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Hmuaneie Hekonupyoonme PHK (mHPHK) rpencTasisitoT co60it Kitace JIMHEHBIX WX KOJBILIEBBIX MO-
sekyn PHK nnunoit 6o1ee 200 Hyk/1eoTUI0B 6€3 OTKPBITHIX PAMOK CUMTBhIBAHUS. DKCIIEPUMEHTATbHbIE
ucciaenoBaHus nokasanu ydyactue tTHPHK B perynsiiiuu ycToiiuMBOCTH K XOJIOA0OBOMY, COJIEBOMY, Te-
TUIOBOMY CTpecCy, B Pa3BUTUM ILIOAOB, KOPHS U JUCTheB. OIHAKO 3KCIIEPUMEHTAIbHbBIE METOMbI SIB-
JISIIOTCST TPYAOEMKUMU 1 TOPOTOCTOSIIIIMMU TTOAXOIaMHU 1 TIOKa eIlle He MOTYT OBITh MCIIOJIb30BaHbI
st maccoBoro uzydyeHust tTHPHK B Maciurabax Bcero reHoma. JIist aTux 1eieil mnpuMeHs1oT OMOuH-
(opmaTHueckue MoaXoAbl, KOTOpble HAINlpaBAeHbl Ha IIMPOKOMACIITAOHOE paclo3HaBaHUE MOCeN0-
BatenbHocTell THPHK B reHomax u TpaHckpuntoMax. HecMoTpst Ha pacTyliee Yucao UcCieloBaHui,
MOCBSIIEHHBIX CTPYKTYPHO-(YHKIIMOHANIbHOMY aHanu3y nTHPHK, naHHBII TUIT MOJIEKYJT TO-TIPpEXKHEMY
OCTaeTCs MaJOM3YUYCHHBIM. DTO CBSI3aHO CO MHOXECTBOM (PaKTOPOB, KOTOPBIC HYXKHO YYUTHIBATh TIPU
nneatudukann THPHK. I1pnMeHeHNe TaH-TEHOMOB | TTaH-TPAHCKPUIITOMOB ITO3BOJIUT ITOBBICUTH
3 GeKTUBHOCTb UCCAeAOBAHMS U 00I1ee KoJnuecTBO npeackazaHHbix 1HPHK no cpaBHeHUIO ¢ uc-
MoJIb30BaHMEM e HOMa OJHOTO TpeacTaBuTelNs Buaa. Hactosiuii 0630p MOCBSIIEH ONMMCAHNIO MOJIEKY-
JIIpHBIX U Onosnornyeckux pyHkimit tTHPHK, saxcnepuMeHTanbHbIX 1 OMOMHOOPMATUIECKHUX METOIOB
MIeHTU(UKALIMN, a TAKXKE 3aKOHOMEPHOCTSIM 3BOJIIOLIMY, BhIsIBIeHUIO 1 aHainu3y THPHK B macimitabax

ITaH-TCHOMOB U IIaH-TPaHCKPUIITOMOB.
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Hexonupytomue PHK (ikPHK) BEImoMHSIOT B Te-
HOMax pacTeHUI psii BaXXHENUIIUX (DyHKIIUI, CBSI3aH-
HBIX C peryJjsiuueil 3KCnpeccuu reHoB, roMeocTa3oM
¢U3MOTOTUYECKUX TTapaMeTPOB pacTeHUi. 3HaHUe
¢dyHkunonanbHbix ocooeHHocTeii HKPHK mo3Bosi-
€T LieJIeHAINPaBJIeHHO YJIydlllaTh pa3JiMuHble CBOMCTBA
pacteHuii [1—3], uTo 0OycnoBIMBAaET UHTEPEC K U3Y-
yeHuto 3Tux Mosiekys. Hekogupytomume PHK moxHO
pa3feNuThb Ha ABE TPYIIIbl: CTPYKTYPHbBIE HEKOAUPYIO-
mue (pudbocomurie PHK, tpancnoptusie PHK, Mma-
nbie saepabie PHK, manbie snpsikossie PHK) 1 pe-
TYJISITOPHbIE HEKOAUPYIOLIKe (Majible HEKOAUPYIOIe
PHK u nmuuansie Hekonupyomue PHK) [4]. Hanme-
Hee M3YYEeHHBIMU U3 BCeX MepeyrCISHHBIX KJIacCOB
MoJiekya siBistioTcs jmmHHble HKPHK [5, 6].

Hnuuuble Hekopupylomue PHK (nHPHK) aBns-
IOTCSl BaXKHBIM Kj1accoM Hekoaupytomux PHK B xxu-
BBIX OpTaHM3MaX U MPEACTABISIOT COO0I IMHEITHBIE
wiun KoJbleBble MoJieKysbl PHK, conepxainue 6oee

200 HYKJI€0THI0B 0€3 OTKPBITHIX PAMOK CUUThIBAHUS
[4, 6]. ®ynkun u crpykrypa tHPHK ciabo nsyueHsl
B CPaBHEHUU C OEJIOK-KONUPYIOIIMMU T€HAMU U Te-
HaMu Manibix Hekoaupyomux PHK. OgHako yyacTtue
THPHK BbISIBIIEHO B peryyisiiuM 3KCHPECCUU T€HOB
[7], bopMupoBaHUU CTPYKTYPbl MaKpOMOJIEKYIsIP-
HBIX KOMILIEKCOB [8], BO B3auMoeiCTBUHU C OesikamMmu
[9], B maTorenese [10]. Haubonee akrmBHO mHPHK
M3y4aloTCs DKCIIEPUMEHTaJbHO 1 OMonHMOpMaTUie-
CKM y YeJIOBEKA U JIPYTUX MOJEIbHBIX BUAOB (MBIIIIb,
Kpbica, Apo3oduia U T. A.). DTU UCCIeIOBaHUS T10-
3BOJISIIOT MAEHTU(MUIIUPOBATh MOCIEN0BATEIbHOCTHU
nHPHK B reHoMax 1 TpaHCKpUIITOMAaX, paciun@po-
BaTb BaXKHbIe 0COOEHHOCTU UX CTPYKTYPHI, PETYJISLINU
9KCIIpeCCU U (PYHKIIMOHUPOBAHUS, KIaCCUPUIIUPO-
BaTb UX MO CTPYKType U pyHKuUsAM. Ha cerogHgamHuni
JIIeHb 3TU METOIbl MO3BOJUIN UACHTU(PULIUPOBATH
OoJibllIoe KOIMYECTBO MnochenosarenbHocTeit 1HPHK
y XXKUBOTHBIX. Tak, cornacHo 6a3e naHHbix Gencode
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[11], B reHOMe MbIIM onucaHo okojo 13000 reHoB
THPHK. B reHoMe yesioBeKa HacuMThIBaeTcs: OoJjiee
18000 renoB nHPHK [12]. U3yuenue nHPHK y xun-
BOTHBIX TTO3BOJIMIIO KJIaCCU(ULIMPOBATDH UX MO MOJIe-
KYJISIDPHOMY MeXaHU3My (yHKLIMOHUPOBaHUS (Ipo-
MOTOPHbIE, SHXaHCEPHbIE, TeJIOMEPHbIE, CUTHAIbLHbIE
u np.) [13—15], moyioxxeHuo B reHoMe (MEXTIeHHBIE,
WHTPOHHBIE, AHTUCMBICIIOBBIE U Ap.) [7, 16—18]. DT
WCCleN0BaHUS TTPUBOJAT K CO3JJAHUIO CIIELIMATIU3UPO-
BaHHbBIX 06a3 JaHHbBIX, MocBsmeHHbIx THPHK 1 conep-
KaIUX MOCAeA0BaTeIbHOCTU AECSITKOB ThiCsSY IHP-
HK u ux cTpykTypHO-(hyHKIIMOHAIbHYIO aHHOTAILIMIO
[19, 20]. BcaencrBue OTCYTCTBUS Y IEPBUYHOMN CTPYK-
Typbl THPHK 4eTko BbIpaxkeHHBIX (PYHKIIMOHAIbHBIX
CErMeHTOB (KaK, HallpuMep, TOMEHBI y OEJIKOBBIX IO~
cJenoBaTeIbHOCTEl) Ha CeTOMHSIIIHUI JeHb TTpeacKa-
3aHue ¢pyHkuuu 1HPHK Ha ocHOBe repBUYHO# CTpYyK-
TYpHI SIBJISIETCS CIOXKHOM 3amaueit [15, 21, 22].

CrenyeT OTMETUTDb, UTO TTOJYUYeHUE DKCIEpU-
MEHTaJIbHOM MH(OPMALIMU O CTPYKTYpe U PYHKUUU
THPHK gaBnsieTcst TpynoeMKUM MPOLIECCOM U TpedyeT
MPOBEAEHUS JOPOTOCTOSIIINX IKCTIEpUMeHTOB. [ToaTo-
My 111 u3ydeHus atoro kinacca PHK aktuBHO ncmoss-
3YIOTCSI METOIBI OMonH(MOopMaTuKU. B yacTHOCTH, OHI
HampaBJIeHbI Ha IIMPOKOMAacCIITabHOE paclio3HaBaHUe
nocienoBaTteabHocTel THPHK B reHomMax u TpaHc-
KpuntoMmax [23—25], npencka3zaHue UX B3aUMOICH -
cTBUii ¢ 6enkamu [26], ¢ MPHK u mpyrumu Hekomm-
pytomumu PHK [27], Ha perynsuuio akenpeccuu [7],
aposolio [28, 29] u npenckazaHue UX CTPYKTYPbl U
¢bynkuwmii [30].

nHPHK Taxxke n3BecTHBI 1 'y pacteHuit. MHTepec-
HO OTMETHUTb, YTO, HECMOTPSI Ha Psij Crieln(UIECKUX
0COOeHHOCTEl, (DYHKIIMOHAJIbHBIE U CTPYKTYPHBIE Xa-
pakrepuctuku fHPHK X1UBOTHBIX 1 pacTeHUit nme-
10T MHOro obmiero [31]. MU3BecTHO, 4TO y pacTeHUIA
nHPHK npuHuMaloT yyactue B peryjsiiuu yCTOMYM-
BOCTH K XOJIOIOBOMY, COJIEBOMY, TEIIJIOBOMY CTPECCY
[1—-3], oka3bIBalOT BIAMSIHUE HA YCTONYUBOCTD K TH-
NoKcuu [32], npuHUMAIOT y4yacTue B pa3BUTUM TJ10-
IoB, KopHs 1 mucTtheB [17, 33]. Tem He MeHee 10 cuUx
nop Hamu 3HaHus o fTHPHK pacTtenuii siBiasiorcst me-
Hee nmoJHbIMU, YeM o JHPHK sxuBoTHBIX. Mccnenona-
Hus [34, 35] noka3bpIBalOT, YTO MOCIEIOBATEIBHOCTH
nHPHK B nipo1iecce 3BooM OBICTPO HAKATUTUBAIOT
3aMeHbI, TaK 4YTO Jaxe C MOCJeI0BaTeIbHOCTSIMU U3
OGJIM3KOPOICTBEHHBIX BUIOB OPraHW3MOB OHU MMeE-
0T ciabyio romosoruio. [IpumMeHeHrne KOHLENIIUNU
MaH-TeHOMa, KOTopas Toapa3yMeBaeT OXBaT Iociie-
JIOBATEJIbHOCTEM, TTOABEPKEHHBIX CTPYKTYPHOI Bapu-
alluy 1, BO3MOXHO, OTCYTCTBYIOIIUX B peepeHCHOI
MOCeN0BaTeIbHOCTH KaX/I0T0 MpeacTaBUTEsI BUIA,
ITO3BOJIUT TTOBLICUTH 3¢ GEKTUBHOCTD UCCIICIOBAHUS 1
o0l11ee KOIMUecTBO TpeackasaHHbix THPHK [36—40].

Hacrosmuii 0630p mocssimued nHPHK pacre-
HUI ¥ BKJIIOYAeT OMMUCAHWE MX MOJEKYISIPHBIX U
OMoJIoTUYEeCKNX (PYHKIUI, SKCIePUMEHTATbHBIX 1
OnonH(pOpMaTUYECKNX METOIO0B MASHTU(PUKALIUHA,

3aKOHOMEPHOCTSIM DBOJIIOIIUU, BBISIBJICHUIO U
ananuizy nHPHK B macmrabax maH-reHOMOB U
MaH-TPAHCKPUIITOMOB.

KITACCUOPUKALNA nnHPHK
ITO ITOJIOXEHUIO BTEHOME

nHPHK knaccuduumpytor mo MHOTMM mapame-
TpaM, OJHAKO HauboJiee 4acTo UCIOJIb3YIOT KJIacCU-
¢duKanuio Mo MojoXeHUI0 B TEHOME OTHOCUTENbHO
M3BECTHBIX OeIoK-Koaupylomux reHoB. CorjaacHo
aToi Kiaccudukauuu, THPHK nensrcsa Ha dyetwipe
KpynHBIX Kiacca [35], puc. 1:

1) UHTpOHHBIE — TIEPEKPHIBAIOTCS C MHTPOHOM
reHa;

2) aHTUCMBICJIOBbIE — OPUEHTUPOBAHBLI MPOTUB
HaIpaBJIeHUsI TPAHCKPUIILIMU TeHa, KOTUPYIOIIETO
0eJIoK;

3) MeXTeHHbIe — PACITOJOXEHbBI MEXKIY ABYMS JIO-
KyCaM¥ I'€HOB;

4) CMBICTIOBBIE — OPUEHTUPOBAHBI B HAIIPABICHUH
TPaHCKPUIIIIUM TeHAa, KOMUPYIOIIEeTo OeIoK.

MHanuuanus TpaHCKpUNUMKU UHTPOHHBIX THPHK
MPOMCXOOUT B HAIIPaBJACHUU TPAHCKPUIILIUM FeHa MU~
IIeHW, TEPMUHALIMS IIPOMCXOAUT B 00J1aCTH TIEPEKPHI-
BaHUS ¢ 9K30HOM I'eHa MmuleHu [41].

Tpanckpunuus aHTUCMBbICIOBBIX THPHK Hauwm-
HaeTcs Ha 3'-KOHIle TeHa, KOAMPYIOILIEro 0eJ0K. DT
mHPHK pasnmensior Ha aBe TpyHIIbl B 3aBUCUMOCTH
OT LIMC- U TPAHC-T€OMETPUYECKOI n3omepuu. TpaHc-
KpUNLUS LUC-U30MepoB aHTUCMBbIcTOoBOI THPHK
(uuc-gHPHK) nmpoucxoauT ¢ mpoTUBOIOJO0XHOIO
KOHIIA JIOKYca 0eJIOK-KOAMPYIOIIETO T'eHa, ¢ KOTOPBIM
JTaHHBIA TPAHCKPHUIIT TIepeKPhIBAcTCs. 3a CUET ITOrO
nHPHK umeeTt BbICOKUIT YpOBEHb KOMILJIEMEHTAPHO-
CTH € JAHHBIM reHoM. TpaHCKPUITIUS TpaHC-U30Me-
poB aHTUcMbIcT0oBOM THPHK npoucxomut ¢ 1okyca
CcOoCeIHero 0eJI0K-KOIMPYIOIIEro reHa, ¢ KOTOPBIM I1e-
PEKPBIBAETCSI JaHHBII TpaHCKPUNT. TakuM o6paszom,
MOAO0OHBIE TPAHCKPUIITHI MOTYT IePEKPHIBATHCS C HE-
CKOJIbLKMMU TeHaMHU, HO TPU 3TOM UMEIOT HU3KUI ypO-
BEHb KOMIUIEMEHTAPHOCTHU ¢ HUMH [42].

Jmuna mexrennbix 1HPHK mpeBsimaer 200 Hy-
KJIEOTUIOB, TaHHBIC TPAHCKPHUITHI HEe TIEPEeKPBIBAIOTCS
C KOIupyomuMu 6eaku reHamu. OcoO0eHHOCTH TpaHC-
KPUMTOB JaHHOTO KJjacca: BbICOKasi KOHCEpBAaTUB-
HOCTb, BbIpaxkeHHasi TKaHeCeln(UIHOCTh, BBICOKASs
cTabmibHOCTh. B pabore [43] OmonHpopMaTnyecKUMu
MeToIaMM OBIJIO TTOKa3aHO B3aMMOIEHCTBUE MEXTEH-
Hbix THPHK ¢ MoOunbHbIMU 371eMeHTaMu. TIpoBeneH-
HOE HccllefoBaHUEe TIPEAOCTABIISIET CUCTEMATUUECKYIO
OLIEHKY BKJ1a/Jla MOOMJIbHBIX 3JIEMEHTOB B COCTaB, 3BO-
JIIOLIMOHHOE TIpoucxoxaeHue u perysunio tHPHK.

CwmbicnoBbie THPHK Tpanckpubupyrorcs B Ha-
MpaBJIeHUU TPAHCKPUIMLINM KOAUPYIOLIMX OEIOK Te-
HOB. DTO AeJlaeT X BhIAEJIIEHNE B OTHEIBHBIN KJlacc
mHPHK nnn BooOue nnentudukanmo kak gHPHK

FTEHETUKA Ttom61 Nel 2025
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Puc. 1. Knaccudukamnusa tHPHK Ha ocHOBe pacnoiokeHHsI 1 OpUEHTAIIMK OTHOCUTEIBbHO OJIMDKAMIIINX UJIU TTepeKphIBa-

IOIIUXCA T€HOB, KOAVPYIOIMX OeJIKH.

JOCTAaTOYHO MPOTUBOPEeYUBBIM. CTPYKTYpHbBIE Xa-
pakTepuctuku Takux PHK (an1unHa, koauuecTBo K-
30HOB M UHTPOHOB) MOT'YT COBITIaJaTh CO CTPYKTYpPOIi
reHa, Kogupymouiero 6eiaok. Hanpumep, B padote [17]
npearnogaraeTcsi, YTo TPaAaHCKPUIIThI JaHHOTO KJiac-
ca THPHK MOTyT mMoJHOCTBIO epEeKPHIBATHCS C Te-
HaMmu, Koaupylolumu 6enok. OnHako B pabote [41]
onucskiBatoTcst nmpumepbl THPHK, Bo3HuKIIMXx 3a
CYET AIbTEPHATUBHOIO CIUIACUHTA WX YKOpaynlBa-
HUS MEPBOTO JUOO MOCIEAHETO 9K30HA T€HOB. ABTO-
DBI TIPEANONATaIOT, YTO ITH T€HBI MOTYT MPENCTABISATD
n30(OPMBbI OEJIKOB, KOTUPYEMbIX OTUMU T€HAMU, a He
nHPHK. Hanpumep, B pabore [34, 41] PHK, nepe-
KpbIBAIOLIMECS C 9K30HOM IreHa, KONUPYIOLIEro OeIoK,
He cuntarorcss tTHPHK. [Ins pacTteHuii HalineHO MaJio
JAHHbBIX TPAHCKPUNTOB, U HU JJI1 OMHOTO U3 HUX HET
(byHKIIMOHAIbHOM aHHOTauMu [41].

MOJIEKYJIAPHBIE ®YHKL NN nuPHK

ITHPHK wmMeoT HECKOJbKO OOIIMX XapaKTe-
PUCTUK C Fr€éHaMu, KOOAUPYIOLIUMU OEJIKU, YTO 3a-
TPYOHSIET UX uaeHTUUKanuo. Tak, O0JIbIIMHCTBO
1HPHK tpanckpubupyercsa ¢ momoinpbio PHK-nonu-
mepasbl [I. OHU UMEIOT CXOMHbIE SMUTEHETUYECKHUE
mpoduan, HaIMIMe CUTHAJIOB CIUIaiiCMHTa U TTOJIH-
aIeHWIMPOBAHUs, a TAKXKe CXOTHBIE Pa3Mephl 9K30-
HOB U MHTPOHOB [44, 45]. Kpome TOro, HEKOTOphIE
1HPHK umerot nuny, npessimaronryio 1000 Hykieo-
THI0B. TakmM 06pa3oM, OHU MOTYT CONEPKaTh OTKPHI-
Thie pamku cunThiBaHus (OPC). Pasmepbl momoOHBIX
OPC moryT BapbupoBaThCs, HEKOTOPHIE M3 HUX MOTYT

FTEHETUKA Ttom61 Nel 2025

OBITb JOCTAaTOUHO KOopoTKuMu. Hampumep, B pabore
[46] ymomuHnaetcs, yto tHPHK B cpennemM moryt co-
JIepxKaTh HeCKOJIbKO TpaHcaupyeMbix OPC, umeommux
nnuHy 50 KOMOHOB.

OtnnuntenbHoil ocobeHHOCThI0O THPHK saBms-
eTCs CIIOCOOHOCTh TpaHcKpubuponBaTbcss PHK-10-
mmumMepa3soii IV u V, B ocobeHHocTH y pacteHuii [47].
bonbmmHcTBo THPHK nokanusytorcs Kak B KJIeTou-
HOM siape, Tak U B nurToriadMme [48]. Takxke tHPHK
JIEMOHCTPUPYIOT HU3KUI YyPOBEHb SKCIIPECCUU, TIPU
5TOM 3KCIPECCHUPYIOTCS OoJiee cHeUnUIHO IS
onpeneieHHbIX TKaHeil [49]. [TomoOHOe HabIIOA-
eTCs M MpU aHaJiu3e KOHCEPBATUBHOCTU CTPYKTYPHI
nHPHK. CpaBHenne nHPHK pazjinyHbIX BUIOB pac-
TeHUI MMOKa3aj0, YTO JOJISI CXOAHBIX ITOCIEI0BATEIb-
HOCTell y pa3HbIX BumoB Mana. Ognako sHPHK ogHoro
BUA JEMOHCTPUPYIOT TOCTATOUHO BBICOKMIT YPOBEHB
KOHCEPBAaTUBHOCTH MEPBUYHOM, BTOPUYHON U TPETUY -
HOM CcTpyKTYypHI [15].

B pa6otax [14, 15, 50] yka3biBaeTcs, 4TO Ha PyHK-
nuoHupoBanue THPHK Biuser u ux BHyTpUKIETOU-
Hasi Jokanu3zauus. B paborax [4, 15, 50, 51] Biaensitor
ms1Th oCHOBHBIX (pyHKuMii THPHK, mpencraBieHHBIX
Ha puc. 2.

Cuenanvrvie onPHK

nHPHK uaiie Bcero skcnpeccupyroTcsl B ofipeie-
JICHHBIX TKaHAX. B HEKoTophIX paboTax oTMeyaeTcs,
yro tHPHK skcnpeccupyercs cnenmpuyeckul B OTBET
Ha pasJiInuHble CTUMYJIbI [4, 52—54]. B cBsI3Uu ¢ aTUM
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Puc. 2. MonexynspHbie ¢dyHkuuu 1HPHK: ¢ — curnanbubie, tHPHK nosydaroT curHan ajist B3auMoaeicTBust ¢ (hepMeH-
TaMM, MOIU(PULIMPYIOIIUMU XPOMATHH, IJISI PETYJISIIAA TPAHCKPUITIIUN; 6 — JIOBYIIKW, CBI3BIBAIOT OCIIKU U MIPETIITCTBYIOT
MX IPUCOENMHEHUIO K TeHaM-MUIIEHSIM; ¢ — HaIpPaBIISIOLINE, HAIPABIISIOT TPAHCKPUIILIMOHHBIE (PaKTOPBI K MECTaM UX
(GYHKIIMOHUPOBAHUSI, CONCUCTBYIOT HEOOXOIMMOMY COCTOSIHUIO XpOMATHHA; ¢ — KapKachl, OObEAMHSIOT OEJIKK B KOMILIEK -
CBl 1 THULIMUPYIOT pa3Hbie OMOJIOTMUECKIUE MPOLIECCHI; 0 — 9HXaHCEPhl, MOTYT TPAHCKPHUITLIMOHHO aKTUBUPOBATh COCCITHUE

TCHBI.

MOXHO TPEINOoJOXUTh, YTO IKCIIPECCUSI HEKOTOPBIX
JTHPHK HaxomuTcs moa KOHTpoJeM TpaHCKPUIILIU-
OHHBIX (haKTOpOB [S55], ocylIecTBIsIETCS] B OIpe/e-
JIEHHBIIA MOMEHT U B OIIPENCICHHON TKAHU U MOXKET
CJIy>XKWUTh CUTHAJIOM JIJISI 3aIlycKa PeryIsITOPHBIX MPO-
neccoB B kjeTke [55]. Takas cneuuduueckast 3Kc-
npeccus xapaktepHa 1151 1HPHK, koTopbie Ha3biBalOT
curHajJbHbIMU (puc. 2, a). Curnanbabie tTHPHK moryT
BBICTYNATh B KQU€CTBE JIEMEHTOB pery/saunu. M3BecT-
HO, HampuMep, 4yTo curHanbHble THPHK B3anmoneii-
CTBYIOT ¢ MOAM(UIUPYIOIMIUMU XPOMATUH (hepMeH-
TaMM, TAKUMU KaK T'MCTOHOBbIE METWJITPaHC(PeEpashbl,
YTOOBI MOIABUTH IKCIIPECCUIO UX T€HOB-MMUIILIEHEeH 110-
cpencTBOM oOpa3oBaHMs retepoxpomaTHa [56]. Ta-
KM€ B3aIMONENCTBUS U SIBJISIOTCS YaCThIO PETYIISITOP-
HBIX U CUTHAJIbHBIX (pyHKIIMI gaHHoro tuna nHPHK.

onPHK-npumanku uau n108ywKu

n1HPHK -mipyMaHKY CBSI3BIBAIOT OEIKY ¥ TEM CAMbIM
MPETNATCTBYIOT UX B3aUMOACHCTBUIO C PETYISITOPHBIMU
paiioHamu reHoB-muleHei [55]. Dtu tHPHK kocBeH-
HBIM 00pa30M penpeccupyloT TPaHCKPUIILIHIO, 0J10-
kupyst mukpoPHK, Mmonndunupyoime KOMIIEKChI

(cyObeanHUIIBI XpOMaTHHA), KaTAIMTUYECKUE OeIKU U
(haxropsl TpaHckpunumu [55, 57]. Takxke nTHPHK BbI-
CTYIaIoT B KauecTBe JIoByIIKHU 11t MukpoPHK, nan-
HBI MeXaHW3M B3aMMOIEHCTBUST MOAPOOHO OIMMCAaH B
noppasnene “Mexanuszmol 83aumodeiicmeuss onPHK u
mMuxpoPHK .

Hanpaeaarowue onPHK

THPHK Takske BBITTOJTHSIOT (PYHKIIMIO TPYITITIAPOB-
K1/ToKanuzauuu (akTopoB TPAHCKPUIILIMU B OTpere-
JICHHBIX TeHOMHBIX JJoKycax. Takue nHPHK Ha3zbiBaioT
HampasJisiomumu, (puc. 2, 8). tHPHK Hanpasisior
Moau(GUKATOPBl XpOMAaTHUHA U OEIKOBbIC KOMILIEK-
cbl WK (hbaKTOPbl TPAHCKPUITLMU K OMpeaeIeHHbIM
reHaM-MuIeHsiM. OHU CTTIOCOOCTBYIOT JIOKAJIM3allu1
PEeryasiTOPHBIX MOJIEKY B ONPEASTICHHBIX JJOKYCaXx IJIst
OCYIIECTBJIEHUSI TPAHCKPHUITLIMOHHOM perysiuu [56].
JTHPHK uMeloT 1uc-, TpaHC-reoMeTpru4YecKylo H3o0Me-
puto. Lluc-n3omMepbl HAPABISIOT U3BMEHEHMST XpOMa-
TUHA, BBICTYMAasl B KAYeCTBE KOMILIEMEHTAPHBIX MU-
meHei nasg Manbix PHK (Taknx kak MukpoPHK, ma-
abie uHtepdepupytommre PHK) [55]. TpaHc-uzomepbl
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HanpapiagioT JHK-mumens nocpenctsBom PHK—
JHK B3aumoneiictBuii [58].

ouPHK-kapkacwt

nHPHK-kxapkacsl (ckaddoaabl) UrpamT BaxKHYIO
poJIb TIpU COOpPKE MaKPOMOJEKYISIPHBIX OETKOBBIX
KOMIIJIEKCOB ¥ MHUIIMALIUN pa3IUndHBIX OMOJornye-
ckux rnpoueccoB [59], (puc. 2, ). [Tono6Hsie THPHK
CIOCOOHBI COEIMHSITH HECKOJIBKO O€JIKOB B OIUH pU-
OOHYKJIEMHOBBII KOMIIJIEKC, KOTOPBII MO3BOJISIET T10-
JaBJISITh WUIM aKTUBUPOBATh TPAHCKPUIILIMIO B 3aBUCH-
MOCTH OT HaJIU4Ms U IpUPOIbl BoBiedeHHbIX THPHK
un 6eakoB [55].

onPHK-31xaucepbt

JHPHK, TpaHCKpUITIINS KOTOPBIX OCYIIECTBIISICTCS
C DHXaHCEPHbIX JTOKYCOB, Ha3biBaloTcs nTHPHK-2HxaH-
cepsl (puc. 2, d). Kak u Bce tHPHK, nx nocinenona-
TEJIbHOCTH CUMTBHIBAIOTCS B OTHOM HaIpaBJIeHUU, UMe-
o1 nmoan(A)-xBocT u crutaiicupyrores [60]. Ux creny-
eT ominyath ot a3HXaHcepHbix PHK (sPHK), koTopnie
SIBJISTIOTCSI TIPOYKTOM JIByHarpaBieHHOM TpaHCKPUII-
1IMU, HE CIUIaliCUpOBaHbl U HE UMEIOT MOJIn(A)-XBO-
cra. DuxaHcepHble THPHK Ha ceromHsmHuii geHb
JIOBOJIBHO TIJI0XO M3y4yeHbl. OMHAKO, COIJIACHO TUIIO-
te3e [61], cuHTe3 sHXaHCepHBIX THPHK Moxer ciy-
KUTH CITOCOOOM TTOMACPKAHUS OTKPBITOTO COCTOSTHUS
XpoMaTuHa B 00JIACTY SHXaHCEPOB MIJISI 0O0JIETYCHUS X
B3aMMOEHCTBUS ¢ IPOMOTOPaMU MOCPEICTBOM 00Opa-
30BaHMs TeTesb. HekoTopble nccaenoBaHusi MokKasbl-
BalOT BOBJIEYCHHOCTh HxaHcepHbix THPHK B mpo-
1IECC aKTUBALIMKU 9KCIIPECCUY T€HOB MUIlIeHeH [62, 63].
Taxxe B HECKOJBKMX paboTax IMoKa3aHO MMOHUXKEHNE
9KCOPECCUU T€HOB MMILIEHEN MPU HOKAAayHe OIrxKaii-
et K HuM sHxancepHoit tTHPHK [63, 64].

Mexanusmot 83aumoodeiicmeus oHPHK u muxpoPHK

Ocoboe BHUMaHME CTOUT YIEJIUTh B3aMMOIEi-
creuto 1HPHK u mukpoPHK. B pa6ore [65] yka-
3bIBAETCS HA yyacTUE AAHHBIX B3aUMOIEHCTBUI B

o
MI/IKpopHK

nHPHK MPHK

Pubocoma
> /7777}2 nHPHK é
1uPHK Pubocoma MI/IKpOPHK

mukpoPHK

MPHK

PEryIsaluy YCTOMYMBOCTU K OOJIE3HSIM, XOJI0I0BOMY,
TETJIOBOMY, OMOTUYECKOMY M aOMOTUYECKOMY CTPECCY
Yy PaCTEHUIA.

MukpoPHK — 3T0 Manbie Hekomupytomue PHK
IMUHOM 18—25 HyKJ1€e0TUA0B, TPAaHCKPUOUPYEMbIE U3
WHTPOHOB, HEKOIUPYIOIIMX YYaCTKOB T'eéHa WU Me-
KreHHbIX crneiicepoB (yyactkoB JJHK mMexnay reHa-
mu) [66]. Ha ceromHsIHMIA TeHb BBIAEISIOT YETBIPE
trma B3anMopeiicteusg THPHK u mukpoPHK [67],
(puc. 3). boaee moapoOGHO pazdbepeM HaHHbIE MeXa-
HU3MBI B3aMMOIEHCTBHS.

Leepadayus onPHK npu ecmpauearuu muxpoPHK

MukpoPHK ¢pyHKIMOHUPYIOT B KOMILIEKCE ¢ Oe-
Kamu ceMeiicTtBa aproHaBToB (AGO). Komruiekc Mu-
kpoPHK—AGO BcrpauBaercs B PHK-ungyumpyembrit
KOMILJIEKC MOIaBAeHUST IKCIPECCUU reHa, aubo 6Jio-
Kupys cuHTe3 6enka ¢c MPHK, nn6o nnpuBons x aerpa-
panuu MPHK [68]. [TomoOHBIIT MexaHW3M (PYHKIINO-
HupoBaHus Haomonaercs u aiasg THPHK. MukpoPHK
3a cueT PHK-cBs3bIBatonux 6eJIKoB BCTpauBaeTcs B
KoMmIieMeHTapHbI yyacTok nHPHK, BreI3bIBas ne-
rpajaluio JaHHBIX Moyiekya [69, 70]. B aToM ciyuae
THPHK BricTynaeTr kak koHKypeHT MPHK u tem ca-
MBIM afgcopOupyeT yacTh Mosiekysl MukpoPHK, cHu-
JKasl UX BO3JEMCTBME HA MOJIEKY/Ibl MOTEHIIMAIbHBIX
muireHeit (MPHK). BaxHo, 4To npu 3ToM mpoucxo-
auT nerpamauus u camoii tHPHK (puc. 3, a).

onPHK-muwenu ons muxkpoPHK

Bnepsbie tTHPHK-MuiieHu ¢ apdexrom Mumu-
KpUU, WIN KOHKYpUpYyromue 3HgoreHHbie 1HPHK
(competitive endogenous RNAs, ceRNASs), Obu1n 00-
HapyXeHbl B reHoMax pacteHuit [71], (puc. 3, 6).
Mexanusm MmumMukpun (“sdp@ext ryoku”) 3akioda-
eTcsl B OJ1okupoBaHuu B3aumopaeiicteus MmukpoPHK
¢ MPHK-MuItieHb10 3a CYET CBA3BIBAHMS JAaHHON MU-
kpoPHK ¢ nHPHK-npumankoii yepe3 4acTU4HO KOM-
IUIEMEeHTapHbIe MOCcIea0BaTeIbHOCTHU [72].

MI/IKpOPHK MukpoPHK
nHPHK i
MJI%MMM nPHK ol
MPHK

Puc. 3. Mexanusmbr B3aumoneiictBust THPHK — mukpoPHK: @ — nerpamanms nuiPHK nipu BerpanBanun mukpoPHK; 6 —
nHPHK BricTymaer B kauecTBe muiieHu (ryoku) mist MukpoPHK; ¢ — ntHPHK konkypupyet ¢ mukpoPHK ms perynsiiumn
ypoBHs 3Kkcnpeccun MPHK; e — nHPHK Brictynaet npeniecrBeHHukoM MukpoPHK (crinaiicupyercst B MukpoPHK).
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Ha ceromusmHuii neHb 3KCIIEPpUMEHTAILHO IO -
TBepXIeHO BausiHue aHAoreHHbIx THPHK Ha pery-
o cuHrtesa ocdatoB B Arabidopsis thaliana [72],
Zea mays 73] u Medicago truncatula | 74] 3a cueT cBsI-
3piBaHus ¢ MUKpoPHK.

Kounkypenuus onPHK u mukpoPHK

Mexanu3msbl B3aumoneiicteuss MukpoPHK ¢ 3H-
JTOTEeHHBIMU W KOHKypupyomumMu 1HPHK cxoxmn.
THPHK BBIOJHSIET poib MUIIEHW U CHUXKAET KOH-
neHtpanuo MukpoPHK, (puc. 3, ). Onnako ntHPHK
MOXeT KOHKypupoBaTh u ¢ MUKpoPHK. DToT Mexa-
HU3M (pyHKunoHupoBaHuss tHPHK Bo3HukaeT B ciy-
Jae, KOrma 3a CYeT KOMILIEMEHTapHBIX OCHOBAaHUM
oHu cBsi3biBatoTcs ¢ MPHK, He naBast BO3MOXHOCTH B
aTux paitonax MPHK B3aumoneiictBoBath ¢ MUKpoP-
HK. ITogoOHBI MeXaHU3M MO3BOJSET MPEIOTBPATUTD
nerpaganuio MPHK, ¢ koTopoii cs3biBatoTcst THPHK
[75-77].

onPHK-npedwecmeennuxu muxkpoPHK

Hekoroprie tTHPHK kxak nmepBuyHBIE TPAHCKPUII-
Thl MOTYT CJIYXXWUTb MpeAlIeCTBEeHHUKaMU crieludu-
yeckux MukpoPHK, (puc. 3, ¢). Mansie PHK Moryr
MPOU3BOAUTHLCS 3a CUET MeXaHU3Ma CIUIaliCMHTa U
MPUBOAUTH K YCUJIEHUIO TTOCTTPAHCKPUIILIMOHHOM
peryasiiuu cootBeTcTByto1ux MPHK-mummeneit [35].
Taxoit Mmexanusm dyHkunonupoBanust THPHK Ob11
SKCIEePUMEHTAIILHO TOATBEPXKACH Yy yesioBeka [78].
TTokazaHo, YTO OHU OTBEUAIOT 3a PETYJISILIUIO pa3BU-
TUSI U TIPOTPECCUPOBAHUS OIYXOJU 3a CUET KOHTPO-
1 TpaHckpunnuu MukpoPHK-cynpeccopos [79, 80].
Hnga pacrenuiit tTHPHK-nipeninectBeHHUKM oOHapy-
JKeHBI OMonH(popMaTHIeCKUMM MeTogamu. B paboTtax
[81, 82] 6onbLIMHCTBO BhIsIBIeHHBIX MUKPOPHK BbI-
paBHMBAIOTCSI HA KOHLIEBbIE YYACTKU TOCIeA0BaTe b-
Hoctu ;HPHK, ykaswiBasg Ha To, uTo 3T THPHK 4B-
JISIIOTCS UX MPealeCTBEHHUKAMU.

OKCITPECCHA nsnPHK

Ha ceromHsilIHUI 1eHb TOSIBJISIETCS] BCe OOJIbIlIe
pa6ot 1o ananmusdy tHPHK y paznuyHbIx opraHu3MoB,
B KOTOPBIX PUMEHSIIOTCSI METOABI UCCISIOBAHUS OKC-
MPECCUM 151 JaHHBIX MoJieKyJl. OOLIEeNPUHSTHIM CUU -
taetcs, uyto THPHK neMoHcTpupyroT 6ojiee HU3KMIA
ypOBeHb 3Kcnpeccun no cpaBHeHuto ¢ MPHK, mipu
3TOM IKCIIPECCUPYIOTCS OoJiee CrielM(pUIHO 151 oTpe-
nelleHHbIX TKaHelt [34]. OgHako B IociieqHee BpeMsl
HAYMHAIOT MOSBISATHCI PabOThI, IEMOHCTPUPYIOIIIME
1HPHK ¢ ypoBHSIMU 3Kcripeccun, paBHBIMU TaKOBBIM
IUIS TEHOB, Konupymolux oenku [16, 83]. [lomoGHbIE
cJyJau SIBJISIIOTCS €AMHUYHBIMU, U UX Pe3YJIbTaThl Tpe-
OYIOT 9KCIIEPUMEHTAJIBHOTO MOATBEPXKIECHUS.

Boigensior Tpu HampaBIeHUs UCCIETOBAHUS KC-
npeccun fHPHK: ananus skcnpeccun nHPHK B
TKaHSX U B OTBET Ha ONpele/IeHHbINA pa3apakuTellb;

aHanu3 nuddepeHInaaIbHON 3KCIIPECCUN U KO-2KC-
Npeccuu ¢ reHaMu, KOAMPYIOIIMMU OeJIKU; aHaIu3
TKaHecnieuudpunuyHocty THPHK. JlaHHBIe MMOAXOIbI
MIPUMEHSIIOTCS KaK IS MaCIITaOHOIO TPAaHCKPUIITOM-
HOTO aHaJiu3a, TakK 1 AJ1s1 aHajinu3a HeOOJbIIUX BbIOO-
POK IOCJIEN0BATEIbHOCTEN.

Ananu3 skcnpeccuu tHPHK B TkaHsx sBisieTcs
HauboJjiee pacrpoCcTpaHEeHHbIM HallpaBJIeHUEM HcClie-
JIOBaHUS. BOJIBIIMHCTBO pabOT HAUMHAIOT CBOE UCCIIe-
JIOBaHUWE C JAHHOTO HampaBJieHUsl, TOCTENIEHHO YITy-
ossisich B AU hepeHIIMaTbHYI0 WX KO-3KCIPECCUIO.

Ananu3s tkaHecneuuduuyHoctu tHPHK gsnsier-
csl HanMeHee MCCIIeTOBAHHBIM, TaK KaK HET TOYHOTO
MOHUMAaHUS, KaKOW METOJI OIIpeNeIeHUS CIIelpuy-
HOCTH BKCIIPECCUM IeHa B TKAHSAX HanboJiee TOUHBIM
[84]. Bo mHOrMX padoTax criemu(UUIHBIM CUNUTACTCS
TeH, UMEIIINI BKCIIPECCUIO TOJIBKO B OJHOI TKaHU
[16, 85, 86]. OgHUM K3 MEPBBIX MTOAXOI0B SIBJISIETCS
MOMCYET KOJIMUYeCTBa TKaHeil, B KOTOPBIX JaHHBII TeH
akcnpeccupyercs [87]. OmHako JaHHBII METOM MTO3BO-
JISIeT UCCIIE0BATh TOJIBKO FeHbI C BEICOKOI 3KCIIpec-
cueii, 4TO 3aTpyIdHsSIeT BBIOOP mopora (puiabTpanuu
nocyaenoBaTesbHOCTel. Takke cyliecTByeT mpodiema
OJIM3KOPOICTBEHHBIX TKAHEH, TAKUX KaK YaCTH CTEOJIs
WJIM MO3Ta YeJloBeKa.

C pa3BUTHEM MTOHUMAHUS O CTPYKTYPE U DYHKIIMSIX
JHPHK cTano nosiBisiTbes Bce 0OJIbIIIe ITOAXOO0B K pe-
LIeHU0 AaHHOM 3amaun. CyllecTBYIOIIME METOIbI Jie-
JIATCS Ha JABE TPYIMLI. B mepBoii rpyrine mokasareneM
CIEM(PUIHOCTU SBJISIETCS YMCIIO, OTIpenessioniee,
HACKOJILKO CTIeLIM(PUUHO IKCIPECCUPYETCST UCCIenye-
MBbIii TeH: 1 — ec/iu reH uMeeT crnelu@UIecKylo dKC-
npeccuio, 0 — ecJIm KCIpeccupyeTcss B HECKOJIBKHUX
TkaHsx — Tau [88], Gini [89], tissue specificity index
(TSI) [90]. Bo BTopoii rpymnmne crenuuIHOCTb DKC-
MPEeCCUU TeHa PaCCUMTBIBAETCS OTACIbHO JIJIs1 KaXIOM
TKaHu — z-score, SPM [91], expression enrichment
(EE) [92], npu 3TOM ypOBeHb CIELIMPUIHOCTU BapbU-
pyeTcst MexXay pa3HbIMU METPUKaAMMU.

B ocHOBHOM BCe METPUKM pacyera CIielupuy-
Hoctu 3Kkcnpeccuu rera (Tau, EE score, TSI, Gini
coefficient) moxoxu: mIst pacuyeTa UCIIOJIb3yEeTCs YPO-
BEHb BKCIPECCUU TeHa B OINpeIeICHHOM TKAaHU U KO-
JINYECTBO SKCIEPUMEHTOB, KOTOPHIM JTaHHAasI TKaHb
npuHamiexuT. Hampumep, popmyna mist pacuera Tau:

2(1),

T= n-—1 ’ (1)
P
i max (Xl.) s (2)

1<i<n

[Ae X; — 9KCIpeCcCHsd reHa B TKaHU; n — KOJIMYECTBO
SKCIICPUMEHTOB C TKaAHbIO.
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Bcerpeuarorcss paboThl, NCIOJB3YIOIINE, TOMUMO
[ePEUNCICHHBIX BhIIIE, METPUKK, OCHOBAHHbIC HA DH-
tpornuu lllenHoHa, Jensen-Shannon (JS) [93]:

Hg =ZISISN — Py log, (pt‘g ); (3)

D 4)

ZIStSng:t s

e Py — pacnpeneseHue 3KCIPeCCUU reHa B TKaHU

Prg =

n g ; — sKenpeccus reHa. Takum o6pasoM, Pyg 1o-
Ka3bIBAaeT OTHOILIEHUE SKCIIPECCUU I'€HA B OIPENENIEH -
HOI TKaHU Ha CYyMMY 9KCIPECCUM ITOrO reHa BO BCEX
TKaHsIX.

O, = Hg —log, (p,\g), 5)

rie Hg — SHTpomnus, MOKa3blBaeT, HACKOJIBKO TeH
TKaHecneUnUUHBIH. Eciyu 3HaYeHUe 3HTpPONUU
061m3ko wian paBHO 0, TO JaHHBINA TeH creunpuieH
IIJIST OTIpelieJICHHOM TKaHMU. let IMOKAa3bIBaeT SHTPO-
MU0 9KCIIPECCUU MCCIIEAYeMOro TeHa B OQHOI TKaHM.
Yem BbIllle 3HAYCHUE DHTPONNUM, TEM BBIIIE CIICLIN-
(bMIHOCTB PKCIIpEecCUM TeHa B ONpeie/IeHHOM TKaHMU.

BUOJIOTUYECKAS POJIb
aaPHK Y PACTEHUM

INpenpinymue pasmenbl mokKa3aan pa3HooOpa-
31€ U BaXXHOCTb MOJIeKyJsipHbIX yHKUMii THPHK y

Paszsurie mcra: TL, ALEX] ...

Aposmzamusa: COOLAIR,
CLDWRAP, COLDDAIR,
MAS ...

pactenuii. tTHPHK Moryrt BeicTynath Kak reHeTu4e-
CKHe U 3MUTeHEeTUYECKUE PeTYIsITOPbl 9KCIPEeCCUu
reHOB. B 3aBUCHMMOCTH OT TeOMeTpUUECKOM NU30MEPUU
OHU MOTYT (DPYHKIIMOHUPOBATh KaK 1IMC-PETYISTOPHBIC
3JIEMEHTHI, B3aMMOACHCTBYS C OJM3KO PacIOIOXEH-
HbIMU T€HaMU U BO3JEUCTBYsI HEIOCPEACTBEHHO Ha
TeHbI B OJTHOM LIETU, WJIM TPAHC-PETYISITOPHbIE 3Jie-
MEHTBI, NeHCTBYS BIajiu oT MecTa cuHTe3a. THPHK
MOTYT TIPETSTCTBOBATD CBA3BIBAHUIO TPAHCKPUTIIINOH -
HbIX (haKTOPOB ¢ MPOMOTOPHOM 001aCThIO, BBICTYMAS
B KauecTBe PenpeccopoB TpaHCKpUMNLuu. B pe3yib-
TaTe 3TUX MOJEKYJISIPHBIX MPOILIECCOB KOHTPOJIUPY-
10TCSl QYHKIIMM pacTeHUId Ha 6oJiee BBICOKOM YPOBHE
OpTaHW3aIVM: TKaHeil, OpTaHOB M BCETO OpraHM3Ma.
[TpuMepsl TpoOLIECCOB, KOTOPbIE 3aTparuBaeT Perysi-
uus npu nomoiwn fTHPHK y pacTteHuit, mpuBeneHbl Ha
puc. 4. K HUM OTHOCSITCSI: yCTOMYMBOCTh PAaCTEHUM K
pa3IMIHBIM BUIAM CTpecca, pa3BUTHE OPTaHOB pacTe-
HUIA, apoBU3allMsl, pa3BUTHE IUIOAA.

onPHK 6 npouecce sposuzavuu

LIBeTeHUe SBIgEeTCS OOAHUM M3 BaXXHEWIIUX
aJaNTUBHbBIX IIPU3HAKOB, 00eCIeYNBAIOIINX IEPEXOJ
PENpPOAYKTUBHOTO POCTA Y PA3BUTHSI, TIPOUCXOISIIINI
B OJIaTOIIPUSITHBIX YCIIOBUSIX B T€YCHME XXU3HEHHO-
ro muKJja pactTeHus. poBu3aius sSIBJISIETCS Ba>XKHbIM
MEXaHU3MOM, KOHTPOJIUPYIOIIUM IIBETEHHUE Y HEKO-
TOPBIX BUOOB pPacTeHUIl, KOTOpPHIE pacTyT B BereTa-
TUBHOM COCTOSSHUM B XOJIOOHBIE 3UMHME CE30HBI U
HauyMHAIOT LIBeCTU BecHOU [94]. TakxKe sipoBU3aLIus

YCTOIYMBOCTD K Pa3IMYHBIM BUIAM CTpecca:

xonomoBoii: SLAVKA, lincRNA159 ...
coseBoii: DRIR ...

TemoBoii: TahInRNA27 ...

cseropoii: HID1, FLORE ...

3acyxa: LincRNA20 ...

Tsokelbie Metauibi: XLOC 086307 ...

Pazsurtue kopusa: ASCO,
ENDO40, APOLO ...

Puc. 4. buonoruveckast poiabr THPHK y pactenuii. tHPHK npuHumaloT yyactue B peryjasiliud reHoB, OTBeUarolux 3a
YCTOMYMBOCTh PACTEHUIA K pa3IMUHBIM BUIAM CTpecca (CHHUI TPSIMOYTOJIbHUK), TAKXKE BIMSIOT Ha TUIONOPOINE pacTCHUI
(KpacHblii TPSIMOYTOJIBHYK), YYAaCTBYIOT B Pa3BUTHUU JIMCTA, KOPHS (3€I€HBIM, (PMOJIETOBBII MPSIMOYTOJbHMK) U B Ipolieccax

SIPOBU3ALIMK (OPAHXKEBBINA MTPSIMOYTOJIBHUK).
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SIBIIIETCS HanboJiee N3y4eHHBIM PeTyISITOPHBIM ITPO-
IIECCOM y pacTeHuit, B KoTopoM ydacTByoT THPHK.
OHU TakKe TPUHUMAIOT yYacTHe B PETYISIIMU TeHa
FLOWERING LOCUS C (FLC), oTrBeyalomiero 3a
YCTOMYUBOCTD A. thaliana K xonogoBomy cTpeccy [3].
Ha ceromgHsiiiHuit neHs B 1okyce FLC oOGHapyXeHo aBa
knacca tTHPHK: COOLAIR — nHPHK tpaHckpubupy-
€TCsl B AaHTUCMBICJIOBOM HAIlpaBJIEeHWU MO OTHOILIEHUIO
K mpomoTtopy reHa FLC; COLDAIR — nuPHK Tpanc-
KpUOUpyeTcsl ¢ IepBoro MHTpoHa reHa FLC B cMbIc-
noBom HampasiaeHun. tTHPHK COOLAIR cBsi3biBa-
10TCs ¢ JJokycoM FLC B LIMC-MOJIOKEHUU U 00pa3yloT
R-nemnio Mexxay mpoMOTOPOM 1 TTEPBBIM MHTPOHOM
reHa FLC, 94To IpUBOOUT K IIOJABICHUIO SKCIPECCUN
JaHHOTO TeHa MUulleHU. JJaHHBII Mpoliecc MPOXOaUT
KakK Ha aBTOHOMHOM, TaK 1 B IpOBU3MPOBAHHOM ITyTH
[94].

OHPHK u eausnue na yposxcaiinocme pacmeHnuil

Pa3BuTHe HOPMaJIbHOTO TBLIBLIEBOIO 3¢€pHA UMEET
pelaroliee 3Ha4eHWe ISl OTIJIONOTBOPEHMS U pa3BU-
Ths1 ceMsiH. [IbIIBHUK AeificTBYeT KaK poauTeIbCcKast
TKaHb MbUILLIEBOTO 3€pHA U PETYJIUPYET ero pa3Bu-
THe. AHOMaJTbHOE MBITBIIEBOE 3¢PHO MOXET IPUBECTH
K pa3BUTHUIO PACTEHUI ¢ MY>KCKOU CTEPUTbHOCTBIO
[95]. DkcriepuMeHTanbHBIe UccienoBaHus [96, 97]
nokazanu BoBiaeueHHocTh THPHK B mpoiiecc KoH-
Tpoist ypoxaitHoctu. Hanmpumep, tHPHK (LDMAR)
puca (Oryza sativa japonica) BbI3bIBaeT 3alporpam-
MUPOBAHHYIO THOEJTb KJIETOK IMBIJTEHUKOB B YCIIOBUSIX
anuHHoro aHs (LD, long day) 3a cuet crniiaiicuHra B
mukpoPHK osa-smR5864. OgHoHykeoTrIHAS MyTa-
g MUKpoPHK o0sa-smR5864 npuBoauT K My>KCKOM
cTepuIbHOCTU pacTeHus [96]. CHUXeHUe SKCIPEcCun
THPHK (BcMF11) B Brassica campestris mpensiTCTBY-
eT Ierpamalyu TareTyMa U MPUBOIUT K IPepPbIBAHUIO
oOpa3oBaHMs IbUIbLEBLIX 3epeH [97]. Takke meTona-
MU 6uouH@oOpMaTUKU B padote [33] mj1g maTu cTaauii
pa3BUTHS TIbIJIbHUKA Brassica rapa Ob110 BbIsIBICHO 14
THPHK, xo-skcnpeccupyromuxcs ¢ 10 u3BeCTHBIMU
TeHaM¥, KOTUPYIOIINMHK OeJIK!, KOTOPhIEe UTPAIOT pe-
IIAIOLIYI0 POJIb B Pa3BUTUU MbUIbLIBL. Kak yTBepXKaatoT
aBTOpPHI, BEIsIBIIeHHBIe THPHK mpencrapmisior mHTEpec
JUISL JAaJIbHEV X 9KCIIEPUMEHTAIBHBIX UCCIENOBAHUI
BoBineueHHocT THPHK B penpomykTuBHBIE mpolec-
Cbl PACTEHUIA.

ouPHK 6 npouecce pomomopocenesa

MoneKyJIsIpHBIII CUTHaJbHBIN MeXaHu3M (OTO-
MopdoreHes3a IMMUPOKO U3yUalicd y pa3IMIHbIX BUIOB
pacteHuii. Bo Bpemst 3Toro siBjaeHUs psig OJIKOB ac-
COLIMUPYIOTCS B KAUeCTBE MEPBUYHBIX Y BTOPUYHBIX
CUTHaJIbHBIX MOJIeKy1. Cpeny HUX BBIIEISIOT ceMeii-
CTBO TPAHCKPUIIILIUOHHBIX (PAKTOPOB CO CTPYKTYPOIi
JAHK-cBs3bp1Batoniero goMeHa cuupaib—IeTIss—CIn-
panb [helix—loop—helix (bHLH)]. Cpeau 4ieHoB ce-
MelicTBa BBIIEISIOT (haKTOPhl B3aMMOIEHCTBUS C

¢duroxpomoM (PIF), koTopble BHIMOMHSAIOT (DYHKILIMIO
rmonaBiieHus (hoToMopdoreHe3a IPOPOCTKOB B TEMHOE
BpeMs1 cyTok [98]. B padore [77] ooHapyxkeHna tHPHK
(HID1), xoTopast ¢pyHKIIMOHUPYET KaK TpaHC-pPEry-
JISITOPHBIN 3JIEMEHT, B3aUMOIEHCTBYSI C TIPOMOTOPOM
reHa PIF3 (xio4yeBasi CUTHaJIbHasI MoJieKyaa (poTo-
MopdoreHesa, KOTopass HeTaTUBHO peryaupyeT pe-
aKIIMK1 Ha KpPacHBI CBET), U UHTUOUPYET ero TpaHC-
Kpumnuuio. B pesynbraTte HabammaeTcsa yaJIuHEHUE
3apOJbIILIEBOrO CTeOIST (TUIMMOKOTUISI) Y CaXXeHIIEB A.
thaliana.

onPHK 6 npoueccax ycmoiiuusocmu
K Pa3AuyHbIM udam cmpecca

B nipupone pacteHus moaBepraroTcs NelCTBUIO
Pa3IMYHBIX CTPECCOBBIX (PaKTOPOB, TAKMUX KaK COJIb,
3acyxa, X0JIO/I, TEIJIO, a TAKXKE pa3IMuHbIe BUPYCHbBIE
UHGpEeKIUU. DTO IIPUBOIUT K IIpodieMaM B poCTe U
TI0A0POAUM Y pacTeHUuit. YTOObI ananTupoBaThCs U
BBIXKUTh B TAKUX HEOJAroMpUSITHBIX YCIOBUSIX, pacTe-
HUS UCIMOJIb3YIOT MHOXECTBO MEXaHU3MOB PETYJISLIUU
TEHOB 11 BOCCTAHOBJIEHUS KJIETOYHOTO roOMeocTas3a.
CoBpeMeHHbIe McclieloBaHusl IEMOHCTPUPYIOT HEMa-
JoBaxxHy1o posib THPHK B perymsiiimm skcripeccuu re-
HOB B OTBET Ha CTPECCOBBIE COCTOSIHUS [99].

Bosneuennocts tTHPHK B mpouecchl ycToiiunBo-
CTU K aOMOTUYECKUM BUJAM CTpecca JeMOHCTPUPYETCS
y A. thaliana [81], B. rapa [100], Bunorpana (Cabernet
Sauvignon) [101], O. sativa [102] 1 MHOTUX APYTUX
pactenuii. Hanpumep, y tHPHK A. thaliana Beigens-
0T CJIEAYIONIE MEXaHU3MBI PETYJISIUN YCTOMUNBOCTH
K XOJIOIOBOMY CTPECCY: MOIYIISIINS / PEKOHCTPYKIIHST
xpomatuHa, Hanpumep THPHK COOLAIR, onucaH-
Hag BblIlle; aibTepHaTUBHBIN critaiicuHar THPHK TAS1
MNPUBOAUT K 006pa30BaHUIO BapMaHTa TPAHCKPUIITA C
HepaculelIeHHbIM UHTPOHOM, 0oJiee YCTOMYMBOTO K
XOJIONOBOMY CTPECCY, YEM CIUIaiiCMPOBAHHbIN Bapu-
anT manHoit THPHK [103]; TpaHCKpUMILIMOHHAS pery-
nsumst reHoB, HanpuMmep THPHK SVALKA nonasnsiet
TpaHckpurnuuio reHa CBFI (OTBETCTBEHHOTO 3a 3a-
MyCK KacKaja peaklivii, HarmpaBJIeHHbBIX Ha YBeIuve-
HUE YCTOMYMBOCTU PACTEHUMN K HU3KUM TeMIIEpaTy-
paMm) 3a c4eT TPaHCKPUIILMOHHOM Kouiu3uu [104].

THPHK IncRNA973 y A. thaliana perynupyer
YCTOMYUBOCTb PACTEHUI K COJIEBOMY CTPECCY MMYTEM
MOJYJISLIMUA IKCIPECCUU I€HOB, OTBETCTBEHHBIX 3a
peakTuBHbIe popMbl kuciaopoaa (SOD, CAT u POD),
TpaHcKpUIIUIMOHHBIE pakTopel (MYB5, WRKY46,
NAC29 u ERF62) u nonnsiii 6ananc (NHX7) [105].

Csepxakcnpeccuss 1HPHK At5NC056820 y

A. thaliana noBpIlLIaET YCTOMYMBOCTDL pacTeHUs K 3a-
cyxe [106]. tHPHK TCONS 00021861 y O. sativa 3a
cuet a(dekra ryoku B3anmoneiictByeT ¢ miR528-3p
¥ TIpeIoTBpallaeT ee B3anMOIeCTBIE ¢ TEeHOM-MMU-
meHblo YUCCA-7 (KOTOpbBIii y4yacTByeT B OMOCUH-
Te3e TpUNToGhaH-3aBUCUMBIX ayKCUHOB M TTOBBIIIIA-
€T YCTOMYMBOCTD K 3aCyXe), YTO aKTUBUPYET CUHTE3
T’EHETUKA Ne 1
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POJIb AJIMHHBIX HEKOANPYIOIIMX PHK B PACTEHUAX 11

nuHpoaui-3-ykcycHoit kucnorsl (MYK), mosbimaio-
et ycToiiunBOCTb K 3acyxe [107].

[TonoOHBII MexaHu3M HaOmonaetrcsd mist fHPHK
TCONS 00048391, xoropas sBisieTcsl “TyOKOi” st
MmukpoPHK bra-miR164a, mogasistolieit 3KCpeccuio
reda-muineHd NAC1 (OTBETCTBEHHOIO 3a YCTOMYM-
BOCTb K TEIJIOBOMY cTpeccy Yy B. rapa) [100].

Takum oOpa3zoM, Jaxke BHYTPU OJHOIO OpraHu3Ma
THPHK mnMeroT paznnuHbie MeXaHU3MbI PETYISIIN
YCTOMYMBOCTH K aOMOTUYECKUM BUIaM CTpecca.

OBOJIOUUA nnHPHK

DBOJIIOLIMOHHBIE MPOLECChl MPUBOIAT K U3MEH-
YUBOCTU CTPYKTYphl U pyHkumii tTHPHK. B obmactu
n3ydyeHus somonun fTHPHK cyiiecTByeT HeCKoIbKO
HaIpaBJIEeHUII aKTUBHBIX UccienoBaHuii. [Ipexmae Bce-
TO BTO BOIPOCHI, CBI3aHHbIE C BOBHUKHOBEHUEM HO-
Bbix THPHK B reHomax opranusmoB. OmHUM U3 TaKUX
MEXaHU3MOB sIBJISIETCSl NyTIMKaius reHoB. TlosiBie-
HUE B TeHOME JOMOJTHUTEIbHONM KOMMU TeéHa OTKPbI-
BaeT CBOOOMY 1151 BOJIIOLIMU OHOM M3 KOIUIA reHa.
MyTanuu, Bo3HUKAOIIUE B OMHON W3 IBYX KOTIUIA U
ocnalJisione UCXOaHyo (yHKIUIO TeHa, He OyayT
OTCEMBATHCS OTOOPOM, MMOTOMY UTO BTOpasi KOMKS MO-
JKET COXPaHUTD MPEXHIOW (QYHKIIMOHAIBHOCTb. TakuMm
obpas3oM, 3a cueT AYMJIMKAallM1M BO3HUKAIOT “TICeBIO-
reHbl” (HeaKTUBHbIE Y4aCTKU), U30(DOPMbI U TpaHC-
kpuntel THPHK [28].

CylllecTByeT HECKOJIBKO I'MMOTE3 BOBHUKHOBEHMUS
nHPHK 3a cuer nynnukauuu. IlepBas ocHOBbIBaeTCs
Ha roTepe oIHOM 13 n30(opM reHa, KOIUpPYolIero oe-
JIOK (B Tpoliecce AYTUIMKALMKU), CIIOCOOHOCTU KOIU-
poBaTh O6e/oK. DTO 00BsICHsAETCSl HanuureMm y ATHPHK
PEryIsITOPHBIX 3JIEMEHTOB, CAaliTOB CIlIaficuHra, 1Mo-
cJenoBaTeIbHOCTEM 9K30HOB U MOCJIeI0BaTeIbHOCTE,
umeromux noau(A)-xpoct. Hauboiiee n3BecTHEHII
npumep nHPHK, Bo3HuKIIe# 3a cueT OyIuiMKauuu
reHa, Koaupylolero 6ejaok, — uejgoBeueckass tTHPHK
Xist [29]. Bropas runore3a oCHOBaHa Ha AYIUIMKAIIUU
Hekonupytomnx PHK. OgHako momoOHBIe ciaydau
BCTpEYAIOTCSl HE TaK 4acToO, KaK AYTUIMKALIUS T€HOB,
KOIUPYIOLINX OCJIKU, BCISACTBUE BHICOKOI 3BOIOLIM -
oHHoI1 1adunbHocT AHPHK [108].

Taxke onHa U3 runore3 Bo3HUKHoBeHUsT THPHK
CBsI3aHa CO BCTpauMBaHUEM MOOWMIbHBIX 3JIEMEHTOB
(MD) B nocienoBaTeIbHOCTh TpaHCKpuNTa. MooOUIIb-
HBbIE 3JIEMEHTBHI MOTYT CIIOCOOCTBOBATH PETYJISILIUU
SKCIIPECCUM TEHOB IIPU pa3BUTUU W ajgallTalluu, a
TakXe CIYKUTh OCHOBHBIMU UCTOUHMKAMU T€HETH-
YeCKMX BapHalliil B 3BOJIOLUU F'eHOMOB. MO tipu-
CYTCTBYIOT B 9K30HAaX, caiiTax Hayaja TPAHCKPUIILIUU,
caiitax nmonuaaeHUIMpoBaHuUs (1o (A)-XBOCThI) UIKU
B HEKOTOPBIX KOMOMHALIMSIX 9TUX yacTeit. Mcciaenona-
HUe, NMPOBEIeHHOEe HA BOCBbMU pacTeHUIX (BKIOYA-
omux A. thaliana, KyKypy3y, ToMat, Tonojb) [109],
nokasano, uto 59.7% nuPHK, HalineHHBIX BO Bcex
BOCBMHU OpPTaHM3Max, UMEIOT 10 KpaifHeil Mepe OIuH

FTEHETUKA Ttom61 Nel 2025

5K30H C YaCTUYHO BCTpOoeHHBIM M 3. B uccinenoBanumn
[43] moka3aHo yyactue M3 He TOJIBKO B IOSIBICHUU
IHPHK, Ho u B peryasuuu u BapuabeIbHOCTU
nHPHK.

s ouenku KoHcepBatuBHocTu THPHK Mexny
reHOMaMU Pa3IMYHBbIX OPraHM3MOB CPaBHUBAIOT UX
nociaenoBateabHocTu [110]. Hanmpumep, npu BeipaB-
HuBaHuu 67 teic. tTHPHK puca Ha 39 thic. tTHPHK
KYKYpPY3bl A0J51 COBNAAAMOIINX MO3UILIUI TOMOJIOTOB
nHPHK pasna 20% [111]. I1pu cpaBHenuu nHPHK
IUTST 9BOJTIOIIMOHHO 00Jiee TajleKnX BUAOB, HATIpUMED
A. thaliana v O. sativa, ypoBeHb CXOACTBa 3HAYUTEILHO
najgaet BIUIOTH 10 OTCyTcTBUS romooruu [109]. Tonb-
KO HeOOJIBIIIOe KOJIMYECTBO ITOCIIeTOBATEIbHOCTEH
nTHPHK nemoHcTpupyeT ypoBeHb KOHCEPBAaTUBHOCTH,
CPaBHUMBII C KOHCEPBATUBHOCTHIO TEHOB, KOIUPYIO-
mux 6enku [112]. OnHoii u3 takux ntHPHK sBnser-
ca IPS, yuactBylomias B romeocTase ¢ocdopa (P y
A. thaliana, O. sativa, S. lycopersicum u S. moellendorffii.
IPS conepXuT KoHCepBaTUBHbBII MOTUB U3 24 HYKJIEO-
TUIOB B IEPEYUCICHHBIX BUIAX, KOTOPbI CIYKUT MU-
meHbto st miR399. IPS nepBoHavaibHO NosiBUJIACH
y S. moellendorffii, npeacraBuTesst ApeBHUX CIOPOBBIX
BBICIIMX PAaCTeHU. 3a BpeMsl BOJIOLIMOHHOTO Pa3BU-
s pyakuusa [PS He usMeHmnach, YTo MOXKET yKa3bl-
BaTh Ha posib nanHo THPHK B agantanuu x cyiie B
Tpolecce MUTPALlUU U3 BOTHOM Cpebl.

Onnako 6osbminHcTBO AHPHK mokasbiBaloT BbI-
COKY10 BaprabesibHOCTb MePBUYHOUN CTPYKTYPHI, UTO
noaTBepxkaaeTcst B padore [113], mocBsileHHOM aHa-
3y KoHcepBatuBHocTu NHPHK mexny 25 uBer-
KOBBIMM pacTeHUSIMU. AHAIN3 MoKa3asl, YTO TOJbKO
6.79% nnPHK xoHcepBaTUBHBI y BCEX UCCIIEAYEMBIX
pacteHuii. B padore [114] ObLI IIpoBeaeH aHAINU3 KOH-
cepBatuBHoCcT THPHK (MexXreHHBIX) prica OTHOCH-
TeJbHO CEMU BUIOB pacTeHUil. B pesynbraTe Oblia
nokazaHa Hu3Kast KoHcepBatuBHocTh THPHK B cpaB-
HeHuu ¢ MPHK, omHako Gosee BbIcoKast B cpaBHEHUM
¢ MPHK, conepxamumu M3D. AHajin3 KOHcepBaTHUB-
HOCTHU CTPYKTYpHBIX asieMeHTOB THPHK mokasai BbI-
COKY10 KoHcepBaTUBHOCTh 3k30HOB THPHK B cpaBHe-
HUU C MHTPOHaMU. B maHHBIX HMcclief0BaHUSIX MOKa-
3aHa ObicTpast aBomonus 1HPHK, koropas npuBonut
K HU3KOI KOHCEPBAaTUBHOCTHU TOCJeA0BaTEIbHOCTEM.
Takxxe oTMedaeTcsi, YTO MPOLEHT KOHCEPBATUBHBIX
nHPHK Brillle cpeny poaCcTBEHHBIX BUAOB (B Mpeae-
Jlax OTHOTO pojia), Mp1 3TOM KOHCEPBAaTUBHOCTb PE3KO
yOBIBAET MO Mepe YBEeJUUSHUs DBOJIOLIMOHHOTO pac-
crossHus [ 113].

HecMmotpst Ha cyliecTByloOmre TeOPUU BO3ZHUKHO-
BeHus U 3Bomonn THPHK, K HUM cienyetT oTHOCUTh-
Csl C COOTBETCTBYIOLIMM CKEIITUIIM3MOM BCJIEICTBUE
OTCYTCTBUS SKCIIEPUMEHTATBHOTO MOATBEPXKICHUS.
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1HPHK B ITAH-TEHOMAX
N IMTAH-TPAHCKPUIITOMAX

B nipupose cyniectByeT BbICOKOE TEHOMHOE U MOP-
(bosornyeckoe pazHooOpasue y BUIOB, BbI3BBAHHOE
CTPYKTYpHbIMU BapuanusiMu. OHU BKJIIOYAIOT B ce0sl
WHCEPIINIO, TYTUTUKALINIO, MHBEPCHIO, TPAHCIOKAIINIO,
a TakXke Bapualuy KOMMHHOCTU TeHOB U UX HATMYMS
WIN OTCYTCTBUS. JlaHHbBIe Bapualuu CIIOCOOHBI BJIU-
aTb Ha cerMeHThl JIHK ninnHoi1 B HecKoIbKO Merabas
¥ B HEKOTOPBIX CIIydassx M3MEHSITh KOJIMIECTBO XPO-
MocoM. BereacTBue a3Toro onuH pedepeHCHbIi TeHOM
He CIOCOOEH OXBaTUTh BCE COAEPKUMOE TeHa OJHOTO
Buaa. Hanpumep, B pehepeHCHBIX FTeHOMaX pacTeHUIA
OTCYTCTBYET PSIT BaXKHBIX IIJIST CETbCKOXO3STCTBEHHBIX
uccaenoBaHuii reHoB. s peleHus JaHHOoK mpo0bJie-
MBI UCTIOJIb3YeTCsl TTaH-TEHOM.

Konuenmus naH-reHomMa nojapasyMeBaeT OXBaT
MTOCJIEIOBATEIBHOCTEM, TTONBEPKEHHBIX CTPYKTYPHOM
BapMaluy 1, BOBMOXHO, OTCYTCTBYIOIINX B pedepeHc-
HOI MOCAeA0BaTEIbHOCTU KaXI0T0 MpeacTaBUTENs
Buaa. Ha ceronHsImHUi 1eHb CylIEeCTBYET HECKOJb-
KO (DOpMYINPOBOK TEPMUHA “TIaH-TEHOM’, KOTOpPhIE
npencrasieHbl B pabotax [36—40].

B manHoM 0030pe 1o maH-reHOMOM MOHUMAaeTCs
MOJTHBIN HeM30BITOYHBII HA0Op T€HOB, TIPEICTaBIICH-
HBIX B TEHOME XOTS ObI OJHOM 0COOM, OTHOCSIIEHCS K
JaHHOI TakcoHoMu4YecKoli enuuuie [115]. OrmeTum,
YTO 3TO MOHSATHE MOXHO PaclpoOCTPaHUTh HAa TaKCO-
HOMMWYECKUE eIUHUILIBI JTIo6oro nopsiaka [116]. Taxk,
ObLIa TIPOBecHA MOTBITKA CO31aTh OO TAH-TEHOM
OakTepuit Ha OCHOBE 573 CeKBEeHMPOBAHHBIX paHee Ire-
HoMoB OakTepuii [117]. OnHako B HacToslIee BpeMs
MOHSTHE TTAaH-TEHOM Yallle BCETO YIOTPeOISIIOT MMEH-
HO B OTHOILICHUM BUJA.

T'eHnl “maH-reHoMa” MOTYT OBITh pa3e/eHbl Ha 1B
TPYIIIBI.

1. KoHcepBaTuBHBIE T€HBI — IIPUCYTCTBYIOT B T'e-
HOMAaxX BCe€X IpeacTaBUTENEl TaKCOHOMUYECKOM
eIUHULIBI.

2. BapmabenbHbIE TeHBI — IPUCYTCTBYIOT B TEHOMAaX
He BCeX MpecTaBuTeneii Buaa. B cBoro ouepens mensr-
Cs1 Ha IBe KaTerOpPUU: TeHbI, MIPEACTaBIIEHHbIC B IBYX U
OoJiee reHOMax, U YHUKaJIbHbIC TeHbI, MPENCTaBICH-
HbIE TOJBKO B OMHOM WHAUBUAYAJIbHOM F€HOME.

IIpu yBenmyeHMM KoJAMUYeCTBa BapuabeIbHBIX
TeHOB, BKJIIOUEHHBIX B KaKOM-JTMOO KOHKPETHBIN
MaH-TeHOM, 00lllee KOJIMYECTBO FEHOB B 9TOM TaH-Te-
HOMe OyIeT yBeJIMYMBAThCsI, B TO BpeMsl KakK KOJIM-
YeCTBO KOHCEPBATUBHBIX I€HOB OyIeT MOCTEIIEHHO
yMeHblIaThes. [Ipuyem Kaxnass U3 3TUX BBIOOPOK
pPaHO WJIM MO3HO BBIMAET Ha TJIaTO, MOCcJe KOTOPO-
ro oHa He OyJeT 3HAYMMO U3MEHSIThCS ¢ 100aBICHU-
€M HOBBIX TeHOMOB. [Ipu 3ToM oTMeuaeTcs, 4To Ba-
puabeabHbIE TeHbI B CPeAHEM DBOJIOLIMOHHO OoJjiee
MOJIOIbIe, YeM KOHCEepBaTUBHBIE [36]. DTOT pe3yib-
TaT KaxXeTcsl JOTMYHBIM B CBETE TOTO, YTO OOJIBIIYIO
YacTb KOHCEPBATUBHBIX COCTABIISIIOT T€HBI JJOMAIIIHETO

xo3siicTBa. OYHKIINY KOHCEPBAaTUBHBIX M Bapruadelb-
HBIX T€HOB pa3Nn4Hbl. OYHKIMN KOHCEPBATUBHBIX
CBSI3aHbI C BAXXHEMIIIMMU KJIETOYHBIMU MPOLIECCAMMU,
a BapuaOeJIbHbIX — C OKPYKaIOLIEH Cpeaoil U 3aluT-
HBIMU PEaKIUSIMU, PEUETITOPHON M aHTUOKCHUIAHT-
HOW aKTUBHOCTBIO, PETYIISIIUEN TEHOB U TIEpeaadein
CUTHaJIA.

I1pu momoI1IM KOHCEpPBAaTUBHBIX U BapuaOeIbHBIX
T€HOB MOXHO ITOApa3aeiIsITh ITaH-TeHOMBI Ha IBE Ka-
TETOPUN — OTKPBITHIC W 3aKPbIThIe. 3aKPBITHIMU IIPH-
HSITO CUMTATh MTAH-TEHOMBI, KOTOPbIE OBICTPO BBIXOAAT
Ha T1JIaTO MO KOJIMYECTBY T€HOB, T. €. CCKBEeHUPOBaHUE
T€HOMOB HOBBIX TIPEICTABUTENICH MCCIIeAYeMOTO BUaa
HE MPUBHOCUT HOBBIX TeHOB. OTKPBIThIE, HA00OPOT,
YBEJIMYMBAIOTCS B pa3Mepe Kaxablil pa3 npu nodasie-
HUM HOBBIX TEHOMOB B X COCTaB.

Ele onHuM M3 METOI0B aHaM3a FTEeHHOTO COCTaBa
y HECKOJIbKUX TMPEACTaBUTENEe KaKoro-anbo TakcoHa
SBJISIETCSL aHAJIU3 €ro TpaHcKpuntomoB. Hykneorun-
HbIE MOCJIeN0BATEIbHOCTU TPAHCKPUIITOB MO3BOJISIIOT
OLICHUTbh TTPUCYTCTBHE TEHOB B TEHOME TOJILKO B TOM
cllyyae, ec/ii OHUM BKCIIPECCUPYIOTCS B KaKoii-11bo
TKaHU WU opraHe pacteHus. Takum obpa3om, omnpe-
JieJieHWe MaH-TPaAaHCKPUIITOMa MOXHO c()OpMYyJIMpO-
BaTh TaK: MaH-TPAHCKPUIITOM OTpaXaeT COBOKYITHOCTb
Bcex MoJiekys1 PHK, mpucyTcTBytomnuyx B JaHHOM BUJIe
WJIN 0COOM, U COCTOUT U3 KOHCEPBATHUBHBIX U Bapu-
a0ebHBIX TPAHCKPUNTOB (YHUKAJIbHBIX IJIs1 OJHOTO
BUJA VI 0CO0OM).

IToMrMMO OOTHOHYKJICOTUIHBIX MOJUMOP(PU3IMOB
(SNP) u MHOXeCTBEHHbBIX CTPYKTYPHBIX Bapualuii
HeManoBaxHy10 poJib urpatoT THPHK. Hanpumep,
MOJIHOE CEeKBEHMpPOBAaHME TPAHCKPUIITOMA ITOKa3a-
JIO, YTO TPAaHCKPUOUPYeTCs Ype3BbIYaiiHO OOJIbIIast
4acTh '€HOB BBICIINX dyKapuoT. OgHako 6oisee 90%
BCeX TPAHCKPUINITOB HE TPaHCIUPYIOTCS B Oenku [4,
44,78, 118] v ABIIIOTCI HEKOIUPYIOLIMMHU IOCJIEI0-
BateabHOCTIMU. Kak Ob110 onucaHo Boiie, THPHK
BBITIOJIHSIOT BaXKHYIO POJIb BO MHOTHX MOJIEKYJISIPHBIX
1 OMOJIOrMYecKMX mpolleccax y pacteHuii. OogHaxo,
HECMOTpsI Ha pacTylllee YUCIIO MOCBIIIEHHBIX CTPYK-
TypHO-(yHKIIMOHaIbHOMY aHanu3y nHPHK uccieno-
BaHU, TaHHBIA TUIT MOJIEKYJ MO-TIPEXKHEMY OCTaeTCsI
MaJIOU3y4eHHBIM. DTO CBSI3aHO CO MHOXECTBOM (pak-
TOPOB, KOTOPhIE HY>XKHO YUYUTHIBATh IIpU UASHTU(hUKA-
nuu gHPHK. Pasmep nuPHK cxox ¢ pasmepoMm He-
KOTOPBIX T€HOB, KOAUPYIOIINX OCIKU, YTO IPUBOIUT
K olIMOKaM Tnepernpenckasanus. Takke MccaeaoBaHUs
MOKa3bIBaloT, 4To MocjenoBaTeabHocT THPHK mipe-
TepIieBalOT OBICTPYIO 3BOJIOLMIO, 3aKOHOMEPHOCTU
KOTOPOI IoKa HeIoHATHBI. Kak rpaBmiio, B Ipolecce
SBOJIIOLIMU 3TU IIOCJIEI0BATEIbHOCTU OYeHb OBICTPO
HaKarjuBalOoT 3aMEeHBbI, TaK YTO JaxKe C IMOCIea0Ba-
TEJIbHOCTSIMU M3 OJM3KOPOACTBEHHBIX BUIIOB Opra-
HU3MOB OHU UMEIOT ci1adyio romosoruto [113]. Takum
oOpa3oM, IIpMMeHeHe ITaH-TEeHOMOB U ITaH-TpaHC-
KPUNTOMOB TOBBICUT 3((PEKTUBHOCTh UCCIIEN0Ba-
HUS 1 00I1ee KoJanm4yecTBO IpenckazaHHbix THPHK
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0 CPaBHEHUIO C MCIIOJIb30BAHMEM IFeHOMa OJHOIO
npencraBuTels Buaa. Takke MpUMeHeHUe TTaH-TeHO-
Ma MO3BOJIUT MTOBBICUTH TOYHOCTD U TIOJTHOTY UCCTIeIy-
e€MOoro Habopa JaHHBIX, TaK KaK MaH-T€HOM SIBJISIETCS
COBOKYITHOCTBIO BCEX KOAUPYIOIIUX ¥ HEKOTUPYIOIINX
MOCJIeNOBATEIbHOCTEM BCeX MpeACTaBUTENE BUIA.
Boiee Toro, mpenckaszaHHbIe IJISI pa3HbIX MTpeACTa-
Butesieit onHoro Buaa tTHPHK MoryT ObITh BIpOBHE-
HBI Ha OAWH MaH-TeHOM JaHHOTO BUIA, 3TO ITO3BOJIUT
TMPOU3BECTU NaJbHENIIEe UCCIENOBAaHNE BapruadeIb-
HBIX T€HOB, ITOMOXET OIMpPEACIUTh TOUHOE KOJIUYE-
ctBO, TN U PpyHkuuu fHPHK, BHeCeHHBIX KaxKIbIM
MpeacTaBUTeIeM HccienyeMoro Buaa. JlaHHbIi MOaXo
TaK:Ke MO3BOJIMT M30eXaTh HEOOXOIMMOCTH BbIpaB-
HUBATb, COIIOCTABIISITh M OOBEAUHSITh PE3Y/IbTAThI IS
TEHOMOB pa3HbIX MPEACTABUTENICl OQHOTO BUAA, YTO
CYILIECTBEHHO COKPATUT BpeMsl, TPYI03aTPaThl U BbI-
YUCIIUTEIbHbBIC PECYPChI, HECOOXOIUMBIE [IJI JAHHOTO
uccienoBanusi. Hampumep, ucciiegoBaHue naH-TpaHC-
KpunrtoMma JwuepHbl (Medicago sativa L.) [119] B Tka-
HSIX JIUCThEB, CTEOJIST M KOpHE# BBIIBWIO 11677 HOBBIX
nHPHK. [lanHoe ncciaeqoBaHue MMO3BOJMIO BBISIBUTD
2105 BbBICOKO 3KcHpeccupytommxcsa u 1894 Hu3ko
akcrpeccupyromuxcss 1HPHK, a aHanu3 reHoB oH-
TOJIOTUH MOKa3aa BOBJIeYeHHOCTh NaHHbIX THPHK B
MPOLIECCHI PETYISIIUN YCTOMYUBOCTH JIOLEPHBI K 3a-
cyxe u cosieBoMy cTpeccy. B padore [120] mpu ananu3ze
HaH-TpaHCKPUIITOMA KyKYpY3bl (Zea mays) ObLIO Bbl-
saBiieHo 644 HoBbix THPHK. OnHako Ha cerOmHSIITHMI
JeHb pabOTHI, MMOCBSIIIIEHHBIC UCCISAOBAaHNIO MaH-Te-
HOMOB U ITaH-TPAHCKPUIITOMOB, B OCHOBHOM HallpaB-
JICHBI Ha BBISIBJICHWE U UCCIIENOBAHUE HOBBIX T€HOB,
Konupyoomux oenku. Torma Kak padOT, MOCBSIIEHHBIX
ucciaegosanuio THPHK B Mmacitabax maH-reHOMOB 1
MaH-TPAaHCKPUIITOMOB, HE TAK MHOTO, B 0COOCHHOCTH
JUISI PACTEHUM.

OKCITEPUMEHTAJIbHBIE METO/I bl
NAEHTUOUKALUWNU nnPHK

o HemaBHero BpeMeHU uaeHTudukanus 1HPHK
cumMTajaach MMOOOYHBIM pe3yJbTaTOM MCCIEAOBAHUIA,
HaIrpaBJICHHBIX Ha BBISIBJIEHUE F€HOB, KOAUPYIOIIUX
oenku. OmHaAKO 3a Toc/enHee NeCITUIEeTUE CTalo OYe-
BUIIHO, KaK BaxkHa poJib THPHK B MosekyisipHbIX 1
OMOJIOrMYECKMX IIPOIeccaX Y pa3IMIHbIX OPraHNU3MOB.
DTO IPUBEIO K PA3BUTUIO IKCIIEPUMEHTAJILHBIX TeX-
HOJIOTUIi, CIelIMaJIbHO HalpaBJICHHbIX HA UACHTUDU-
kauuio tHPHK. Ha ceronusgaimHuii neHb 1Jis1 BbISIBIIE-
Hus 1 aHHoTauuu nTHPHK mupoko ucnons3yior cie-
JylolIre 9KCrepuMeHTalbHble MeToabl [121]:

1) ananu3 PHK-cekBeHUpoBaHUSI — BBISIBJIEHUE
HOBBIX TpaHcKkpunToB THPHK;

2) MUKpOYUIIbI, pa3padboTtaHHbie 1151 THPHK;

3) SAGE, CAGE — uagentudukauus HOBBIX
THPHK;

4) PARS, SHAPE — mpencka3aHue CTPYKTYphI
1HPHK.

FTEHETUKA Ttom61 Nel 2025

OpnHako mepen HadyajJoM 3KCIIEpUMEHTa Heo0XO-
numo nionroroButh THPHK. JIag 3Tor0 MpuMeHSIOT-
cg pasnuuyHble MeToabl ouncTku PHK, Takue kak ne-
HaTypauusl MyTeM HarpeBaHUsl, YTO MOKETHETaTUBHO
noBausATh Ha cTpykTypy 1HPHK [122]. Takum obpa-
30M, pa3paboTaHbl HOBbIE METOJbI, MTO3BOJISIIONINE
n3bexath neHatypauuu PHK. B GonbimmHcTBEe 3THX
MOIXOI0B UCIIOJIb3YIOTCS ah(UHHBIE METKU, KOTOPBIE
y4acTBYIOT B uMMoOuan3auu eiaeBbix PHK u pubo-
31MMOB, UTO oOecrieunBaeT 6oJiee BHICOKYIO crielnpury-
HOCTbH BO Bpems amouuu [123]. MeTon, IIpenioxkeH-
Hbli [124], mo3Bossiet BbisiBUTH NHPHK ¢ momonibsio
yIbTpadUIbTPAlMU U Telb-(QUIbTPalun. DTOT IPO-
TOKOJI OYMCTKM MO3BOJIsIET aHanu3upoBaTh THPHK
C COXpaHEHHBIMHU MATTEPHAMU KO-TPAHCKPUITILIMOH-
HO1 YKJIaAK1, a TaKxXe MOAACPXKUBAET MOTEHIMATbHO
(byHKIIMOHATIbHBIE CTPYKTYPHBIE 3JIeMEeHTHI [124].

Anammu3 PHK-cexBenupoBanust (RNA-seq) siBisi-
eTcs HauboJjiee pacrpoCTPAaHEHHBIM METONOM WIAEH-
TUUKAIUU U aHHOTUpoBaHUsI HOBBIX ATHPHK [121].
PHK-cexBeHupoBanue (1) He TpeOyeT npeaBapu-
TEJIbHOTO 3HAHUSI U3yYyaeMBbIX MTOCJIEeI0BaTEIbHOCTEN,
a 3HAYUT, MOXET OBbITh UCOJIB30BAHO JIsI U3YyUEHMUS
TPAaHCKPUIITOMOB HEMOIEJIbHBIX OPraHU3MOB, (2)
JlaeT 0oJjiee TOYHbIE OLIEHKW YPOBHSI DKCIIPECCUU U
(3) Tpedyet MeHblIero Koanyectsa PHK miis npose-
JeHus sKcriepumenTa [125]. Monudukauumy aHaimsa
PHK-cekBeHUpoBaHusl, TaKue KaK LeNb-creuuduy-
Hoe PHK-cekBeHupoBaHue, MO3BOJISIIOT pa3ieisiTh
CMBICIIOBBIE M aHTUCMBICTIOBBIE Kacchl THPHK [95].

Muxkpouurbl ObIJIM pa3paboTaHbl A aHalu3a
TPAHCKPUNTOMA, a TaKXKe KOJIMYECTBEHHOIO U CpaB-
HUTEJILHOrO aHanu3a akcnpeccuu MPHK mexny on-
HUM WIN OByMs 00pa3laMu pa3IndHOTO ITPOMUCXOK-
nennst. CtaHgapTHBIE T1aTGOPMBL IJ1sI MUKPOUUIIOB
He comepxaT aHHoTtauuu fHPHK u He mogxomar mis
UX BbISIBJIeHUS U aHanu3a. OgHako Oyiaromapst HO-
BbIM JOCTUKEHUSM B TEXHOJOTMU MUKPOUUIIOB TE-
Mepb CTajJ0 BO3MOXHBIM CO31aBaTh MHAWBUIYaIbHbIC
OJIUTOHYKJICOTUIHBIE MUKPOYHTTHI [126]. MuKpo-
qumnel, pa3padorannble mis1 JHPHK, ncnonb3yorces
IJIs1 ucciienoBaHus npoduisa skcnpeccun fTHPHK B
KJIeTKax 1 TKaHax [121]. Hanpumep, B padote [127]
MPUMEHSIJIM MUKPOYMII C colepKaHneM 3478 MeXTeH-
HBIX 1 MTHTPOHHBIX MOCJIEIOBATEIbHOCTE B TeHOMAaX
YyeJIoBeKa, MBI U KpbICH! 11 moucka tHPHK. Mc-
cnepoBaTenu ooHapyxuu 55 HoBbix THPHK ¢ BEICO-
KOI 3KCIIpeCcCUei, U3 KOTOPBIX SKCIIPECCUS BOCBMU
ObL1a MOATBEPKAEHA B TKAHSX MBIIIEH ITPU MOMOIIU
Ho3zepH-06yoT-aHanu3a.

(O0a MOJIEKYJISIPHO-T€HETUYECKIX METOIa — CEPUIi-
HBII aHanu3 reHHoi skcnpeccuu (SAGE) u kam-ana-
13 skcnpeccuu reHoB (CAGE) — ocHoBaHBI Ha 110-
JIYYEHUHU U TIPOYTEHUM KOPOTKUX (OOBIYHO MIMHOM 27
HYKJEOTUAOB) y4acTKOB nocienoBaTesbHocTu PHK.
DTO MO3BOJISIET OMHOBPEMEHHO KOJUUYECTBEHHO U
KauyeCTBEHHO OXapaKTepU30BaTh IKCIPECCUIO ThICSY
pPa3IMYHBIX TEHOB IyTeM aHaJIN3a X TPAHCKPUIITOB
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[128]. B otnnyure oT aHAJOTMYHOTO METOIA CEPUIMHO-
ro aHanu3a akcnpeccuu reHoB (SAGE, superSAGE),
B KOTOPOM (pparMeHThbl MPOUCXOIST U3 IPYTUX YacTei
TpaHckpunToB, CAGE B 0CHOBHOM MCITOJIb3YyeTCS IJIsT
orpeneaeHus TO4HOTO MECTOIOJIOKEHUS CAaliTOB Hava-
Jla TPAHCKPUIILMU B TeHOME. DTU 3HaHUS B CBOIO OYe-
peab MO3BOJISIIOT UCCIIEN0BATEI0 ONPENesiTh CTPYK-
Typy MNPOMOTOpPA, HEOOXOAMMYIO JIJI SKCIIPECCUU TeHa
[128]. Hanpumep, meton SAGE Obl1 mpuMeHEeH B pa-
6ote [96], TTOCBAIICHHOI N3yYEeHUIO MOJIEKYISIPHOTO
naTtoreHe3a u 0MoMapKepoOB MPeapaKoBbIX MOpaxke-
HUit monoctu pra. B pabore ObLIM MASHTUGULIMPOBA-
Hbl 10 nuddepeHLmaibHO 3KCIIPEeCCUpPYIOMUXcs THP-
HK, cpeny KoTopbIx HauOOJIBIIYIO SKCIIPECCUIO MMEET
THPHK NEAT1, npuHumaroiias ydyactue B MeTacTa-
3MPOBAaHUU pakKa.

Metonst SHAPE u PARS [129, 130] no3BoasioT
oJyyaTh JaHHBIE O CrIoco0e NeMCTBUS U B3auMOeii-
ctBusix PHK ¢ apyrumu peryiasaTopHbIMU MOJIEKY/IaMH
[121]. B ocHoBe meTtona SHAPE (BbiOOpoYHOE anuim-
poBaHue 2’-TUAPOKCUJIBHOM TPYIIbI, aHATU3UPYE-
MO€ METOJIOM YIUIMHEHUS TIpaiiMepa) JeKHUT UCTIONb-
30BaHNe aHTUAPHIA N-MEeTHIN3aTOMHOBOM KHCTOTHI
(NMIA) u ero npou3BOIHbBIX [JIs1 MCCAENOBaHUS THO-
KMX perMoHOB Bo BTopuuHOIi cTpykType PHK. Metona
SHAPE Ob111 mpuMeHeH IJIsI UcCleIOoBaHUs BTOPpUY-
Hoii ctpyKTyphl Takux tHPHK, kak COOLAIR [131] u
Braveheart [132]. B meTone PARS nipumeHsitoTcs cpasy
nBe Hykueasbl: S1 u V1. IlepBag Hykieasa (S1) pac-
mersieT onHouenoveuHyto JJHK naun PHK, Bropas
(V1) — nByxuenoyeunyo. Takum oOpa3oM, mpu IIpo-
BEIEHUM JBYX 9KCIEPUMEHTOB NapajljieibHO MOXHO
MOJIYYUTh MH(POPMALIMIO Cpa3y U O HECITAPEHHBIX, U O
cnapeHHbIX HyKJeotuaax [130].

HecMoTpsa Ha mepeuucieHHOe pa3HooOpasue
SKCIIEPUMEHTAIbHBIX METONOB MICHTUPUKALIUU
nHPHK, naHHbBI TUI MOJIEKYJ TO-MPeXHEMY OCTa-
eTcsl MaJIou3yuyeHHbIM. B miepByto ouepenb 3To cBsI3a-
HO ¢ HajinuueM oO1ux xapakrepuctuk 1HPHK c 6e-
JIOK-KOAUPYIOIIUMU TeHaMU, OMMMCAHHBIX B pasaese
“Monekynsipubie ¢pyHkimu tHPHK”. TToatomy npu-
MEHEHHE TOJbKO 3KCIIepUMEHTAIbHBIX METOIOB JJIsI
unentudukaunu THPHK sBnsgeTcst HeaddeKTUBHBIM
MOIXOAOM ISl UX McclienoBaHus. 11 MaccoBOro ux
M3yUeHUsT B MaclTabax BCEro reHoMa JIyJiile IpuMe-
HSITh OMOMH(pOPMATUYECKUE METONIbl B KOMOMHAIIUY C
BKCMEPUMEHTAIbHBIMU.

BUONH®POPMATUYECKHME METObI
NAEHTUOUKALIUUN nnPHK

buoundopmaTryeckre moaxonbl OCHOBBIBAIOT-
Csl Ha pellIeHUU CAeAyIoIMX 3amad: npenoopadoTka
naHHbIX, ipenckazanne THPHK u ctpykTypHO-(hyHK-
UoHallbHast aHHoTauus [16, 24, 133]. OgHako Ha
CEeromHsIIHUI OeHb 3a CYET MPUMEHEHUST TeXHOIO0-
Tl CeKBEHUPOBAHUS HOBOTO TTOKOJEHUS CTPEMM-
TEJIbHO YBEJIMUYUBAETCS KOJUYECTBO IKCIEPUMEHTOB

no TotaibHOMY cekBeHupoBaHuio PHK (RNA-seq).
Y1oObl TOBBICUTH 3¢ (HEKTUBHOCTH aHalu3a TpaHC-
KPUIITOMOB [1J1s1 OOJIBILIOTO KOJMYecTBa 0O6pabdaTbiBa-
€MBIX TaHHBIX, aKTUBHO pa3pabaThIBaIOTCS BHIYMCIIH-
TeJIbHble KOHBEWMEPbl, KOTOPbIE MO3BOJSIOT BBIMOJ-
HSTb CTAaHAAPTU30BAHHBIE ATAIbl 0OPAOOTKM TaHHbBIX
B pEXMMeE, HE TPEOYIOIeM KOHTPOJIS T0JIb30BaTeIeM
BILUIOTh IO MOJIyYEeHUsI KOHEUHOro pe3yibTaTta. [aB-
HBIMU TOCTOMHCTBAMM CYIIECTBYIOIINX KOHBEEPOB
SIBJISTIOTCST BO3MOXXHOCTB COOPKU TPAHCKPUIITOMA JIJTST
HCCIIeyeMOro opraHu3Ma 1 aHaiaus nuddepeHimaib-
Hoii akcnpeccun fTHPHK. bosee moagpo6bHoe cpaBHe-
HUe (yHKIMOHAaNa OMOMH(OpMAaTUYEeCKUX KOHBEie-
poB nipencTasieHo B Tabauie 1.

buonHdopmaTnyeckre KOHBeephl MO3BOJISIOT aB-
TOMaTU3UPOBATh U YCKOPUTH 3Tanbl aHanu3a fTHPHK,
nepevyrciaeHHbIe Boille. Takum oopa3zoM, mpemoodpa-
00TKa JaHHBIX BKJIIOYAeT KOHTPOJIb KauecTBa MpouTe-
HUIi C TOMOIIBIO CTAHIAPTHBIX MPOTrPaMM U BbIPABHU -
BaHME Ha TEHOM.

IIpenckazanusga nHPHK ocymectBasgiorcsa mpo-
rpammamu CPC2 [134], CPAT [135], PLEK [133].
I1epeyncieHHbIe MPpOrpaMMbl OCHOBAHbI HA MCITIOJIb-
30BAaHUM METOIOB MAIIMHHOTO OOYydYeHUsT (METOH
OINOPHBIX BEKTOPOB) JJIsl OIIpeNe/IeHNUS] KOOAUPYIOIIe-
ro MoTeHIraja UCClIeayeMoro TpaHcKpunTa. OCHOB-
HBIMU KPUTEPUSIMU, IO KOTOPHIM MTPOUCXOIUT OLICH-
Ka KOAMPYIOLIETO MOTeHIIala, SIBJISIOTCS IPpU3HaAKKN
OTKpPBITEIX paMoK cuuTbiBaHust (OPC). Berpeuatorcs
ciaydan cxoncrBa npusHakoB OPC naPHK ¢ OPC re-
HOB, KOIUPYIOIINX OEJIKM, OMHAKO ITOKPBITUE VI 1ie-
snoctHocTh OPC o6b1yHO vy THPHK xy:ke.

Annortauus nHPHK BkiItouaeT aHanu3 CTpyKTyp-
HbIX 0COOEHHOCTe! (3K30H-UHTPOHHAsI CTPYKTYpa,
MOJOXEHNEe Ha XpPOMOCOME), IKCTIPECCUU, KO-3KC-
MPeccuu, TOMOJIOTUYHBIX MMOCJIEI0BATEIbHOCTEN, KOH-
CEepPBATUBHOCTU. AHAIU3 CTPYKTYPHBIX OCOOEHHOCTE
THPHK B ocHOBHOM HampagjieH Ha JJIMHY TPaHCKPUII-
Ta, KOJIMYECTBO I9K30HOB/MHTPOHOB U PACIIOJIOXKEHUE
Ha xpoMocoMme. AHaiau3 KoHcepBatuBHocTu fHPHK B
paboTax MOXHO pa3IeJuTh Ha ABE TPYMIIbI: KOHCEP-
BaTUBHOCTb BHYTPU OJIHOTO OpraHM3Ma U KOHCepBa-
TUBHOCTb MEXIY pa3HbIMU opraHuzmMamu. KoHcepna-
TuBHBIMM cuuTtaroTcsd IHPHK ¢ ypoBHeM romonoruu
Boitre 50% ¢ nnPHK npyrux opraHn3MoB, HEKOHCEP-
BaTUBHBIMU — C OTCYTCTBUEM T'OMOJIOTUHU C IPYTUMU
opraHusmamu [134].

OnHako HeCMOTPSl Ha TOCTOMHCTBA KOHBENEPOB,
OHU MMEIOT CBOW HEMOCTATKU. BOJBITMHCTBO KOH-
BeliepoB pa3paboTaHbl Ha OCHOBE TPAHCKPUTITOMHBIX
JaHHBIX MOJIEJIbHBIX OPraHU3MOB (UeJI0BEKa, MBIIIIH,
Myxu). BernenctBue aToro ajis ucciaenoBaHUsSI IPYyTro-
ro opraHu3Ma HYXXHO WJIM MCITOJIb30BaTh YKe UMel0-
LIMECS MOMIEJIM, YTO MOXET BHECTHU OIIMOKU B Mpe/-
ckazanue tTHPHK, iy nomojgHuTenbHO 00ydyaTh MO-
Jiesb TpeacKa3aHus ISl JAaHHOTO OpraHu3Ma, a 3aTem
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BHOCUTH 3TU JaHHBIC B KOO KOHBeiiepa, YTO MOXET
MIPUBECTU K HETIPAaBUIBLHOM paboTe TPOrpaMMBI.

OTMETHUM, YTO, HECMOTPSI Ha OOIIME YePThI, MEXKIY
ctpykrypoit u pynkumsamu tHPHK pacrenuii n xxu-
BOTHBIX CyIIecTBYIOT 1 ornmuus [31]. Harmpumep, B pa-
6ote [136], TOCBSIIEHHO# aHAIM3Y TIPOTPaMM TIpea-
ckazanust THPHK, ObL10 oka3aHo, 4TO MporpaMmbl,
pa3paboTaHHbIE ISl YeJ0oBeKa, TI0X0 MpelcKa3biBaloT
nTHPHK pacTteHuii 1 Ha000pOT, UTO CBUAECTEILCTBYET O
pa3Iu4yum CTPYKTYpHBIX ocobeHHocTeit nTHPHK Mexmy
YeJI0BEKOM UM pacTeHUsIMU. OTHAKO dKCIIEPUMEHTAIb-
HBIX pa0OT, HaMPaBJIEHHBIX HA CPABHEHUE CTPYKTYPbI
nHPHK pacteHuii 1 X1MBOTHBIX, ITOKA HET.

TToaToMy mis 6osiee TouHoro BhIsABIeHUS THPHK
HEOOXOIUMBI JIOTIOJIHUTEIbHbIE (PUIBTPBI MTOCIEN0-
BaTEJIbHOCTEM, HE BCe KOHBEMEephl UX MPEAOCTaBIIsI -
oT. Ha ceromHsauHuii neHb COBpeMeHHbIe OMOUH-
(bopmatnueckure KOHBEMEPHI peLIAIOT MEPEUNCIEH-
Hble Boille HegocTaTku. Tak, ICAnnoLncRNA [137]
u IncRNA-screen [138] mo3BoJisitoT 00y4aTh MOJEJb
npeackaszaHusl 1Jis J1ro0oro ucciaenyeMoro Buna. Tak-
e [CAnnoLncRNA npenocrapisieT HECKOJIBKO (hUJTb-
TPOB MOCJenoBaTe/IbHOCTE! (BhIpaBHUBAaHMUE Ha pede-
PEHCHBI TeHOM, yAajJeHUe MOOUJIbHBIX 3JIEMEHTOB,
(bunbTpannst KOpOTKUX U30(PopM U KitacCupUKaIum),
YTO MO3BOJLET MOJTYYUTh HAUOOJIEE TOYHOE KOJIUYE-
cTBO BbIgBIeHHbIX THPHK.

IIpu ououmHdpopmaTuueckom aHanuize nHPHK
MPOU3BOAUTCS CPAaBHEHUE BHOBb CEKBEHUPOBAHHbBIX
TPaHCKPUIITOB C YK€ U3BECTHBIMU TTOCIIEIOBATEILHO-
cramu 1HPHK. Mcrounukom nHpopmanum 06 3TUX
MOCJIENOBATEIbHOCTSIX CyKaT 0a3bl JaHHBIX. st nx
MOIIOJTHEHUS UCITOJIb3YIOTCS Pa3IMIHbIe UCTOYHUKMU:
pe3yabTaThl OMoMH(OpPMaTUYECKO 00padOTKM TpaHC-
KPUIITOMHbBIX KCTIEPUMEHTOB U TIpeacKa3aHus jaHP-
HK, akcniepyMeHTalIbHbIe pe3yabTaThl, TTOJy4YeHHbIE
MPpU aHAJIU3€e JTUTePATYPHBIX UCTOUHUKOB, COBMECTHOE
HCIOJIb30BaHUE KaK OMOUH(pOPMATUUYECKUX METOIOB,
TaK M JIUTEPaTypHbIX UICTOYHUKOB. ba3bl JaHHBIX, KO-
TOpBIE ONMUCHIBAIOT CTPYKTYpY U pyHKIMMU THPHK
pacTeHuit, mpuBeneHbl B Tadauie I12.

SAKJIIOYEHUE

Ha ceromnsimauii neHb pa3IndHbIe UCCASTOBAHMS
JEeMOHCTPUPYIOT BaXXHOCTh U He3aMeHUMOoCcTh THPHK
BO MHOTHX KJIETOYHBIX Mpoleccax, TAKMX KaK aKTHBa-
1Ml ¥ IoJaBJIeHNe SKCIPECCUU TeHOB, UMIIPUHTUHT U
nemetunaupoBanue JIHK, PHK-unTepdepenuus, pe-
MoJeaMpoBaHue xpomaTuHa u ap. [139]. ¥V pacteHuii
THPHK y4acTByOT B peryasiinuu yCTOMYMBOCTH K pa3-
JIMYHBIM BUIaM ctpecca [1—3], oka3bIBalOT BIMSHUE
Ha YCTOMYMBOCTD K TUMOKCUU [32], MpUHUMAIOT y4ya-
CTHE€ B pa3BUTUM ILJIONOB, KOPHS U JUCTheB. Takum 00-
pa3oM, Bce OOJIblIIEe MOBBIIIACTCS MHTEPEC K BhISIBIIS-
Huto tTHPHK B paznuunbix Bugax. st 3TOro ucmoib-
3YIOT METOIBI IINPOKOMACIITaA0OHOTO pacIlio3HAaBaHUSI
Mocjiea0BaTe/IbHOCTEN B TEHOMAaX U TPaHCKPUIITOMAX.
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Oco0r1ii nHTEpEC npencranpiseT BoisiBieHne THPHK B
MaH-TPAHCKPUIITOMAaX U MaH-reHoMax. Bo MHorux pa-
oorax [119, 120, 140], TTOCBAIIEHHBIX UCCIIEIOBAHUIO
MaH-TeHOMOB, OoTMeuaeTcsl 0oJjiee MOJIHASL U TOYHAs
UHOOPMaLIMs O BBISIBICHHBIX MOCAEA0BATEIbHOCTSIX
reHoB. OgHaKo, HECMOTPS Ha pacTyllee KOJIUYeCTBO
uccieqoBaHuit, mocseHHbIX THPHK, ux BeIsiBIeHHE
HO-MpeXHEMY OCTaeTCsl IpoOJeMaTUYHOMN 3amayeid.
st perieHus1 JaHHBIX 3a11a4 pa3padaThIBAIOT pa3iny-
HbI€ DKCIIepUMEHTaIbHbIE U OMOMH(bOpPMaTUUECKUE
TOJXO/IbI.

PaGota BbIIIOJIHEHA IIPU MOAAEPXKKE OIOMKETHOIO
npoekta FWNR-2022-0020.

ABTOpPHI He UMEIOT (DMHAHCOBOI 3aMHTEPEeCOBaH-
HOCTH B MPeACTaBIeHHBIX MaTepraiax Wi MeToiax.

Hacrosmast craTbst He COnepXUT KaKUX-JIM00 MC-
cJleJoBaHUI ¢ UCITOJIb30BAaHMEM B KauyecTBe 0ObeKTa
JIONEN 1 (KUBOTHBIX.

HacTos1mast craTbsl He COOepKUT KaKUX-JIN0O HcC-
CJIEIOBAHUI C y4aCTUEM B KaUeCTBE OOBEKTA JIIOACH.

ABTOpI)I 3a4BJIAIOT, YTO Y HUX HET KOH(I))'II/IKTa
HNHTEPECOB.
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Table S1. Comparison of IncRNA bioinformatic analysis pipelines
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LncPipe
[1]

LncEvo

2]

CALINCA
3]

IncRNA
Detector

[4]

IncRNA-
screen [35]

ICAnnoLncRNA
[6]

Quality control
and assembly
of the transcriptome

Prediction model training
for a non-model organism

Possibility of using data
for plants

Prediction of IncRNA using
specialized programs

Classification of IncRNAs

according to their location

relative to protein-coding
genes

Removal of transcrip-
tional noise and assembly
redundancy

Deletion of sequences that
are potential mobile
elements

Differential
expression analysis

Analysis of IncRNA
conservation between
different organisms

Analysis of IncRNA
distribution in tissues based
on its expression
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Table S2. Databases for IncRNAs in plants

Title Description Data source Reference
Plant database with more than 1,246,372 IncRNAs
predicted for 80 organisms from chlorophytes
to embryophytes. Presents information on expression, Methods
PLncDBv2.0 tissue specificity, mutations, and developmental stages for IncRNA [7]
of IncRNA transcripts in 13834 datasets from different prediction
organisms. Allows the user to study the relationship
between lincRNAs and epigenetic markers
Includes from 166 plant species, over 25,739 IncRNAs
of 16 types. Offers several analytical tools Li
. . . . iterature
PNRD and includes a proprietary genomic search engine, [8]
. ; e and databases
protein-coding sequence prediction methods
and a microRNA prediction method
The database contains 16 animal species and 549,813 Literature
NONCODE v6 IncRNAs belonging to them, and 23 plant species and databases [9]
and 94,697 IncRNA transcripts
. Methods
GREENC v2 Includes more than 495,000 lncRNA transcripts for INcRNA [10]
for 94 plant and algal species S
prediction
. Methods
CANTATAdb v2 The database contains more than 239,631 II}CRNAS for IncRNA [11]
from 36 plant species and 3 algal species A
prediction
Includes 4010 IncRNAs for 124 species of organisms. Pro-
vides the user with a network of IncRNA interactions with
EVLncRNAs v2 microRNAs, proteins, genes, and other Literature [12]
functional elements. Also contains several IncRNA analysis
and prediction programs
TEHETUKA tomM61 Nel 2025
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Long non-coding RNAs (IncRNAs) are a class of linear or circular RNA molecules longer than 200
nucleotides without open reading frames. Experimental studies have shown the involvement of IncRNAs
in the regulation of resistance to cold, salt, and heat stress, and in fruit, root, and leaf development.
However, experimental methods are labor-intensive and costly approaches and cannot yet be used for
genome-wide mass studies of IncRNAs. For this purpose, bioinformatic approaches that aim at large-
scale recognition of IncRNA sequences in genomes and transcriptomes have been applied. However,
despite the growing number of studies devoted to the structural and functional analysis of IncRNAs, this
type of molecule remains poorly understood. This is due to the many factors that need to be considered
when identifying IncRNAs. The use of pan-genomes and pan-transcriptomes will improve the efficiency
of the study and the total number of predicted IncRNAs compared to using the genome of a single species
representative. This review focuses on describing the molecular and biological functions of IncRNAs,
experimental and bioinformatic methods of identification, patterns of evolution, detection and analysis
of IncRNAs at the scale of pan-genomes and pan-transcriptomes.

Keywords: long non-coding RNAs, microRNAs, transcription regulation, pan-genome.
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