHa/Iu3a
CcOOCTBEeHHBIE JaHHbIE KaK 110 9KCIIPeCCHH, TaK U TI0 roc/iefoBaTeibHOCTSIM JHPHK u3
pa3MUUHBIX 0a3 JaHHBIX.

Ham KoHBeliep HCHONB3yeT B KauecTBe BXOAHBIX JIAHHBIX Habop
TPAHCKPUIITOMHBIX IOC/Ie[JOBATe/IbHOCTEH, TTPeJOCTaB/IeHHBIX 110/Ib30BaTeieM. Takum
obOpa3oM, MOXXHO BbIOpaTh m000M crmocob cOOpKM, TOAXOIAIIMNA [ 3aJauu
noJib30BaTesisl. HeKOTOphIX TM0JIb30BaTe/iell MOXKeT MHTepPecoBaTh COOpPKa Ha OCHOBE
pedepeHcHoro reHoma. [Ipyrue MoOryT mipeAriodectb cOOpKy de novo fgaxe B TOM
cilydae, Korzia pedepeHCHBIN TeHOM M3BeCTeH M aHHOTHUpOBaH. Haripumep, co3gaHue
cOOpOK TpaHCKPUIITOMa de novo AJisi MOJIe/IbHBIX PACTeHWH, TAKMX KakK apabHI0ICuc,
pUC U KyKypy3a, MOXeT ObITb TIOJIe3HO [i/i1 OOHapy)KeHWs HOBBIX KOITHM

CYILleCTBYIOIIMX aHHOTUPOBaHHbIX TeHoB (Geniza et al., 2017).

3.3.2 Onenka TouHoctd wuAeHTH(PUKanuu JHPHK wu cpaBHeHme wux

CTPYKTYPHBIX XdPAKTE€PUCTHK C CYI€CTBYHOILIIUMHU JdHHBIMHA

OueHka kauecmea udeHmucuxkayuu OHPHK

OueHka KauecTBa ujeHTU(pUKalmu U aHanu3a JHPHK c momonisto KoHBeliepa
ICAnnoLncRNA mnpou3sBogu/iack Ha OCHOBE CJIeAYHOLIUX KPUTEpUeB: TOUYHOCThb
nipefckasanust AHPHK ¢ momortpio 06yueHHoM Mozend, Ao/ u3BecTHbix fHPHK w3
6a3 maHHbIX, 0OHApY’KeHHBIX B Habope BbIsiBeHHBIX AHPHK.

OrieHKa TOYHOCTH TipeZickaszaHusi AHPHK Obia mpowsBesieHa s MOZEJH,
oOyueHHOM Ha Kykypy3e. OOyueHue TIpDOM3BOAWIOCH Ha OCHOBE U3BECTHBIX
nocnenoBarenbHocTed MPHK un nHPHK, ¢ momowpto gByx metpuk F1 u MCC. B
pe3ysibraTe 3HaueHue MCC = (0.86. Bricokoe 3HaueHne MCC cBupeTeNbCTBYeT O
CWIbHOM KOppessiiuM MeX[Jy TpeAcKa3aHHbIMU U (PaKTUYeCKUMH Kjaccamu
TpaHCKpUITOB. BaxHO oTMeTuTh, 4yTO0 MCC yuyuTBIBAa€T BCE YeTbIpe KaTeropuu
MaTpHIL{bl OIIMOO0K, UTO TIOJTBEP)KAAeT BBHICOKYIO HaJIeXKHOCTh MOJE/NN U UCK/IoUYaeT
BEPOSATHOCTb TOTO, UTO KaueCTBO K/IaCCUUKAIUK sABJIsIeTCS apTedakToM [gucbamaHca
mexy konnuectBoM MPHK u sHPHK B BriOopKe. B cBoto ouepe/ib, 3HaueHre METPUKU

F1 = 0.951 ykas3biBaeT Ha 6asaHC MeX/y UyBCTBUTEIbHOCTBIO U TOUHOCTBIO: MO/IeNb
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OJJMHAKOBO XOpOII0 u30eraeT Kak mpomycka peanbHbix fHPHK (BbicOKasi TIOJTHOTA),
Tak ¥ ormbouHoro oTHeceHust MPHK K HeKOAMPYIOLUM (BbICOKAst TOUHOCTB ).

B pe3ynbTaTe MpoBeJieHHOTO aHa/IW3a /it KYKypy3bl Obllo BbisiB/ieHO 61 004
(52 526 nokycos) u 3706 (3583 nokycoB) TpanckpuritoB fHPHK a5t c6opku Trinity
u Hisat2/StringTie cootBercTBeHHO. M3 HUx 306 (Trinity) u 297 (Hisat2/StringTie)
TPaHCKPHUIITOB, TIOJTHOCTBIO coBManu ¢ n3BectHbiMU JHPHK KyKkypys3sl (Tabmuia 3.3).
PedepeHcHbIli reHOM KyKypy3bl B73 cogepxxut 2535 aHHoTHpoBaHHbIX AHPHK. Takum
o0pa3oM, HaM y1anock 00HapyKuThk 12% OT 3TOoro Habopa. JlaHHBINA pe3yabTaT CBsI3aH
C TeMm, UTO Mbl paboTayiu C 15 TpaHCKPUIITOMHBIMH OMOIMOTEKaMH, TIOJTyUYeHHBIMU U3
orpaHMyeHHOTO Habopa TkKaHeWt (cM. Tabmuma TI13), Torga Kak — TOJIHBINA
aHHOTHUPOBaHHbIN Habop fHPHK Obu1 coOpaH 1o pe3y/bTaTaM COTeH KCTIePUMEHTOB,
OXBaThIBAIOLIMX [eCATKW TKaHeW W cTagui pa3Butus (Bolser et al., 2016). ITomumo
storo, 3kcrpeccuss AHPHK, kak Obl/Io TOKa3aHO B Hailed paboTe W juTepaType,
TKaHecregquduuHa (Derrien et al,, 2012; Li et al., 2014), mostTomMy 4acTb
aHHoThpoBaHHbIX AHPHK He »3kcripeccupyercsi B HCC/Ie[OBaHHBIX TKaHAX U
BC/Ie/ICTBME 3TOro He oOHapyuBaeTcs. [lo3Tomy o6HapykeHue 12% W3BeCTHBIX
OHPHK MBI cuMTaem y/[OB/IeTBOPUTE/BHBIM pe3y/IbTaTOM BbIJe/IeHUsI peabHbIX
Hekoaupytoiux PHK, a He apreakToB cOOPKY WM TPAHCKPUITIHOHHOTO IITyMa.

CpasHeHue cmpykmypHblx xapakmepucmuk OHPHK ¢ cywecmsyrowumu
OaHHbIMU

CpaBHeHre xapakTepuctuk gHPHK i paccmaTpuBaeMbIx — COOpOK
MIPOZIEMOHCTPUPOBAZIO  CAeAyIOIKe  CXoAcTBa W pasmmuusi. O0e  cHopku
TIPOJIeMOHCTpHpPOBa/id  00I[ue uepThl B pacnpefeneHun JokycoB AJHPHK mo
XpPOMOCOMaM: YaCTOThbl BCTPEYaeMOCTH BbIlIe [Jii TePMHUHA/IbHBIX U HWXKe s
LIEHTPOMEPHBIX YUaCTKOB XPOMOCOM. DTO BBITVISIAUT Pa3yMHbIM H3-3a BBICOKOM /10U
WJeHTA(PUIIMPOBAHHBIX HAMM aHTHUCMBICOBBIX U UHTPOHHBLIX AHPHK (50 % u BbIlIe
st obenx coopok). Otu AHPHK mepecekaroTcsi ¢ reHaMH, KOAMPYIOIUUMU OeoK,
6mrke K KoHIIaM XpomocoM (Jiao, 2017). Haiu pe3ysibTaThl OTJIMYAIOTCS OT paHee
onybsmkoBaHHbIX paboT (Li et al., 2014; Han et al., 2019), B KOTOpPbIX pacripejiesieHue
IHPHK BAonme XpoMOCOM TIpakTHuYeCKd OJHOPOAHO. [laHHbIe pas/ivuuvs MOTYT

BO3HUKATb H3-3a TOro, 4YTO MBI TIpDOBOJW/IN OOIIO/THUTE/IbHYIO (I)I/IJIpraL[I/II-O
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TPAHCKPUIITOB, CBSI3aHHBIX C MOOW/IBHBIMHU 37IEMEHTaMH, KOTOPble WUMEIOT BBICOKYIO
YyacTOTY JIOKa/IM3aluM B LeHTPOMEPHBIX paiioHax xpoMmocoM (Jiao, 2017).

KonuecTBO TpaHCKPUIITOB, SKCIpeccupyeMbiX Ha /IoKyc sHPHK (~1), B 06enx
cObopkax TakKe paBHO. ITO 3HaueHHe OJIM3KO K OlleHKaM U3 IPYTruX paboT 1o MOUCKY
u aHanu3y gHPHK y kykypys3sel (Li et al.,, 2014), A. thaliana (Zhao, 2018) (~1.6
TPaHCKPUIITOB Ha J0KyC) U Tomata (Wang, 2015) (~1.6 TpaHCKpUIITOB Ha JIOKYC).
CrnenyeT Takke OTMeTUTb, uTo AHPHK, umetoliie olviH 3K30H, [JOMUHUPYIOT B 000UX
TUMax cOOPOK. JTa XapakTepHasi yepTa Oblyia oOHapy>keHa U paHee B pabore (Li et al.,
2014).

Croutr TakXe OTMETHTb, UTO CpeJHHe/MeJUaHHble 3HaueHWs pacripejeneHun
JUTMH 3K30HOB M MHTPOHOB TaKXe O/IM3KU KaK MeXay o6erMu cOOpPKaMHU KyKypy3bl
(~250 m.H. ans 5k30HOB U ~100 T.H. /11 UHTPOHOB) TaK W co cbopkoit A. thaliana.
bv3ku Takke ouneHku cpefHer anvHbl TpaHckpunToB JHPHK (380-500 m.H.). OHuM
6113KM K olieHke, monyueHHow (Li et al., 2014), - 463 1.H.

Ouenka fom mexxreHHbix ZHPHK 171d ucciieoBaHHBIX HAMU TPAHCKPUIITOMOB
Kak /151 KYKypy3bl Tak U 71t A. Thaliana oka3bIBaeTcst HIDKe, UeM B IpyTHX paboTax.
Hampumep, B pabore (Li et al., 2014) 93% u3 1704 cOOTBETCTBYIOIMX TPAaHCKPHUIITOB
K/1accuuImpyroTcs Kak MexxreHHble THPHK u 7% - Kak aHTUCMBIC/IOBBIE. OTH aBTOPbI
He rccnenoBaau uHTpoHHble THPHK. B pabote (Han et al., 2019) nmpoaHanu3yupoBaHO
400 000 TtpaHckpuntoB U uieHTU(uuypoBaHo 18 000 guPHK. 3Ty aBTOpHI
KnaccupuuypoBanu  84%  moc/ieoBaTe/lbHOCTeHM KakK MeXreHHble, 7% Kak
aHTUCMBICIIOBbIe M oOcTaBlIvecs: 3% Kak UHTpPOHHbIe. MccnenoBanue nHPHK y B.
distachyon v B. napus (De Quattro et al., 2017; Joshi et al., 2016) noka3biBaeT
nipeo6aanre MexkreHHoro kinacca fHPHK - 81% u 88% cootBeTcTBeHHO. ITo100HO
HallluM pe3y/bTaTaM, aHanu3 TpaHckpuntoB AHPHK y Populus trichocarpa v A.
thaliana yxka3biBaeT Ha Tipeo0OsajjaHue aHTHCMBICJOBOro kiacca (Ye et al., 2022;
Kindgren et al., 2020), UHTPOHHBIM K/IaCcC HaMMeHee PACPOCTPaHeH.

[Touck romonornunbix JHPHK cpeny n3BecTHBIX MocaeoBaTebHOCTeH 13 6a3
JTAHHBIX ITOKAa3asl, uTo JUIIb 1% BhIAB/I€HHBIX B Halllel pabote nTHPHK nmeet cxozncTBO
¢ aHPHK gpyrux BugoB pacteHuil. [Ipy 3ToM Haubosblilee KOTMUECTBO TOMOJIOTOB

ObT0 0OHAapy’)KeHO Yy OAHOJOJBLHBIX pacTeHMM S. bicolor u O. sativa. [JaHHble
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pe3yJbTaThl CX0XU ¢ pe3ynbratamu (Han et al., 2019), koTopble po/jieMOHCTPHPOBAIIH,
yTO TOMBKO 2.5% U 0.1% nocnenoBaTenbHOCTeN KYKYpy3bl TOMOJIOTMUHBI M3BECTHBIM
IHPHK w3 copro v puca CcoOTBeTCTBeHHO. Hailm pe3ysbTaTbl COIJIACYHOTCSA C
BBIBOZAMH U3 TPeJbIAyIIUX paboT: mocnenoBaTessHOCTH JTHPHK B BBICOKOM CcTerieHU
BHYTPUBU/IOBbIE, U UX CX0ACTBO ¢ fHPHK apyrux BUAOB pe3kKo najaet C yBeJMueHuem
9BOJIIOLIMOHHOTO pacctositvs (Deng et al., 2018; Sang et al., 2021). 'omonoruuHkie
10C/IeI0BaTe/IbHOCTU Y JPYTUX BHUZOB Yallle BCTPEYArOTCA [Jii aHTUCMBICIIOBBIX
nHPHK B cbopke Trinity u ans uaTpoHHbx AHPHK B c6opke Hisat2/StringTie. 310
MOKeT OOBSICHATBCS 0ojiee BBICOKOW BCTpPeYaeMOCTbIO 3THX KiaccoB AHPHK B
COOTBETCTBYIOIIMX COOpPKax. DTU pe3yJbTaThl coraacyroTrcsi ¢ pabotoit (Deng et al.,
2018). Astopnl cpaBHwiu AHPHK, upentuduivipoBanHbie 6rouHbopMaTHYeCKUMU
MeTtozamu y A. thaliana v O. sativa, ¢ tTHPHK 10 BU0B pacTeHuii U 0O0HapyXU/IH, UTO
yeM O/bKe ZIBa BU/Ia HAXOASTCS Ha (DUIOreHeTHYeCKOM JiepeBe, TeM 0Oosibllle y HUX
cxofHbIX nociegoBaTenbHocTert AHPHK. B 1jeom, Haill aHaiv3 mokasbiBaeT, UTO
nocsegoBaresibHoctd JHPHK B OCHOBHOM BHyTpuBHZOBBbIe. II0 CpaBHeHUIO C
pa3/IMUHbIMU BUJIAMM pacTeHui Haubosblllass [0/ HaIMX TPAHCKPUIITOB HMeeT
CXOJCTBO C y»e n3BectHbIMU JHPHK 13 KyKypys3bl.

WccnenoBanue sxcrpeccru BoisiBiieHHbIX AHPHK yka3biBaeT Ha 6os1ee BHICOKYTO
sKcripeccuro noauBuAoBbIX AHPHK 110 cpaBHeHuto ¢ BHyTpuBHUA0BbIMU JHPHK. Kpome
TOrO, aHaAu3 TKaHeCHelM(PUUHOCTH yKasblBaeT Ha BBICOKYK 3KCIIPECCHIO
TMO/IMBUOBBIX U BHYTPHBUA0BbIX JHPHK B 0cTH KyKypy3bl. OlHAKO HeJib3s1 HAPSIMYHO
CpaBHMBATh Hallli pe3y/bTaThl C pe3ysnbratamu (Han et al., 2019), KoTopbie olLieHWUIN
JIOJIF0 TPAHCKPUIMTOB pa3HbIX THUIIOB B OJHUX U TeX >Ke TKaHsAX. B Haiieil paboTe Mbl
VICIIO/Tb30Ba/IA [IOTIOJIHUTE/IbHYH0 HOPMHMPOBKY I10 KOJTMYECTBY S5KCIPeCCUPOBaHHbBIX
TPaHCKPHUIITOB BO BCeX TKaHSX, UTO, M0 HallleMy MHeHHUIo, Oosee ajeKBaTHO [isi

orpe/iesieHUs CrieL(PUUHOCTU IKCIPECCHH.



112

I'/TABA 4 Coopka ¥ aHa/Tu3 MaH-TPAHCKPUIITOMA HHOPe/JHBIX TMHUMN
KYKYPY3bI

4.1 Pe3yabTaThl

4.1.1 Coopka NaH-TPAaHCKPUIITOMA JIMHUHA KYKYPY3bI

[anpHelmye pa3/esibl HampaB/ieHbl Ha COOPKY MaH-TPAaHCKPUIITOMA KYKYPY3bl
v anam3 1HPHK B flaHHbIX Maciitabax. Pa3inuHble O1jeHKH KauecTBa cOOpku de novo

TPaHCKPUIITOMOB TPeMsi MeTO/IaMH TIpeZiCTaB/ieHbl B Tabmiie 4.1.

Tabma 4.1: Pe3ynbTaThl de novo cbopku 503 TpaHCKPUIITOMOB KYKYpy3bl 3

METO/JaMH.

ITokasaTenmu KauecTBa COOPKU . .
P TrinityGG Trinity SPAdes-rna
TPaHCKPUITTOMa

CpepnHss A/1MHa KOHTUra 942 864 592

Ob111ee KOMUECTBO COOPaHHBIX 882 370 21 646 755 44 149 357

TPaHCKPUITOB
GC% 47 51 51
N50 1834 1514 1475

Haubosibiiee KOMUeCTBO TPAHCKPUIITOB ObLIO TTo/TydeHo s coopku SPAdes-
rna - 44 149 357. HaumeHsbiiiee - asi cbopku TrinityGG Ha ocHOBe pedepeHCHOTo
reHoma. OfiHaKoO Bce TpU COOPIIMKA JeMOHCTPHUPYIOT BBICOKHE MOKa3aTen KauecTBa
cbOpKH, KOTOPbIE XOPOIIIO COTIACYHOTCS.

Pe3ysnbTathl  GUAbTpPal[Md TPAHCKPUINTOB 10 JauHe (>200 m.H.) ©
K/JaccUPUKaIM Ha KOAMPYIOIIMe U HEKOAWUPYIOI[We /s Pa3IdyHbIX COOpPIIMKOB

Tipe/iCTaB/ieHbl B Tabsuie 4.2.
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KOAWDYHOIIKE I'eHbl U HEKOAUPYIOIHeE I'e€HbI.

Drarbl paszeeHus TrinityGG Trinity SPAdes-rna

BxopnHble 1aHHbIE 896 138 21 646 755 44 149 357

OuIbTp Mo AjIvHe 895 964 21 646 755 31 740 702
rocsieioBaTeIbHOCTU (99%) (100%) (71%)

Hekopgupytoiue 647 415(73%) 12951969 19194063
(59%) (60%)

Koaupytoiiue 248 549 8 694 786 12 546 639
(27%) (40%) (40%)

13 Tabnuipl 4.2 BUAHO, UTO BCe TPH COOPIIMKA JJAIOT Ha BLIXO/E JAOCTATOUHO
JJIMHHBIE ToceloBaTelbHOCTU: He MeHee 70% npoxoasT puibTp 1o AjvHe. [1pu aTom
cbopka SPAdes-rna faeT 6osbliie KOPOTKUX TPAHCKPHUIITOB, 10 cpaBHeHMIO ¢ Trinity.
Tabmuila Takke /IeMOHCTPUpPYeT, UYTO B  TPAHCKPUITOMax TipeobsafaroT
Hekoaupywlqre PHK. DTy npornopuuu He3HauuTebHO OTJIMYAKOTCA /11 PasHbIX
COOPIIMKOB: /i alrOPUTMOB de novo [0/ HEKOAUPYIOIIUX T0C/Ief0BaTeIbHOCTeN
MeHbllle, ueM Jijisi aiTOPUTMa, OCHOBAaHHOT'O Ha pe()epPeHCHOM T'eHOoMe.

Pe3ybTaThl IPUMEHEHHS MTOC/IeAYIOIIUX 3TallOB 00pab0TKH /1/1s1 TPAaHCKPUIITOB
MPHK wn guPHK mpuBegensr B Tabmuijax I14.1 u [14.2 COOTBETCTBEHHO; IS

HEKO/IUPYIOIUX TI0C/Ie/I0BaTe/IbHOCTEH IeTau TpyuBe/ieHbl B Tabmrax 14.3 u 114.4.

Tabmua 4.3: Pe3synbraThl  COOpDKM  TAH-TPAHCKPUIITOMAa  KOAWpYIOIIeHd U
HeKOoMpytollel yacTei
OTariel 06paboTKH MPHK mHPHK
MeTta-c6opka 17795 733 2 007 596
Y panenue gyrivkanun 14 392 809 2 007 596
Knacrepusarjys 245 436 595 198
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W3 Tabmuipl [14.1 BUAHO, UTO KOJIMUYECTBO IIOC/eJ0BaTeNbHOCTeH OeloK
KOJIJMPYIOILIMX TeHOB yBeIWuwioch mocsie npuMmeHeHusi Evidential Gene, 3a cuér
BOCCTAHOBJIEHUS TI0JIHOPa3MepHbIX OTKPBITBIX DPAaMOK CUWTBHIBAHHWS, pa3zeseHust
XMMEPHBbIX KOHTWIOB Ha He3aBHUCHMbI€ JIOKYCbl U COXPaHEHUs! ajibTepHaTHMBHBIX
130(0pM B paMKax KaXJOro reHHOro ksjacrtepa. /laHHas mporpamma MO3BOJISIeT
rpe/iCKa3bIBaTh BO3MOJKHbIE ajlbTepHaTHMBHbIe (HEKAHOHUUECKHe) CTapTOBble KOJOHBI
Y TIPOBEPSITh UX Hajluuue B IOC/Ae[0BaTelbHOCTU. ABTOPbl PEKOMEH/1YIOT OCTaB/ISITh
ob6a BapuanTta (Gilbert, 2019). Takum o6pa3om, MbI ocTaBwid 00a BapuaHTa
110CJ1eJ0BaTe/IbHOCTEM, MOMYYEHHBIX UCTI0/Ib3yeMOU MPOrpaMMON.

[TonyueHHble B pe3yJsbTaTe KiacTepy3aly L€HTPOUJABI Mbl CUMTaeM IlaH-
TPaHCKPUIITOMAaMH [1J1s1 KOJUPYIOLel U HeKOJUPYIOLLel YacTel.

4.1.2 ITpoBepKa KauecTBa COOPKH TPAHCKPUNITOMOB

Yrobbl ybeauThcss B HAAEKHOCTH WCXOAHBIX AAHHBIX /I TIOCTIeNYOIero
aHa/i3a, Mbl OI[eHWIA KaueCTBO COOPKU TPaHCKPHUIITOMA, MOYyYeHHOT'O C IOMOIIIbIO
KoHBeiiepa PTA ans pedepeHcHON mMHUM KyKypy3bl. [JaHHBIN Togxon Ob1 BeIOpaH
TIOTOMY, UTO B McxoHOU pabote (Hirsch et al., 2014) nHauBUAYyanbHbIE TEHOMBI IMHUH
He coOupasi, ¥ eIMHCTBEHHBIM 3Ta/IOHOM OCTaéTcsi reHoM B73. Pe3ybTaThl NpOBEPKU

KauecTBa COOPKY TipeZicTaB/ieHbl B Tabvie 4.4 v Ha pucyHke 4.1.

Tabnuia 4.4: [TapameTpsbl OLleHKUA KauecTBa MeTa-COOPKH /it ped)epeHCHOU JTMHUA

KyKypy3bl B73.
ITapameTpsl JHPHK MPHK
OO0111ee KOMMUeCTBO TPAaHCKPHUIITOB 39 315 25 851
KaptupoBaHHbie 26 342 (67%) 25 829 (98%)
HekapTtupoBaHHbIe 12 973 (33%) 22 (<1%)
CpeHsig 107151 KApTUPOBaHHBIX (PparMeHTOB 0.99 0.981
Ommbku c6opku 365 1029
[ToKpbITHE aHHOTUPOBAHHBIX ['€HOB 0.011 0.078
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Vcxopns U3 mosyueHHbIX pe3ynibTaToB, 6onee 98% 6esiok KOAUPYIOLIMX reHOB
KapTUpYIOTC Ha pecdepeHCHbIM reHoMm. [Ipu 3TOM cpefHsisi 0/ KapTUPOBAHHBIX
¢parmenToB coctaBuia 0.981. DTo 03HauaeT, YTO MPaKTUYECKHA BCE TPAHCKPUIITHI
MPHK, cobpaHHbIe KOHBeliepoM, SIB/SIOTCS Pe3y/IbTaTOM KCIIpecCcuu reHoB B73, a He
SIB/ISIFOTCSL  CJlydaliHbIMM  apTedakTtamu. [lons kKaptupoBaHHbix AHPHK Hwke wu
coctaBiisieT 67%. CyljecTBeHHYIO 4acTh HeBbIpaBHeHHbIX AHPHK M0oXXHO 00BsICHUTB
TeM, YTO 3TO pe3yJbTaT SKCIPeCCUU FeHOB, KOTOpble He MpeZcTaB/ieHbl B (PMHATBHOU
cbopke xpomocoM reHoma B73. OfHako MMEHHO OHM MOTYT COCTaB/ATH Hanbosiee
WHTEPeCHY10, BapruabesibHYI0 YacTh HEKOAUPYIOIIero nmaH-TpaHCKpunToMa. [Ipu atom
JoJist KapTipoBaHHbIX ¢pparmMeHToB AJist JHPHK coctaBuna 0.99. CTouT 0TMETUTD, UTO
nonst ombok cobopku y nHPHK Hinke, yeM y 6e/10K KOAMPYIOILIUX TeHOB. OTO MOJKET
OBbITH CBSI3aHO C TeM, UTo AJs1 punbTpauyu AHPHK Mbl npuMensiny 6oJibliie pa3nuyHbIX
rapameTpoB, 61aroZjapsi KOTOPHIM TMOBBICHUIOCH KaUeCTBO COOPKH.

A AHPHK OLieHKa KauecTBa c60pKU mMPHK

Jons
KapTUpOBaHHbIX

JonAa
HEKapTMpPOBaHHbIX

OueHKa OLINOGOK COOpPKU

. Jons owmbok c6opkm

Jlona KoppekTHo
Cob6paHHbIX

Pucynok 4.1. OreHka KadecTBa COOpKU 17151 MeTa-COOpPKHU 0e/loK KOJUPYIOIINX TeHOB
u nHPHK. A) OreHka KauecTBa BbipaBHUBaHUsA. b) OrleHKa ommboOK cOOpPKU st
KapTHPOBaHHbIX TPAHCKPUIITOB; TIOKa3aHa [0/l TPaHCKPUMTOB, COOpaHHBIX

HEKOPPEKTHO.
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B ommune OT oOCTalbHBIX I1apaMeTPOB OL[eHKHM KauecTBa, ITOKPBITHE
aHHOTUPOBAHHBIX T€HOB MMeeT HeBbICOKUe 3HaueHHs1. OZIHAKO HY>KHO YUUTHIBATh, UTO
9TO OI|eHKa KauecTBa /i/ist ofHou 6nbmoTteku u3 503. To ecTh B e AMHCTBEHHOM 00pa3iie
TIpUHAZIeXaIeM JUHUM B73, sKcrnpeccupyeTcs /UL OrpaHUUeHHBbIA Habop reHOB
(7.8% pns Gemok komgupyromux reHoB u 1.1% pans guPHK), Torga kak momHas
aHHOTaIMs pe)epeHCHOTO TeHOMa OMUCHIBAeT TeHbl, paboTaroIIe B CaMbIX Pa3HbIX
opraHax, Ha pa3HbIX CTa/[UsIX Pa3BUTHS U B OTBET Ha Pa3/IMUHbIE CTUMY/IbI.

OnwucaHHbIe BBIIIE pe3yJ/bTaThl JA€MOHCTPUPYIOT BBICOKOE KaueCTBO COOPKH
TPAHCKPUIITOMOB C MCIIO/Ib30BaHUEM Halllero KOHBeliepa. JTO IM0O3BOJISIET C BLICOKOMU
J0Jiell  YBEPEHHOCTH TOBOPUTh, UTO TMOMy4YeHHble HaMH TPAHCKPHUIITBI 0Oelok
Kozupymomux reHoB u fTHPHK He siBasitoTCS ommmbKaMy COOPKY ¥ Ha UX OCHOBE MOKHO
TPOBO/IUTH Jla/IbHEUIIINI aHa/IU3 TTaH-TPAaHCKPUIITOMOB.

4.1.3 AHa/M3 CTPYKTYPbI NaH-TPAHCKPUIITOMOB

Pe3ynbTaThl aHa/mv3a CTPYKTYpPbI MaH-TPAHCKPUIITOMOB /11 KOJUPYIOLIUX WU
HEKOJMPYIOLMX T0CIe[0BaTeIbHOCTeN TpeCTaBaeHbl Ha pUcyHKe 4.2. VI3 pucyHka
BU/THO, UTO 3HAUEHHsI YMC/Ia TPAaHCKPUITOB B 000MX MaH-TPAHCKPUIITOMaX BBIXOAT Ha
TIJIaTO TI0 Mepe POCTa YMC/ia aHa/TM3UPYeMbIX MHOpeJHBIX MMHUN. TakuM o6pa3oM, OHU
AIBJIIFOTCS 3aKPLITHIMM, O UYEM CBU/IETE/LCTBYIOT U 3HAYEHUs MapaMeTpa Opq, > 1 Jyis
CTENIeHHOIO0 3aKOHa pachpefesieHds. TeM He MeHee MexJy [JBYMsl [aH-
TPAHCKPUIITOMaMH OOHApY>KUBAIOTCS U 3aMeTHbIe pa3jvuusi. AHa/lu3 3aBUCHUMOCTH
yKcja YHUKaJbHBIX TPAHCKPUIITOB OT KOJMUYeCTBa A00aB/sieMbIX TPaHCKPUIITOMOB
mokasani, uto aasi oxBaTa 99% oOiiero Habopa 0e/loK KOAWPYIOU[UX T'€HOB TlaH-
TPAHCKPUNTOMAa KYKypy3bl [JOCTaTOYHO BBIOOpKM W3 93 uHOpeAHbIX nMuHUM. [ls
THPHK pasmep maH-TpaHCKpUNTOMAa B 3aBUCMMOCTA OT YMC/a JIMHUWA pacTeT
MeileHHee W 0XBaT 1oJyiHoro Habopa qHPHK mpoucxoguT mpy uuciie TMHUM, paBHOM
395. OTH pa3nuuMst OTPaXKEHBI U B 3HAUEHMSX TIapaMeTPa (pqn: A1t MPHK ero sHaueHus

Bhile (1.70), uem ais aHPHK (1.33).
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[ 99% (242857) TpaHckpunTbl: 93 o6pasua |

A 250,000 1
200,000 95% (233606) TpaHCKpUNTbI: 25 06pasuos |
MaH-TPaHCKPUNTOM
1500007 MPHK (apan = 1.70, tg(Bpan) = 1.56) = Aapo
100,000 1
50,000
150 200 250 300 350 400 450 500
Konn4ecTso reHoMoB
[ 99% (587987) TpaHckpunTbI: 395 06pasLLos |
5 6005000—____________.:__l:::::l::::::l:__:::::::::__::______ ________ P

7

500,000+
400,000+
300,000+

| 95% (563822) TpaHcKpunThI: 308 06pasLoB |

2000001 | AHPHK (@pan = 1.33, 19(Bpan) = 293.73)

100,000+ L

1 50 100 150 200 250 300 350 400 450 500
Konn4yecTtBO reHOMOB

H------cmmmee |} - -

Konu4yecTso reHoB B Knactepe KonunmyecTBo reHoB B knacTepe

PucyHok 4.2. CTpyKTypbl TaH-TPAaHCKPUIITOMOB WHOpPEIHBIX JIMHUN KYKYPY3bl AJIs
Kogupyroux A) u Hekoaupyrowux b) nocimegoatensHocTer. [1o ocu X 0T/I0KeHO
YKMC/I0 UHOpPeAHBIX JUHUM KYKypy3bl. I1o ocu Y OT/I0)KEHO KOMYECTBO K/IaCTEpPOB
Toc/IeIoBaTe/IbHOCTeH, (hOPMUPYIOIINX TTaH-TPAHCKPUIITOM (TOy0asi JIMHUSI) U ero
aapo (kpacHas quHMS). Ha rpaduvkax B CKOOKaxX TNpUBe/eHbI ITapaMeTPhbl CTEIIEHHOTO

pacnpejeneHus [7is COOTBETCTBYIOLIUX MaH-TeHOMOB.

OTMeTHM Takke, uTo npu 6osiee Me/IJIeHHOM POCTe MaH-TpaHckpunToma JHPHK
pa3Mep ero siiepHOil uacTh yMmeHblaeTcs ObicTpee, yem st MPHK: yxe mocre
nobaBnenust 30-i IMHUM OH TIPAaKTUYECKU He MEHsIeTCsl, CTPeMsICh K 3HaueHHto 27 582
kactepoB (pucyHok 4.2). Ina mPHK n3meHeHue pa3mepa szipa mnpekpaiiaercsi Ipu
nobaBnenny ~60 TUHUM KyKypy3bl, TPUOMKasACh K 3HaueHuto 19 798 knactepoB. OTH
pe3y/bTaThl CBU/IETE/ILCTBYIOT O O0Jiee BHICOKOM pa3HO00Opa3uu IMaH-TPaHCKPUIITOMaA
nHPHK 1o cpaBHenuro ¢ MPHK.

Pe3ynbTaThl pacipe/eneHys TPAHCKPUITOB M0 /1071e TMHUM, B TPAHCKPUIITOMAaX
KOTOPbIX OHU OOHApY)KUBAIOTCs, TIpe/CTaB/ieHbl Ha PUCYHKe 4.3 W TI03BOJISIOT
BbI/Ie/IUTD /IJIs1 TTaH-TPAHCKPUIITOMOB He TOJIbKO $I/IePHYI0 YacTb, HO TakKe 000/10UKy
u obmako. st man-TpaHckpuntomMa MPHK simepHast yacte BktouaeT 8% TeHOB, a

00JIbI1Iast YaCTh F€HOB OTHOCHUTCS K 000/I0UKe. HPI/I 3TOM I10 Mepe YMEeHbIIEeHWS YnCiid
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JIMHWN, 71T KOTOPLIX OHU siBJsitoTCst obrmu, gosist MPHK pacret (pucyHok 4.3A).
MakcumanbHoe 3HaueHue (~25%) Habsmogaercs g 10% muauid. OgHAKO TIpU elrle
OonbliieM yMeHbIlleHUH fAoau  obwmux JguHuM  (<10%, o6mako) gonss MPHK
yMeHbLIaeTcs Moyt B 2 pasa (#0 ~12%).

[uarpaMma pacripefie/ieHUsi TPaHCKPUNTOB 10 JuHUAM isg  gHPHK
CyLeCcTBeHHO oT/Myaetcsd. OHa [eMOHCTpPUPYeT, UTO M0 Mepe YMeHbLIeHUsl uucia
JMHUYN KyKypy3bl fosist 0bmmx fHPHK MOHOTOHHO pacTeT, ocTurasi MakCUMyMa Tpu
10% nunutii (52% rexos). [1pu 3Tom moss renoB gHPHK, ripesictaBieHHBIX B 0060/10UKe
Y g/ipe OKa3bIBalOTCS MOYTH B 2 pasa MeHsblle, ueM y MPHK (42% npotus 81% u 5%
nipotuB 8%; pucyHok 4.3B,I"). Takum 00pa3om, 3TH JaHHbIe CBUIETEbCTBYIOT O OoJiee
BBICOKOM pa3HO00pa3vu Ioc/iefioBaTelbHOCTeM M3 TaH-TpaHckpuritoma AHPHK 1o

cpaBHeHuto ¢ MPHK.

A MPHK b AHPHK
s — 504
R 20+ X
2 8%
515 & 30-
= =
C 10 C i
& §2

54 104

0_

Yacrota YacTtota

B I

Agpo O6nako YHuKanbHble

Pucynok 4.3. A,b) PacnpeseneHvie reHOB B TpPaHCKPUNTOMAax KOAWpYHOIIUX A) U
Hekoaupytoiux B) PHK 1o mone uHOpeAHBIX JTUHUM KYKYpY3bl, /151 KOTOPBIX OHH
sBisitoTcst obiumu. [lo ocu X OT/IOXKeHbl J0NM JIMHUW KyKypy3bl OT 0OII[ero
KonuuectBa, Mo ocu Y - gonis PHK, mpexacraBneHHbix B 3TuX jauHusx. B,I")
PacripesiesieHrie TeHOB, TIPe/ICTaB/IIeHHBIX B sape, obo/souke U o00Jslake TaH-

TpPaHCKpUNTOMa /151 Kogupyroumx B) u Hekogupyromux ) PHK.



119

[ MHAUBUIYaTbHBIX TPAHCKPUIITOMOB WHODEIHBIX JIMHUM [0/ TeHOB,
BXOJSIIUX B S7IPO, COCTaB/ISeT TIPUOMU3UTETEHO OJMHAKOBYIO 00 (~18%) Kak ajis

MPHK, tak u g5t tHPHK (pucyHok 4.4).

>

[Jlons rexos (%)
&= o @ E
(=] o f=1 o

~
(=}

=]

== Fapo BN OGonouka B OGnako

Jons rexos (%)
N & @ o E
s 5 5 s =

2

npo B O6onouka

1ako

Pucynok 4.4. T'eHbl, mnpuHajjexaiye sapy, o00omouke u 00/7aKy, B KaXKIOM
tpaHckpunTome Ay MPHK A) u guPHK B) TTo ocu X mokasanbl 503 6ubmoTeku

KYKYPY3bl, 110 OCU Y — /1071 T€HOB, NPHUHaJJIeXXalluX ornpezeléHHOMY THITy B IaH-

TPaHCKPUITOME.

O/HaKO OTHOCHUTe/IbHBbIE /IO TE€HOB, BXOASIIUX B 00/1aKO, pa3/iuyaloTcs B
HECKOJIbKO pas3: B TO Bpemsi Kak Y MPHK oHa cocTaBnisteT B cpegaem ~1-2%, anst tHPHK
9Ta foss Bo3pacrtaer 10 5-8%. CpenHee 3HaueHue 1o TpaHckpunroMaMm AHPHK nis
KXol (pakiuu cocTaB/sieT: sipo - 18%, obomouka - 75%, obnako - 5%. [1as 6enok
KOAUPYIOIUX TeHOB: siApo - 16%, obosiouka - 83%, obmako - 1%. ¥ mHPHK mo
cpaBHeHuto ¢ MPHK cHIKeHa /1071 TEeHOB, MpeZCTaB/IeHHBIX B 000/10uke. OTMETHM,
yTO Ha rpadukax (pucyHoK 4.4) HabmoAarTCs BIOPOCHI - TMHUU, KOTOPbIE 3aMeTHO
OT/IMUAIOTCS TI0 I0JIIM SIAPO/000/10uKa/06/1aK0, TIPYU 3TOM UHCIIO TaKUX JIMHUM 00JIbIIIe

s maH-TpaHckpunitoma JHPHK, 4To elje pa3 cBUjeTe/IbCTBYeT B TI0J/Ib3y €ro

Gosibliiero pazHoobpasusi.

4.1.4 AHanu3 HYKJIEOTHAHOTO Pa3HO00pa3us NMaH-TPAHCKPUIITOMOB

[Touck v aHammM3 NoMMMop(X3MOB B MaH-TPAHCKPUIITOME KYKYPY3bl, COCTOSILLEM

n3 Hekoaupymomed vyacty (qHPHK) n kopupyroment yactu (MPHK), nepBoHauanbHO
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BbIsIBUJT 7 996 789 1 3 299 149 OHII cootBeTcTBeHHO. [Toce dhunbTpalyy 1o KauecTBy
(cMm. Matepuaiel 1 MeTofpl, 1. 2.2.5) aas iHPHK octanock 3116 Hanbosiee 3HaUMMBIX
OHII, a gnsa MPHK - 2743 OHII.

Pe3ysbTaThl OLIEHKM HYK/IEOTHJHOTO pa3HooOpasus 7, ruiotHoctd OHIT u
pacnpefesieHuss nokasarenss Taikumbel D npuBefieHbl Ha pucyHke 4.5. CpexnnHue
3HaUeHWs HYK/IeOTHIHOrO pasHooOpasusi cocraBuinu ans aHPHK 3.677x10°, mpus
MPHK 2.899x10° (pucyHoK 4.5A), UTO MO3BO/SIET OTBEPrHYTh TMIIOTE3y 00 WX
paBeHcTBe (p-value < 0.0001, cornacHO KpuTepur0 YWUIKOKCOHA). [oromHUTebHas
cratictuka pacrpegenenuid m aas MPHK u gaPHK mipexcraBieHa B Tabsuie 4.5.
TabsmIla MoKasbIBaeT, uTo MeAuaHa 7 Beiie a1 AHPHK (1.94x1073), uem ans MPHK
(1.58x107°). Pacripegenenue m ans AHPHK umeeT Gosjiee IIMPOKUI [Juara3oH II0
cpaBHeHuto ¢ MPHK (MeXXKBapTH/IbHBIN pa3max 3.77%107> npotue 2.42x10~>). Takum
obpa3om, mocnenoBaresbHoCcTH  AHPHK — gemoHcTpupyroT Oosbliiie  BapHal[id

HYKJIEOTU/IOB 110 cpaBHeHuI0 ¢ MPHK.

Tabmuria 4.5: JlonomHUTeBHBIE CTaTUCTHUUECKHE JIaHHBIe Ui aHa/lvd3a 3HaueHWd 1T
HYK/JIeOTHJHOTO pa3Hoo0pa3us KoAupyromx U Hekoaupytommx PHK B maH-

TPaHCKPUNTOME KYKYPY3bl.

ITapameTpel MPHK, mJHPHK,
MeavaHa 1.58 x107> 1.94 x107>
Hwkuuit kBaptibs Q1 8.31x10° 9.33x10°
BepxHuii kBapTiib Q3 3.26x107> 4.70x10~3
MuyHUMyM 6.67x107 9.00x107
Makcumym 0.09x1073 0.02x1072
Me)KKBapTH/IbHBIN pa3Max 2.42x107> 3.77x107>
CraH/japTHOE OTK/IOHEHHe 4.69x10~> 4.46x107>

CpaBHeHue ructorpaMm pacnpegenenui maotHocty OHIT ans koaupyromux u

HeKO/IUPYIOIMX TI0C/e/loBaTe/IbHOCTel mokasbiBaeT (pUcyHOK 4.5b), uto ais MmPHK
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3TO pacripefie/ieHle CMeIleHO B CTOPOHY MeHbIMx 3HaueHwid (1 OHIT Ha 1 kO

nipuxoautcs B 60% ciyuaeB gyt MPHK u B 40% pnisa nuHPHK).
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PucyHok 4.5. AHanu3 HYK/JI€OTHJHOTO pa3HOoOpa3susi IMaH-TPaHCKPUIITOMOB
Kogupyroux U Hekogupytomux PHK  kykypysel. A) /[Iluarpamma pasmaxa
pacripesie/ieHUid HyK/IeOTHAHOTO pa3HooOpasus () Ha 10 k6. Ock Y coOTBeTCTByeT
JecsiTmyHoMy norapu@my 7. B) I'mcrorpammel pacrnipesenenus ninotHocty OHIT. Oce
X cootBerctByeT unciy OHIT Ha 1 k6, Y - mose ¢parmentoB. C) I'mcrorpamma
pacripesienienust Tioka3aTesist Tamxkumbl D Ha 10 k6. Ock X COOTBETCTBYeT 3HAUEHHUIO
D, ock Y - fone pparmenToB. Jluarpammsi a1 AHPHK noka3ansel KpacHbIM, /11 MPHK

- TOMyObIM L[BETOM.

Pacuer mnokaszatens Tamkumbl D a1 ob6eux BBIOOPOK I10Ka3aa, UTO €ro
pacripeziesieHe CMeIIeHO B 00/1aCTh TIO/IOXKUTE/ILHBIX 3HaUeHUH (prucyHOK 4.5B). Hosns
OTpULiaTe/IbHBIX 3HaueHu cocTasiisgeT 19% nas MPHK u 17% pns guPHK, nipu sTom
3HaueHust MeHee -0.44 He HabmozaroTcs. Jloms moc/ieoBaTeIbHOCTEMH, /IJIT KOTOPBIX
D > 2 cocraBuna ayig MPHK 13%, gnst tHPHK 20%. 9Ty naHHbIe CBUAETE/TbCTBYIOT B
TMOJ/Ib3y TOTO, YTO /151 CyIIeCTBEHHOM []0JId T€HOB, PACCMOTPEHHbBIX B IaHHOM aHa/In3e
(kKaK KOAWPYIOLIMX, TaK W HEKOJUPYIOIIUX), PEXUM 3BOJIOLUU OTJIUYEeH OT

HEWTPabHOT O, OHU COZlep>KaT MeHbLLIe PeJKUX ajlieseu.
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4.1.5 AHa/IN3 CHHOHUMHYEeCKHNX U HeCHHOHUMHYECKHUX 3aMeH

Hnsi pacueta ckopocTed HyKIeoTUAHbIXx 3ameH K, u K angs MPHK wmbl
chopmupoBam BbIOOPKY u3 72 539 pedepeHcHbIX TmocienoBarenbHocTer CDS
KyKypy3bl. Ha CDS 6b110 BhipaBHeHO 8 163 024 mocnenoBaresnsHocTert MPHK man-
TpaHCKpUNTOMa, 45% 0T 00111ero KoMuecTBa BbIsSIBJIEHHbIX HaMU 0e/10K KOJAUPYIOLUX
redoB (17 795 733) (tabmuia 4.3). U3 Hux 4222 OTHOCWIHCH K siApy, 16 664 K
obosouke, 1174 kK 06saky. B pe3ysbTaTe /151 6€/10K KOJUPYIOIIUX reHOB HabJ/rojaeTcst
6 201 766 HyK/IeOTUHBIX 3aMEH.

HOns oueHku ckopoctd K, (HykmeoTwaHbix 3ameH Ay AHPHK) BbiOopka
Bkmouana 26 465 pauPHK w3 B/l PLncDB v.2.0. Ha pedepeHcHble
nocnenosaresbHOCTU JHPHK BbhipaBHeHo 150 592 auPHK mnaH-TpaHCKpuIiTOMa,
BbIOOPKa BK/TIOUasa 7% ot obiijero Konmuuectsa BeisiBeHHbIX JHPHK, Tabmuiia 4.3. 13
HUX 583 oTHOCWIUCH K APy, 5436 K obonouke, 1492 k obnaky. B pe3ynbrare gjis
nHPHK nonyueno 144 580 3ameH.

['mcrtorpammbl  pacnpenenenun K, K, w K, a1 Tpex uyacTeu TaH-
TPAHCKPUIITOMA, a TaKXXe OL[eHKU TapamMeTpoB «, 3 AJid arnrpoKCUMHUPYIOUUX UX
raMmMa-pacripeie/ieHd Tipe/icTaBieHbl Ha pucyHke 4.6A,b,B. N3 3Tux rucrorpamMmm
BUZIHO, UTO MeHbIIMM 3HaueHUssM K,, K cooTBeTCTByeT Gosbliiasi BEICOTA CTOMOIIOB,
no cpaBHeHuto ¢ K,. B To ke Bpemsi, i1 OO/bIIMX 3HAUEHUM 3TUX IMapamMeTpOB
ctonibupl pacripesieneHusi K, OKa3bIBAIOTCS BbIllle. JDTO CBUJETENbCTBYeT O Oosee
BBICOKUX CKOpPOCTSIX 3ameH HykjieotuzoB B JHPHK 1o cpaBHeHUI0O Kak ¢
HeCUHOHVMMWYEeCKUMH, TaK UM CUHOHMMHUUYeCKWMH 3aMeHamMu MPHK. Otm
3aKOHOMEPHOCTU XOpOLLIO TPOC/AeKUBAIOTC NPU CpPaBHEHUM IlapaMeTpa «: OH
yBemunBaetrcsi B paay K,<K <K, cucTemMaTHuUeCKd [Ji BCeX TpeX 4YaCTel MaH-
TPaHCKPUIITOMAa. TO TOBOPUT O TOM, UYTO TEMIIbl HAKOIL/IEHHUS] HyK/IEOTUIHBIX 3aMeH B
IHPHK Bbile, uem cuHoHuMuueckux y MPHK; mipu stom pns MPHK Bcerga
BBITNIO/THSIETCS1 HepaBeHCTBO ¢ (K;) < a (Ks), uTo B LieJioM XxapakTepHo 151 3aMeH MPHK

B peXXrMe CTabum3upytoiero orbopa.
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PucyHok 4.6. AHanu3 CHHOHMMUUECKMX W HECMHOHUMHUYeCcKuX 3ameH A,b,B)
PacripesiesieHre THTIOB T€HOB siipa, 000/0UKH, 00/1aka, OTHOCHUTETBbHO WX 3HAaUeHWH
K., K, K,. ITo ocu X HampaB/ieHbl IPOMeXYTKHU 3HaueHuu K, K, K,, o ocu Y posis
reHOB, TPUHA/IeXalluX AaHHOMY npoMexyTKy. [') PacripeneneHve goneii reHOB U3
dpakm K, /K < 1 u K/K < 1, anisa kaxkgoi 6ubmuoreku. [To ocu Y — /101 Te€HOB,

umetoiux 3HaueHue K./Ks <1 u K/K; < 1, COCTaB/SIFOT BHYTPU KaXK/101 OMO/TMOTEKH.

E1e ofHOI MHTepecHOW 3aKOHOMEPHOCThIO, KOTOPYIO MOXKHO HaOmoziaTh Ha
pucysnke 4.6A,5,B, ABnsi0oTCA pa3nuuug napaMmeTrpa o JJjisl Pa3/IMUHbIX YacTer TaH-
TpaHcKpunToMa. /[lnsi Bcex Tpex mapameTpoB K, K, K, HaOmogaercs ero
CcUCTeMaTHUeCcKoe yBemueHue B Py Ap0o<000/10uka<o6s1ako. DTO CBU/I€TE/IbCTBYET
00 ocnabnenun otrbopa /s TOC/TeJ0BATeTHHOCTEN COOTBETCTBYIOIIUX YacCTed TaH-
redHoma kak gyt MPHK, tak u ais suPHK.

Ons renoB, kogupyromux MPHK B KaxaoM /MHUKA KyKypy3bl, Mbl OLIEHWIU
OTHOIIEeHHe TTapaMeTpoB K,/Ks, U [10JIF0 KOHCePBAaTUBHBIX I'eHOB, [/151 KOTOPbIX Ky/K<1.
AHa/IOrMYyHO MbI paccuutanu otHouneHue K, /K gansa kaxgoro reHa gHPHK u gosro
KOHCepBaTUBHBIX TeHOB C K, /K<1. B manHoM ciyuae 3a BenuuumHy K, Opamm
oavHakoBoe 1y Bcex fHPHK cpenHee a5 iHMM 3HaueHUe, Kak 3TO peKOMeH/J0BaHO

pa3paborunkamu mnporpamMMmbl KaKs_calculator v3 (Zhang, 2022). PacmpezeneHue
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[0/ KOHCepBAaTUBHBIX [1s MaH-TpaHckpunrtoMa AHPHK v f1g maH-TpaHcKpunToma
MPHK mnpezcraB/iieHO B BUje AuarpaMMbl pa3smaxa Ha puUcCyHke 4.6I°. M3 pucyHka
BU/IHO, UTO CpeJiHee 3HaueHHe JIO/IM KOHCepBaTUBHBLIX TeHOB s AHPHK (76%)
CYyLLIeCTBEHHO HWWXe, ueM JJis1 KOAUPYIOIIUX TocaenoBaTesbHocTer (87%). Kpome
TOro, JJisl pacripefie/ieHdsi [0JU KOHCepBaTHMBHbIX reHOB [JHPHK xapakrtepeH
CYIIIeCTBEHHO OO/BIIMI pa3Max, ueM [jisi pacrpefie/ieHus] A0 KOHCEePBAaTUBHBIX
renoB MPHK. Bce 3T0 mopuepkuBaer 6osiee BbICOKYIO BapuabenbHocTh JHPHK
KYKypy3bl TI0 CPaBHEHUIO C KOJUDPYIOIIUMHU OelKW M, COOTBETCTBEHHO, MEHbIIlee
JaBieHye otbopa Ha mocienoBaTesnbHocTH AHPHK 1o cpaBHenuro ¢ MPHK.

4.1.6 Paznoo0pa3zue sHPHK, pa3iMuaromuxcs mo pacnojioykKeHuIo B reHoMe

C nomoupro miporpammbl  I[CAnnoLncRNA  (Pronozin, 2023) ans
niocnenoBatenbHocTe THPHK, BhipaBHeHHBIX Ha pedepeHCHbIN TeHOM, Mbl TIPOBeU
K/lacCU(UKAILMIO TI0 PACIoIOXKeHUI0: aHTUCMbBIC/IOBbIe, MEXIeHHble W UHTPOHHbIE.
HOns kaxporo turna AHPHK Obul TipoBesieH aHanu3 TIpe/ICTaB/IEHHOCTH B COCTaBe
pasHbIX YacTed TMaH-TPaHCKpUNTOMAa W CKopocTed 3ameH K,. Pe3ysbrarhl
Trpe/CcTaB/eHbl Ha pUCYHKe 4.7.

M3 pucyHka BUIHO, UYTO aHTUCMbIcIOBble JHPHK Haubosee wacto
TIpeZiCTaB/IeHbI B sipe MaH-TpaHckpurnToMa (~80%). B To >ke BpeMmst A1t 000/I0UKH MX
JoJist cHKaeTcst 10 50%, a B ob61ake OHM Mpe/icTaBleHbl oueHb pefko (~25%). s
MeXreHHbIX U UHTpoHHBIX AHPHK Habmogaetcsi obpaTtHasi KapThHa: B psAy
s1po<0060s10uKa<06/1aKo WX 10/ pacTeT, MpUYeM poCT Haubosiee CyljeCTBeHeH [iIs
MexxreHHbIx THPHK. Ecimu B ssmepHoi yactu ux 06110 okojio 10%, To B 00/1ake oHU
COCTaB/ISIOT OoJiee TOMOBUHEI TOC/iefoBaTeibHOCTel. st uHTpoHHbIX AHPHK ToXe
HabJTI0ZIaeTCs aHAJIOTMUHOe yBeJIMueHue /I0/Id T0C/iefloBaTelbHOCTeH, 0IHaKO Oosee
yMepeHHOe I0 CpaBHeHHMIO C Me)kreHHbIMU AHPHK. Takum o0pa3oM, MeKTreHHbIe
mHPHK, mo-BuguMomy, mpeAcTaBisioT coboli Haubosiee MOOWIBHYIO —4acThb
HeKOJMPYIOLL[ero MaH-TPaHCKPUIITOMa.

CpaBHeHHe CKOpOCTel 3aMeH TIOKa3blBaeT, UTO aHTHUCMbICIOBble AHPHK
OKa3bIBalOTCsI Hanbosiee KOHCePBAaTUBHBIMU (PUCYHOK 4.7B). 'mcrorpamma K, fij1st HUX
CMellleHa B CTOPOHY MEHBIIMX 3HauyeHWM, MapaMmeTp « [/ ramMMma pacrpeeneHus

HauMeHbIHi 13 Tpex TinoB (0.37). IHTepecHo, UTO Haubo/Iblllee cpefiHee 3HaUeHHe
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napameTpa o Habsrozaercs Ayt UHTPoHHBIX THPHK (0.48), oHO rpeBbIiiiaeT 3HaueHUe
nist MexxreHHbIX THPHK (0.43). OTo 103B0JISIeT MPE/TIOI0KUTD, UTO JaBieHre oToopa
MeHbllle JelicTByeT Ha UHTpOHHble THPHK, B cpaBHEHUM C OCTalbHBIMU KJlacCcaMuy;

BeposiTHO, uHTpoHHBIe THPHK siBrisitoTcst 6osee hyHKIIMOHATBEHO Harpy>KeHHBIMU.

A 1007
£ 801
s
I
L 5o-
o
2
S 407
201
0-
Anpo O6nako YHUKansHble
b
[ ] MesKreHHbIe Kn (a=0.43, B=1.12)
BB Autucmuicnossie  Kn (@=0.37, B=0.75)
@  Wurponnsie  Kn (a=0.48, B=1.10)
30/
20

10

Nona aHPHK (%)

0“

ﬁdf:. 303 10 .%5 Q;, 60 690100 1% 8% 0 9° 51.;,,@.

Kn
Pucynok 4.7. Ananu3 knaccoB gHPHK B man-tpaHckpuntome. A) Pacripefienenue
knaccoB JHPHK otHOCMTenbHO TWUIOB reHOB B maH-TpaHckpurntoMe. [Io ocu X
Tpe/iCTaB/IeHbl TUIIbI TeHOB B MaH-TPAHCKPUIITOMe, 110 ocu Y o aHPHK, koTopsle
TIpyMHajJieXxxaT AaHHOMY TuMy reHoB. b) Pacnipesenenue kinaccoB fTHPHK oTHocuTe/bHO

UX 4YacToTbl HykK/IeoTUAHbIX 3aMeH (K,). Ilo ocu X mipefcTaB/ieHbl MPOMEKYTKH
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3HaueHul K;, no ocu Y /107151 TEHOB U3 Ka)K/IOT0 Kjlacca, COOTBETCTBYIOLIMX JaHHOMY

TIPOMEKYTKY.

4.2 O0cyxaeHue

4.2.1 TTaH-TPAaHCKPUNITOM HHOPEAHBIX JUHUM KYKYpPy3bl B CPaBHeHHH C

APYIr'MMM MIdH-T€EHOMAdMH U MIAH-TPAHCKPUIITOMAMH

Anami3 sBomoumu AHPHK rmokasasn, 4To 3T MOJIEKYJibl T10[BepyKeHbI
ObICTPOMY 3BOIIOIIMOHHOMY H3MEHEHHWIO, KOTOpOe TIPUBOAMT K TOMY, UTO TOJIbKO
He0OoJIbIIIas [10J151 TOC/Ie/loBaTeTbHOCTe! pa3HbIX BHU/IOB OKa3biBaeTCsl KOHCEePBAaTUBHOM.
B Hacrosieli paboTe cpaBHUTeNbHBIM aHa/iM3 mpoBesieH A1 AHPHK Kykypys3bl B
paMKax KOHIETIIMM TMaH-TPAaHCKPUIITOMA, UTO TI03BOJISIET OLIEHUTh pa3Hoobpasue ux
TI0C/Ie/IOBaTe/IbHOCTe!H, BBIIBUTH 3aKOHOMEPHOCTU W3MEHUMBOCTH [jisi OOJbIIOro
KO/TMUEeCTBa TOC/Ie/J0OBATe/TIbHOCTEN M CPaBHUTh UX C OCOOEHHOCTSIMH W3MEHUUBOCTH
MPHK. TIpu sTom wupgeHtudukauus TpaHckpuntoB kKak MPHK, Ttak u auPHK
ITPOBO/IW/IACh HAa OCHOBE OJIHUX U TeX )Ke JIaHHBIX, O/IMHAKOBLIM HaOOpOM TIporpamm,
YTO MO3BOJISIET TIPOBECTU TaKOe CPaBHEHWE MAaKCHMalbHO KOPPEKTHO.

Mpe1 BeIOpasTu /17151 aHa/IM3a aHHbIe, TTosTyueHHbIe B pabote Hirsch et al. (2014),
KOTOpbIe TIPE/CTAB/ISIOT TIAaH-TPAHCKpUNTOM 503 MHOpPeAHBIX JIMHUM KYKYDPY3bI.
OpHako riyOuHa TOKPLITHS AJis 3TUX OUO/IMOTeK OTHOCUTETbHO HeBeruKa (PUCYHOK
4.8) u a1 60BIIMHCTBA He TpeBbiiiiaeT 20X, TakKe CTOMT OTMETHTh, UTO BbIZIe/IeHHe
PHK mnpoBoaunock metoaoM Trizol c wucrionb3oBaHuem 10M(A)-XBOCTOB, UTO
TI03BOJIUI0O MUHUMM3UPOBaTh 3arpsi3HeHre pubocomanbHoit PHK. OrmpemenéHHBIM
OrpaHUYeHreM TakKoro IMoJX0Aa SIB/ISIeTCS TO, YTO HeromaZeHuIMpoBaHHble HKPHK
OCTalOTCSl 3a TipefeflaMu aHaimm3a. OHAKO BO MHOTHUX paboTax IT0Ka3aHO, UTO
6onbimHcTBo AHPHK mogBepratoTcesi momuagenunvpoBanuio (Mattick et al., 2023;
Ziegler, 2017; Kornienko et al., 2024). Hartpumep, B paboTe 1o ncciaemoBannto gHPHK
ye/loBeKa M MBI ObIIO0 TIO0Ka3aHo, uto Oosee 70 % aHPHK monvaeHUIMpOoBaHbI
(Ziegler, 2017). bosnee Toro, nanHble noaxos! BeifieseHus: PHK uacto ucnonb3yroTcst
B paboTax, nmocesijeHHbIX nccnegoBannio fHPHK (Kornienko et al., 2024; De Quattro

et al., 2017; Han et al.,, 2019). ABTOpbl apryMeHTUPYIOT JaHHbINA MOAXO[ Kak
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KOMIPOMHCC M€Ky KauyeCTBOM BbIJleJIeHU W CTOUMOCTBE) MCC/IeJOBaHUS.
AnbrepHatvBHble MeTOAbl, Takhe Kak GRO-seq u plaNET-seq, mo3BosiStOT BbISIBUTH
nosiHbii cekTp JHPHK, HO ux BbICOKasi CTOUMOCTb OTpaHUYMBAET MPUMeHeHue /st
Gosbinx BLIOOPOK 00pasijoB. Metos obeaHenuss pPHK 1o3BosisieT mosryuuTh Gostee
niosiHbIN Habop AHPHK B KOHKpeTHOM 00pas3iie, 0ZJHaKO OH He BCerjia IeMOHCTPUPYeT
3HaUMMBIA TPUPOCT 4Yucia cekBeHWpoBaHHbIX AHPHK 1o cpaBHeHnto ¢ nomm(A)-
celieKIJUe U TIpOWTrpbIBaeT €M B TEXHOJIOTUUeCKOM TMPOCTOTe IIPU MacCOBOM
cekBenupoBanuu (Dahlgren et al., 2020). Takum o6pa3om, MeTos, BbibpaHHbIi Hirsch
et al.,, MO3BOJISIET TO/yUNUTh ONMTHMabHOe KoymuectBO AHPHK 3a cuer Gosblioro
pa3HooOpa3ust 06pasiioB, UTO KOMIIEHCHPYET IMOTePI0 HEKOTOporo KoynuectBa fHPHK
13-3a Metoza BbizeneHus PHK.

Hirsch et al. (2014) wucrionp3oBanu s COOPKM TaH-TPAHCKPUIITOMA JBa
noaxoza. B mepBoMm cityuae UCIOb30BaI0Ch My/IMPOBaHKe PUIOB U3 BCeX OUOIHOTEK.
Yacte ©3 HUX ObUIM KapTUpPOBaHbI Ha pedepeHCHBbIM TeHOM, OCTaBLIMeCs
WCTIOTB30Ba/MCh 171t de novo cbopku (riporpammel Velvet u Oases). Coopka de novo
ripuBesia K peKOHCTPYKUMU ~100 ThICSY TPaHCKPHUIITOB, c(hOpMUpOBaBLIMX ~30 ThICAY
HauboJsiee AocToBepHBIX TPaHCKpUINTOB (RTAS). M3 HUX ~22 ThICSUM OOHAPY>KHWIIA
BBICOKO€ CXOZICTBO C 0e/I0K KOJUPYIOIIMMU IreHaMu peepeHCHOTO TeHOMa, a ~8 ThICsU
oripeiesieHbl Kak HOBbIe. BTOpoii BapuaHT cOOpKM TlaH-TPaHCKPUIITOMA ObIT OCHOBaH
Ha WHAVBUAYyanbHOW cOopke 366 MHOpegHBIX JUHUM C HauOOJBIIUM MOKPLITUEM U
3aTeM 00beiHeHHH TpaHCKpUNTOB B RTAs. 3ToT BapuaHT c6opku fan ~2 200 Teicsu
TPAHCKPHUNTOB, 00BbeiHeHHBIX B ~750 Tbic. RTAs. OTH 1aHHbIe OBITM MCITO/Ib30BaHbI
[/l OLIeHKM THWIA [aH-TPAHCKPUIITOMa (OTKPBITBIM WM 3akKphIThii). B Hauem
KOHBeliepe Mbl HCII0/Ib30Ba/li KOMOWHHUDOBAaHHYH COODKY TpeMsi COBPeMeHHBLIMU
NporpaMMamM# TPAHCKPUIITOB de novo As Bcex OuUOMMOTEK. DTOT MeTOo[ CXOXK CO
BTOPbIM BapuaHTOM U3 pabotel Hirsch (2014). Jns MPHK monyueHo okoso 14 000
TBICAY TPAaHCKpUNTOB U ~250 Thiciy RTAS. 3TO KO/IMUeCTBO OKa3blBaeTCsl MEXAY
KOHCepBaTMBHOW U pacIiMpeHHO# oljeHKamu KonuuectBa RTAs u3 pabotsl Hirsch, a
10 TIOPSIIKY BeJqWUMH Omke KO BTOpoM. OfHAKO TOYHOE CpaBHEHWEe pe3yJ/bTaTOB

CcOOpPKM TpAHCKpUIITOMA /[BYX pabOT TIpPe/ACTaBIseTCs BpsSiA M BO3MOXKHBIM,
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BC/Ie[ICTBHE PAa3HBIX TIOJXOZ0B K COOpPKe TPAHCKPUIITOMOB, pa3HBIX TIOPOTOB

KJlacTepU3aLuu U (pUIbTpaLyu.
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PucyHok 4.8. Pacripezieniennie cpeziHeii riy6unbI ipoutenuit B 503 6ubnrorekax. Ock
X cpepHsis ryOuHa mpouTeHu, ock Y KomndectBo Oubimotek. IIuk Ha riaybune

npouteHuss™> 300 rpUHa/IeXUT OUO/THOTEKe, TIOTYUeHHOH 13 pedepeHCHOro reHoMa.

Kak u B paHee mpoBe/ieHHBIX paboTax (Sang et al., 2021, Zhang, 2014) MbI MOKa3asy,
yto coctaB JHPHK sBiisieTcst BBICOKO Baprabe/ibHbIM Y MHOpeIHbIX TMHUM KYKYDPY3bl,
B cpaBHeHnu ¢ MPHK. O6 3TOM CBU/IeTe/ILCTBYET TOUTH B TPU pa3a 0oJIbIMiA pa3mep
naH-TpaHcKpuntoMa. Kpome toro, A sHPHK yHuKanbHasi yacTh maH-TPaHCKPUIITOMA
nmpeobsiafiaeT. AHanM3 KOJMYECTBA TPAHCKPUITOB TOKa3aa, uto 95% maH-
tTpaHckpuntoma MPHK mnpezacraBneHo B 25 ciydaiiHeix obpasuax, a 99% B 93
obpa3sijax. /laHHbIe pe3yabTaThl OJM3KHM K OIleHKaM, IoyueHHbIM B pabore (Gui et al.
2022), rae HacbineHue 10 95% reHOB B IaH-TeHOMe KYKypys3bl JOCTUrajsoch Ha 27
obpa3siiax, a 10 99% renoB — Ha 93 obpasiiax. Hai pe3ynbTaThl MOKa3bIBalOT, UTO
TaH-TPAHCKPHUIITOM, KOAWPYIOIUN Oesku, y WHOpPeAHBIX JTMHUNM KYKypy3bl HUMeeT
3aKpBIThIA TUM. JTO COBMajaeT C BeiBoAamu Hirsch u ap. (2014), a Takxke c
pe3y/bTaTaMy UCC/IeJOBaHUS TIaH-TeHOMa KYKYpY3bl, BBITOJIHEHHOTO Ha 721 ocobw,

KOTOPOe Tak>Xe MO/ITBep K/jaeT 3aKphIThid XxapakTep naH-reHoma (Gui et al., 2022).
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Hamnporus, 95% TpaHckpunToB B raH-TpaHckpurntoMe fHPHK mpezcraBieHsl
B 395 /MHUAX, 4TO B 15 pas npesbllliaeT COOTBETCTBYHOLee 3HaueHue a1 MPHK. Oto
JIOTIOJIHUTEJIbHO J@éMOHCTPUPYeT BBICOKYIO M3MeHuuBOCTb AHPHK 110 cpaBHeHHio C
MPHK (pucynok 4.2A, pasgen 4.1.3). Takke CTOUT OTMETUTb, UTO HACBII|eHUe I1aH-
TpaHcKpunToMa AHPHK ripoucxofuT MmejjieHHee C yBeJMYeHUeM uucjia UHOpeaHbIX
muauY, veM g MPHK. DTy pesynbraTtbl XOpOLIO COIVIACYHOTCSI C JIaHHBIMU,
nosiydeHHbIMH B pabote Kornienko et al. (Kornienko et al., 2024), B koTopoi
a"ammsvpoBamm gHPHK B TpaHckpunitomax 499 o6pasnoB Arabidopsis thaliana.
Pe3ysbTaThl MOKa3aid, YTO B OT/IMYME OT Oe0OK KOAWPYIOIIUX T'eHOB, KOJTMUECTBO
THPHK cumbHO 3aBHCHT OT pa3Mepa BBIOOPDKM W He JIEMOHCTPUPYET IIPU3HAKOB
HachbITieHus faxke rpu 460 obpasijax. CoriacHoO olleHKaM CTereHHOro 3akoHa (Tettelin
et al., 2008), man-TpaHckpurntoM AHPHK KyKypy3bl omrpeje/nsieTcss KaK 3aKpbIThIM,
nofobHo mnaH-TpaHckpuntomy MPHK, HecmoTpsi Ha 6osee HHM3KYH) CKOPOCTb
HacklleHUs1 (cM. pucyHok 4.2, paszgen 4.1.3). Bonpoc o Ture naH-TpaHCKPUIITOMa
OHPHK BakeH /151 MOHMMaHUSI BO3MOXKHBIX ME€XaHW3MOB BO3HHWKHOBEHUSI Bapualui
(ePAV). Kornienko et al. (Kornienko et al., 2024) noka3anu, 4TO M3MeHUYHMBOCTh
skcripeccun fHPHK y Arabidopsis B OCHOBHOM oOIlpeJienisieTCsl 3MUreHeTHUeCKUMU
raTTepHaMH cpefiu 00pasioB. DTO yKa3bIBaeT Ha TO, UTo ob1ijee uncsio reHoB AHPHK,
3aKOJMPOBaHHBIX B pa3HbIX o00pasljaX, MpakTHUeCKU OJWHAKOBO U TpeAroJaraer
3aKpBIThIM XapakTep naH-TpaHckpunroma fJHPHK.

Pasmep szapa naH-tpaHckpuntoma MPHK cocraBiser 8% oT mnosHoro
koimmuectBa RTAs, uro cocraBisier ~20 TbICAY TPAHCKPUNITOB M CPaBHUMO C
KOJINUeCTBOM H3BECTHBIX O€/I0K KOAWPYIOIIUX TeHOB B pedepeHCHOM reHome ~30
TeICsy, (Hirsch et al., 2014). MccieqoBaHus KOHCEPBATUBHOCTH O€/IOK KOAUPYIOIUX
IeHOB B Pas3/IMYHbIX MaH-TeHOMax I10Kas3aju, UTO K/acTepbl TeHOB, BXOJALMX B S7pO
BapeUpYyIOT OT 23% 10 89%, KiacTepsl reHOB BXOAAIMX B 000/10uKy — 0T 10% 1m0
53%, a kmactepbl obmaka — ot 0.1% gm0 43% (Jiang et al., 2025). Hampumep, B
Brachypodium distachyon Obi0 yCTaHOBJIEHO, UTO B CPeJHEM OT/e/bHble JIMHUU B
OCHOBHOM COCTOSI/IA M3 F€HOB BXOJSIIUX B /1p0 MaH-reHoMa (73%), Torja Kak TOJIbKO
27% otHOcuMUCh K 06omouke win 06maky (Gordon et al., 2017). C gpyroii CTOpOHBI,

B IIdH-T@EHOME AYMeHA KOJIMYeCTBO YHHUKAJ/IbHBIX '€HOB OB1/I0 UyTb 6OJ'IBLHE, yeM reHoB
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B siipe (Guo et al., 2025). TeM He MeHee aHAa/IOTMYHO HAIIM JaHHBIM, B OOJ/IBIITUHCTBE
CJly4aeB [J0J1 KJ1aCTepoB C YHUKA/IbHBIMU I'eHaMy OKas3blBaslaCh HUXKe, YeM /10151 TeHOB
13 siipa Wi 0060JI0UKH, TIPH ITOM UX pacripe/iesieHre BapbUPYyeTCsi MeXKY OT/IeTbHBIMU
ocobsimu (Jiang et al., 2025).

B ornuune or MPHK, man-TpaHckpurnitom gHPHK rmoka3zan mpeobsagaHue
110C/1eJ0BaTe/IbHOCTEN U3 YHUKA/IBHBIX M€HOB (CM. PUCYHOK 4.4). OTO NOATBep)XJaeT
obicTpyto sBomonmio AHPHK u mnpeobGnasanue cpeau HUX BUAOCTELUM(PUUHBIX
nocsiegoBatesnibHocTelt (Nitsche, 2017; Chen, 2022; Sang et al.,, 2021). Haiuwu
pe3y/bTaThl TakKKe COryiacyroTcs ¢ ucciaegoBanusasvu AHPHK B nonynsituu A. thaliana
(Kornienko A. 2024), koTophble T0OKa3aau, YTo NaTrTepHbl 3kcnpeccun fHPHK cunbHO
pa3nuuaroTcs Mexay obpasuamu: rosioBuHa Bcex qHPHK skcripeccupyetcsi B 0fHOM
oOpa3tie ¥ He SKCIIPeCCUPYeTCs B IPYTOM.

Mbl  Habmomamu  Oosiblliie  pa3mAuMs  MeXAY — HYK/IeOTUAHBIMHU
nocnenoBarenbHoCcTAMM A1 AHPHK mo cpaBHenuto ¢ MPHK B pamkax mnaH-
TPAaHCKPUIITOMA  KYKYpy3bl, UTO XOpOLIO COrjacyerca C  TpeAblgyLIUMU
WCCJIeJOBaHUsIMM pacTeHuH U xkuBOTHBIX (Chen u Zhu, 2022; Marques u Ponting, 2009;
Necsulea et al., 2014; Deng et al, 2018). O1ieHKu 3HaueHul 1ToKa3aTenst Tamkumbl D B
Haillel paboTe OKa3aaich CMelleHbl B MOJIOKUTENBHYI0 CTOPOHY, Kak st MPHK, Tak
u ansg aHPHK. [Ina 6enok KOAMPYIOIIMX TeHOB HAIllM pe3y/bTaThl CYyIIeCTBEHHO
OT/IMYAIOTCS OT pacrpeziesieHus rokasaresist TafKumel D, MOTy4YeHHOro IIpU aHaause
naH-reHoMa 721 obpasia Kykypy3bl (pacriosiaraetcsi B 00/7acTH OTpULIaTeTbHbBIX
3naueHnit) (Gui et al., 2022). OpHako ciefyeT UMeThb B BUAY, UTO, B OTJTMUKE OT PaOOTHI
(Gui et al., 2022), MbI aHamM3UpOBaIM 00pa3i[bl UHOPEAHBIX TMHUN KYKypy3bl, AJIS
KOTOPBIX XapaKTepeH AeQULUT ajlyiesiell HU3KOW UaCTOThI 110 CPABHEHUIO C 0XKUAeMbIM
ypoBHeM, 00yC/OB/eHHbI BO3MOXKHBIM 3((eKToM OyTHIIOUHOrO TOPJIBIIIKA,
pas3ziesieHeM monyassiyu wid 6anadncupytoium otbopom (Ching et al., 2002).
OtMmeTHM, 4TO U 3TOT TeCT AeMoHcTpupyeT oTinure AHPHK 1o cpaBHenuto ¢ MPHK:
pacnipefenenue mnoka3atenss Tamkumbl D y aHPHK cmerieHo B o6macth 60bIINX
3HaUYeHUM.

OreHKH TTapaMeTpoB pacripefie/ieHU HECHHOHUMUYECKUX U CUHOHHMUAYEeCKUX

3ameH mnss MPHK u 3amen B aHPHK Takke mokasamy OOJbIIyI0 HW3MEHUYMBOCTH



131

nocnenoBarenbHocTer fHPHK: 111 mapameTpa a 5TUX pacripefie/ieHMM XapaKTepHO
Bo3pactanue B pAny K ;<K;<K,, UTO COOTBETCTBYeT yBeJUYEHUID CKOPOCTU
HYK/IeOTUJHBIX 3ameH. IIpy 5TOM CKOpOCTb 3amMeH HyKneotTusoB K, B
nocsiegoBaTenbHOCTSAX JHPHK mnpeBbiaeT fgake cKOpocTy HeWTpaibHbIX 3amMeH K y
MPHK. MHTepecHO, UTO TaKOM ke TPeH/| YBeJIMUeHUs] CKOPOCTH 3aMeH Mbl Hab/Tro/1aeM
[ TlapaMeTpa o y TpexX TUIIOB 3aMeéH B 3aBMCUMOCTH OT MPUHAJJIEXHOCTH SAPY,
obosiouke 1 00/1aKy: Ksapo < Kogonouxa < Kograxo- ITO XapaKTepU3yeT KOHCEPBATUBHOCTh
MOC/IeI0BaTeIbHOCTEeN, MNPUHAAJIEeKAL[MX pPa3HbIM YacTIM IaH-TPAHCKPUIITOMAa B
COTJIaCUM C CYIIIeCTBYIOIMMU TIpeficTaB/ieHussMU 00 ux 3Bosoriuu (Gui et al., 2022;
Golicz et al., 2016; Li et al., 2021).

B Harmeli paboTe Tak)ke MOKa3aHO B COTJIACHM C paHee W3BECTHLIMH JJaHHBIMHU
(Sang, 2022; Pronozin u Afonnikov, 2022), uTo M0 CKOPOCTU 3aMe€H W3 TPeX THUIIOB
OHPHK (aHTMCMBIC/IOBBIE, UHTPOHHBIE M MEKI'€HHbIE) 10 PacIlO/IOKeHUI0 B FeHOMe
HanboJiee KOHCEPBAaTUBHBIMH SIBJISIIOTCSI aHTUCMBIC/IOBbIe, MeHee KOHCEepBAaTUBHBI
MeXXreHHble, a Hanbosiee BapuabenbHbl WHTpOHHBIe THPHK. OpHako MeXreHHbIe
mHPHK memoHcTpupyroT O0see BbICOKOe pa3HooOpasve ePAV: oHu Hanbosiee 4acTo
TIpe/iCTaB/IeHbI B 00/1aUHOM YaCTH MaH-TPaHCKpUIiToMa. B man-TpanckpuntTomax MPHK
OOJILIIMHCTBO YHUKAIBbHBIX TEHOB OTHOCUTCS K TI0C/eI0BaTe/bHOCTSM C HH3KOU
skcripeccuedt (Jiang et al, 2025; Gordon et al, 2017). VIx dbyHKI[UHM 0OBIYHO CBSI3aHBI C
peakMsMM Ha OKpYXKalLIyK CpeAy U 3allUTHbBIMA MeXaHU3MaMH, BK/IrOuast
peLleNTOPHYKD U aHTUOKCHUJAHTHYI aKTMBHOCTb, PEery/siUI0 TeHOB U Tiepefauy
curHasnoB (Golicz et al., 2020). KpomMe Toro, oHY 3BOJIFOLIMOHHO MOJIOXKE, YeM IeHbI U3
saapa (Golicz et al., 2020). 3To Mo3BoJisseT MPeANOJ0XKUTb, YTO MexreHHble JHPHK
MOT'YT y4aCTBOBaTb B PeryJiALiUM CTPeCCOBBIX peakLUWid pacTeHWW U ajanrtaluu K
OKpy»Karouieu cpegie. IlprMeuarenbHO, YTO HECKOJIBKO MCC/IeJOBaHUM TTOKa3aau CBS3b
MexreHHbIX AHPHK c otBeTOoM pactenuii Ha ctpecc (Palos et al., 2022; Golicz, 2018;
Yin et al., 2021; Yu et al., 2025).

B wmesoM Hall aHa/M3 Ha OCHOBAaHMU HW3yYeHUs psifla XapaKTepUCTHK
BapuabenbHOCTH TiocnenoBatesbHOCTelt PHK B TpaHCKpumnToMax KyKypy3bl C
MoMoINbl0  OMouHbopMaTHUecKuX moaxomoB K aHammdy MPHK u  guPHK

TIPOZIEMOHCTPUPOBA/ 3aKOHOMEPHOCTH UX BOJTIOLIUU: BHICOKOe pa3HoOoOpa3sye cocTaBa
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mgHPHK mo cpaBuenuto ¢ MPHK, Bbicokas ckopocth 3ameH y aHPHK, 6osee
KOHCepBaTUBHasl MPUPO/la aHTUCMBICTIOBBIX U MexXreHHbIXx JHPHK 1o cpaBHeHMIO C
VHTPOHHBIMH.

B psime pabot Ob110 paHee oTMeueHO, uTo Ha aHamm3 JHPHK MoskeT Hen3bexHO
BJIUSITD LIkl psifi (haKTOPOB: KauecTBO OUOIMOTEK, KaueCcTBO COOPKM M aHHOTALUU
reHoma (Chen u Zhu, 2022), BeiGop mporpamm AJisi ueHTAGUKALMA M aHHOTALUU
mHPHK (Klapproth et al., 2021). MccnenoBaHue MeTOZ0B PEKOHCTPYKIMH MaH-TeHOMa
Ha OCHOBe pa3HbIX MeTO/IOB K/lacTepu3alldy TO0C/ie[J0OBaTe/IbHOCTeN TakXke MoKasaso,
YyTO BBIOOD CTpaTervd W MeTofa OObeJUHEHUS MOXKeT BMSTh Ha OLEHKY €ero
CTPYKTYPHBIX cBoicTB (Manzano-Morales et al., 2023). B HacTostieii paboTe rimy6rHa
cekBeHUpOBaHus /1 AaHHbIX RNA-seq 10BO/BHO HU3KasA. DTO Ba)KHOe OrpaHAYeHHe
MO>XXeT MPUBOJUTh K HeZIONpeCTaBJIeHHOCTH TPAHCKPUNTOB C HU3KOW 3KCIIpeccuei B
naH-TpaHcKpunToMme. Huskas riiybrHa CceKBeHUPOBAaHUS MOYKET TTOB/IUATH Ha TIOJTHOTY
HabopoB kak MPHK, Tak u sHPHK, ofHako 3TOT (hakTOp Cu/ibHee CKa3bIBaeTCsl Ha
HEKO/IUPYIOILUX TPAHCKPUIITaX U3-3a uX Oosiee HU3KOro ypoBHs 3Kcmpeccuu (Chen,
2022). Brtopoii TIpUUYMHON BO3MOKHOW HEZOIPe/CTABJIEHHOCTH 000MX TIaH-
TPAHCKPUIITOMOB SIBJISIETCSI MCII0/Ib30BaHKe TKaHU Tobera Ha CTaZjiM MepBOro JIMCTa.
N3BecTHO, uTo 3kcnpeccust fJHPHK crieruduuHa /7151 oripesie/ieHHbIX TKaHe U CTafui
pa3BuTtus (Cabili et al., 2011; Liu et al., 2015). IToaTomy yacTs TpaHckpunToB AHPHK
MO)KeT OBITh TIpOTMyIleHa TPU HCIOMb30BaHUMA OJHOW WM HECKOJIbKUX CTafui
pa3BuTHs, TKaHel win ycnosud. Hanprumep, Kornienko et al. (Kornienko et al., 2024)
MPOZIeMOHCTPUPOBAJIH, UTO, HECMOTPS Ha TO, YTO KommuecTBo JIOKycoB fHPHK Bcerza
yBeJMUMBAJIOCh C POCTOM 4YMCaa 00pa3lioB, KOJTWYECTBO HCITIONb30BaHHBIX TKaHeH
OKa3bIBasIo elrje Oosblliee BAUSHUE Ha MOAHOTY Habopa quPHK.

[ToMrMO HU3KOW TyOMHBI CEKBEHUPOBAHUS W OJHOM CTafIuM pa3BUTHS B
skcriepumenTax RNA-seq, Ha OLeHKY pa3Mepa IaH-TPaHCKPUIITOMA TakKXe MOKeT
B/IUSITH TTOPOT 3KCIIPeCCUr TeHOB. B maHHOM paboTe Mbl IPUMEHUIA OIUH U TOT >Ke
nopor ansgs MPHK u guPHK (TPM > 1). 3ToT mopor oObIYHO MPUHUMAETCS AJis
yaanenus myma 3 Habopa MPHK (Wang, 2023; Wang, 2024; Herbert, 2021). OgHako
y 6onbimmHcTBa AHPHK ypoBeHb 3kcripeccuu Hke, ueM y MPHK (Chen, 2022). B

CBSI3U C 3TUM HEKOTOpPbIe aBTOPhI PUMEHSIOT 00Jiee HU3KKe TIOPOTH /1/is1 GH/IbTPALun



133

mryma u3 Habopa qHPHK, 0.3-0.5 TPM (Kornienko, 2024; Wang et al., 2020). Ipyrue
WCCIIeZIoBaTe M UCTIO/Ib3YIOT npaBuio TPM > 1 gnst ot6opa sHPHK (Guo et al., 2025;
Guo et al., 2013; Gupta et al.,, 2010.), ompaBAbiBasi 3TOT BBIOOp CTpeMJIEHHEM
YMEeHBIIMTL Oosiee BLICOKWM ypoBeHb IymMa B faHHbiXx JHPHK. B Hamem
WCCieIOBaHHUY Mbl TIPUMEHUIIN ITOCTIeIHANM KPUTEPHI. ITO CBSA3aHO C HU3KOM I/TyOMHOM
CEeKBEHMPOBaHHWsl, UTO MOXXET MNPUBECTHM K YyBeJIWueHWro Iyma. Ilopor cxonctea
10C/IeJ0BaTe/IbHOCTEM, HWCIOMb30BaHHbIM MNpu Knactepusaumu MPHK u nuPHK,
SAB/ISIETCS ellle OJHMM MCTOUHUKOM Heorpe/e/IeHHOCTH B HalleMm aHanu3e. Mel
Wcronb3oBaiv pasHele 3HaueHus1 Ajsi MPHK (80% wupentuunoctn) u qHPHK (70%
UIEHTUYHOCTH), TI0/I00paHHble SMITUPHUYECKH C YUeTOM pa3/MUHOM CKOPOCTU 3aMeH
AMHHOKHUC/IOT U HYK/IEOTHUZIOB, PUCYHOK 2.4, pa3zen 2.2.2. Takum oOpa3oM HECMOTPSI
Ha pa3HMIy B MPOTOKOsiax 00pabOTKM AAHHBIX, TOJyueHHbIe pe3y/bTaThl aHaIM3a
roc/iejoBaTe/lbHOCTe MeToauuecku coroctaBuMbl majiss MPHK u guPHK. 3to
obecrieurBaeT 00BHEKTUBHYIO CPaBHUTE/bHYHO OLleHKY pa3Hoobpasusi sHPHK u MPHK

Ha OCHOB€ OdHHBIX MMaH-TPAHCKPUIITOMA.

3ak/IloueHue

nHPHK mipesicTaBsifoT co00M K/1acC MTMHEMHBIX WM KOJIbIEBBIX MoJieKyn PHK
avHoM oT 200 HYK/IeOTHZOB, HeKogupyromx 6esok. [donaroe BpeMsi ux (yHKIUU
Obu c/1ab0 M3ydeHbl, ¥ 3TH MOJIEKYJ/IbI PACCMAaTPUBAIUCH KaK TPAHCKPHUIIIIMOHHBIN
myM. OJHako COBpeMeHHble HCC/IeloBaHUs IOKasaah, uTo y pacteHud AHPHK
y4acTBYIOT B pery/sifud YCTOMUMBOCTM K XOJIOZIOBOMY, COJIEBOMY M TeIJIOBOMY
CTpeccy, BAMSIIOT Ha yCTOMUMBOCTh K TMIOKCHH, NMPHUHHAMAKOT y4yaCcTHe B Pa3BUTUU
TIJIOJIOB, KOpHeH U JIMCThbeB M B OOMBIIIOM KOJIMUYECTBe JPYrHX IPOLIeCCOB pocTa U
pasBUTHSl pacTeHWM, OTBeTa Ha CTpecc. OAHAKO, HECMOTPS Ha POCT KOJIMYeCTBa
WCC/Ie[JOBaHNM, CBSI3aHHBIX C JAHHBIMM MOJIEKy/JaMH, OHH TMO-TIPeXXHEeMY OCTarTCs
Ma/IOM3y4YeHHbIMU. OTO CBSI3aHO CO CTPYKTYpHBIM cxozcTtBoM ¢ MPHK, Hu3kum
YPOBHEM 3KCITPECCUM W OBICTPHIMU TeMITaM{ 3BOJIOI[MM. CpaBHUTE/LHBIA aHa/IN3
riocnefoBaTesbHOCTer AHPHK Mexxy pas3/ivuHbIMU BHZAMH pacTeHUM TO0Kasas, uTo
OoJibIIasi YaCTh MOC/IeJ0BaTe/IbHOCTEN TIpeZicTaBIeHa TO/ILKO Y OT/Ie/IbHBIX BUJIOB, T.e.

SIBJIAIOTCA BHYTDPUBHUOBBLIMHU. HOJ'II/IBI/IAOBBIE moc/1e10BaTe/IbHOCTH, TpeACTdB/IeHHBIE
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y HEeCKOJIbKMX BH/IOB, BCTpeuaroTcs pexke. [1pu stom possa nomusuaoseix AHPHK pesko
raZiaeT 10 Mepe yBeJIMUeHUs 3BOJIIOLMOHHOI0 PACCTOSHUS MeXKy BUZAMU.

Takum o0Opa3om, BbICOKasi BapHabe/lbHOCTh U TpeobiafiaHre BHYTPHUBU/IOBBIX
AHPHK He mo3BO/IFIOT B [TOTHOM Mepe MCIT0/1b30BaTh UX MEKBUIOBOU CPaBHUTE/IbHBIN
aHaiu3 J/151 BeIsiB/IeHUs] PyHKIUM. OJHaKO TeXHOJIOTMM CEKBeHHPOBAaHUS B HACTOSILLEe
BpeMsi TMO3BOJIAIOT T0/y4aThb [Jis BUJA He TOJbKO eJWHCTBEHHYI pedepeHCHYHO
10C/IeJ0BaTe/IbHOCTE reHoMa, HO U JJHK zapyrux ero npezcraBuTeseld. 3TO MO3BOJISIET
13yyaTh CTPYKTYpbl T'€HOB, OTCYTCTBYIOLIMX B pedepeHCHOW Moc/eoBaTebHOCTH.
Pa3HooOpa3ue reHOB y TIpeACTaBUTe/eld BHUa MOKeT OBbITb OTMCAaHO MOJe/bl0 TIaH-
reHoMa WM MaH-TPaHCKPUIITOMa.

HanHasi paboTa mocssirieHa Moucky U aHamu3y AHPHK B maH-TpaHcKpumnTome
KyKypy3bl. Ha mepBoM 3Tame Mbl pa3pabotanu OuonHbOpMaTHUUeCKUii KOHBekep
ICAnnoLncRNA, KOTOpeli MO3BOJII€T IPOBOAUTH IIpeJCKa3aHue W aHHOTAaLMIo
OHPHK pacrenuii. [IpenmylijecTBO JAaHHOrO KOHBeliepa B CpaBHEHHWU C aHaJjoraMu
3aK/IFOUaeTCs B MCIIO/Ib30BaHUU METOZIOB MAIIMHHOTO O0yueHHs W [IOTIO/THUTEeTbHBIX
rapamMeTpoB (pUIBTpPaLiK, KOTOpPble MOXKHO T1000paTh WHAWBUAYANLHO IS
cnetmduueckoro pedepeHcHoro TeHoma. KouBeliep Obin  anpobupoBaH Ha
TPaHCKPUIITOMHBIX 0MOMMoTeKax KyKypy3sl U A. thaliana. TlonyueHHble pe3yabTaThl
COT/IACYIOTCSI KaK MeXKy UCCelyeMbIMHM BUIaMU (KYKYPY30U U apabu/[oriccoM), Tak
Y C JJaHHBIMU JINTEPATYpPhI A/ APYTUX pacTeHUN. JTO CBUAETE/bCTBYET He TOJbKO O
BLICOKOM KauecTBe mpejcka3anus JHPHK ¢ momoribio pa3paboTaHHOTO KOHBelepa,
HO U O JOCTOBEPHOCTU aHHOTALUH, [10Iy4aeMOr UCCIIej0BaTe/ IS IMHU.

Ha BTOpOM 3Tare mMbl pa3paboTamu 6uonHpopmaTudeckuii Koueeiiep PTA. OH
MO3BOJISIET ~ OCYI[eCTB/IATh aBTOMATH3UPOBAHHYI COOpPKY, K/acTepu3aluio |
CPaBHUTEJIbHBIM aHa/IM3 KOAUPYIOLMX M HEKOVPYIOIIMX YacTel MaH-TPaHCKPUITOMA.
Pa3paboTaHHbIii KOHBeliep Obl1 TIpuMeHeH i aHaim3a 503 pa3HOOOpa3HbIX
WHOpeJHBIX JIMHUM KyKypy3bl. bbuio TOKa3aHo, uTro o0a MaH-TPaHCKPUIITOMA
(KOAVpYIOIIIMA M HEKOJUPYIOLWI) SIBJSIOTCS 3aKpbITbIMU. O/IHaKO, HECMOTpSl Ha
WJEHTUYHBIA THIT  TaH-TPAaHCKpUNTOMOB, coctae AHPHK sBasetcs  Gosee
BapuabesbHBIM Y MHOpPeAHBbIX JIMHUM KyKypy3bl TIo cpaBHeHMt0 ¢ MPHK. O6 3tom

CBHU/IeTeIbCTBYET MOUTH B TPH pa3a 00/bIINI pa3Mep MaH-TpaHCKpPUMNTOMa. Takxke 3TO
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IO TBEpKAaeTcs TeM, UTO naH-TpaHCKpunToM JHPHK B 0CHOBHOM COCTOUT M3 FPyMIIbI
TPAHCKPHUIITOB, TIPUHA//IeXXaluX 00/aKy, a 6e/lok KOAWPYIOIIUX — B OCHOBHOM U3
rpymrbl 000/10UKY U sifpa. [TosydyeHHbIe pe3yibTaThl COTIACYIOTCS C IUTePATyPHBIMU
JaHHBIMH, corjiacHo KotopbiM AHPHK mozaBep)keHbI OBICTPOMY 3BO/IOIIMOHHOMY
orbopy u sBisAOTCA 0Oosiee  BUAOCTIELUGUUHBIMU  TI0C/T€JOBAaTeIbHOCTSIMU  TI0
cpaBHeHuto ¢ MPHK.

Bosiee BbICOKasi BapuabesbHOCTb TakKe TIOATBEPIKAAeTCsl pacripejiesieHneM
HeCMHOHMMMWYEeCKHUX ¥ CUMHOHMMUYecKuX 3ameH myiss MPHK u nHPHK: nys napametpa
Q 93TUX pacrpefieleHUM xapakTepHO Bo3pactaHhe B pany K <K;<K,, u4ro
COOTBeTCTBYeT YBeJIMYeHHWI0 CKOPOCTH HYK/IeOTHAHBbIX 3aMeH. IIpy 3TOM CKOpOCTH
3aMeH HyK/1eoTuj0B K, B nocsiefoBaresibHOCTAX AHPHK ripeBbIaroT gaxxe CKOpOCTH
HelTpa/bHbIX 3aMeH K; y MPHK. DT0 MoXeT roBOpUTE 06 OT/TMUMM PeyKKMa 3BOJTIOLIAN
nnst ;HPHK no cpaBHenuto ¢ MPHK. Bonee Bbicokui nmokasarens K, Hag Ks MoxeT
CBU/IeTe/IbCTBOBATh O TOM, UTO pexkuM 3Bomounu AHPHK oTinueH ot HeWTpanbHOrO,
yTo crnocobcTByeT WX ObICTpOM [UBEPreHIMM W BO3HUKHOBEHWIO HOBBIX
BU/IOCTIELIM(PMYHBIX PETy/ISITOPHBIX 3JIEMEHTOB.

[TpoBemeHHbIM Oosiee AeTanbHBI aHA/MW3 TpeX KJIAacCOB TI0Kasaja, uTO II0
CKOPOCTH 3aMeH Haubosiee KOHCEPBAaTHMBHBIMH SIBJISIOTCS aHTHCMBIC/IOBBIE, MeHee
KOHCEPBaTUBHBI MeEXreHHble, a Haubosiee BapuabenbHbl WHTPOHHBIe AHPHK.
YuuTtbiBasi, 4TO B MaH-TpaHCKpunToMax MPHK GoOnbLIMHCTBO YHUMKA/IbHBIX T'€HOB
OTHOCHUTCSI K TIOC/IeZIOBAaTe/IbHOCTSIM C HU3KOM 3KCTpeccueid, a ux (PyHKIMU OOBIUHO
CBsI3aHbI C peakljUsIMU Ha OKPY’KaroL[yI0 Cpe/ly U 3alliUTHbIMU MeXaHMU3MaMH, a TaKxKe
TO, YTO OHU 3BOJIIOLIMOHHO MOJIOKe TeHOB U3 s/ipa, MOXXHO IMPeAIlOI0XUTb, YTO
Me)XreHHble U UHTpOHHble NHPHK Moryr yuacTtBOBaTh B perysisiljud CTPeCcCOBBIX

peak1iii pacTeHWH U aflalTalyy K OKpY Karolller cpeje.
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BuiBojbI

1.

Pa3paboran  OuouHpopmaTuueckuii  KoHBehiep ICAnnoLncRNA  gns
WAeHTU(PUKALMA B  TPAHCKPUIITOMHBIX  [JaHHBIX pacTeHUM  [AJUHHBIX
Hekoaupyrolx PHK M uX KOMIUIEKCHOIO aHaiu3a, BK/KOUYas OIlpefeseHue
TWMNA JIOKa/JW3alui B TeHOMe, Orpejie/ieHue 35K30H-UHTPOHHOM CTPYKTYDbI
TeHOB, TIOMCK TOMOJIOTOB B 0a3ax [aHHBIX mocsiefoBaTenbHOCcTedt AHPHK
pacTeHUid, aHa/IM3 SKCIIPECCUU B Pa3/IMYHbIX TKaHSIX U OpraHax pacTeHUH.
Pa3pabotan 6buonHpopmarrueckuii KoBeiiep PTA st cOOpKY 1M aHHOTAI[UH
KOJIUPYIOIIUX U [IJIMHHBIX HeKogupyroiux PHK B TpaHCKpUIITOMax pacTeHuM,
KOTOPBIM TI03BOJISIET ~aHA/M3UPOBAaTh WX pa3Hoobpasue, 0CcoOEHHOCTH
CTPYKTYPBI U 3BOJIIOLMY B paMKax MO/ie/iy IlaH-TeHoMa.

BrniepBele Ha OCHOBe CpaBHeHMSI CTPYKTYPHBIX XapaKTePUCTHUK IlaH-
tpaHckpuntTomoB MPHK u nHPHK y pacrenuii uHOpegHBIX JIMHUIA KYKYpPY3bl
MOKa3aH UX 3aKPbITbIN XapakTep, NaH-TpaHcKpunTom MPHK npenmyiijecTBeHHO
copMUpOBaH 3BOJTIOLMOHHO JPEBHUMH TeHaMH «s[pa» U «000I0UKU», TOTAa
KaK OCHOBY maH-TpaHckpurntoMa AHPHK  cocraBnstor  mosofple U
BapHabebHbIe IT0C/IeZI0BaTeTbHOCTH «00/IaKa».

[TokazaHo, UTO CKOPOCTb HyK/IeOTHAHbIX 3amMeH B AHPHK (K,) Bbie, uem
CKOpPOCTM CUHOHUMHYHBIX (K;) u HecuHoHMMHYHBIX (K,) 3ameH B MPHK,
npyryeM JlaHHasi 3aKOHOMEPHOCTb XapaKTepHa [ijis siipa, 000/I0uku U obsiaka
TNaH-TPaHCKPUIITOMA.

[TpoBei€HHBIN BIiepBbIe AJ1s1 PACTEHUM aHa/Iu3 CTPYKTYPHBIX U 3BOJIFOLIMOHHBIX
XapaKTepuCTUK TMaH-TpaHckpuntoMa AHPHK wuHOpenHbIX JUHUN KyKypy3bl
ToKa3as, uyTo aHTUCMbICTOBbIe THPHK siBisitoTcst Hanbosiee KOHCEPBAaTUBHBIMHU
Kak 10 0oJibIliet 1peCTaB/IeHHOCTH B Siipe, TaK U 0 TeMIlaM HYK/IeOTHHbIX
3aMeH, UHTpOoHHbIe THPHK xapakTepu3syroTcst Hanbosblield CKOpOCThIO 3aMeH;
mexxreHHble THPHK 1ipeobsazsatot cpey ob6/1aka, YTO CBHIETENLCTBYET 00 MX
BOBJIEYUEHHOCTH B TPOLIECCHI aJjanTal[iyd pacTeHUM K CTpeccy W ajanTaluu K

YCIIOBUSIM CpeJibl.
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