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AHHOTaLMA. DKCNPECCUIO SYKapNOTUYECKNX FTEHOB MOXHO PErynnpoBaTb Ha HECKOMbKUX 3Tanax, BKoYaa TpaHCnA-
unio MPHK. M3BecTHO, uto cTpyKTypa MPHK cnoco6Ha BnuATb Kak Ha 3GpdEKTVBHOCTb B3aMMOAENCTBUA C annapaTtom
TPAHCIALMN B LIENIOM, TaK 1 Ha BbIGOP CaliTOB MHULMALMUM TPAHCAALMW. 1A MccnefoBaHma TpaHCvMpyemMon ¢ppakumm
TpaHcKpUnToma 6binv paspaboTaHbl SKCNepUMeHTaNbHbIe MeTOAbI aHann3a, Hanbonee NHPOPMATUBHBIM N3 KOTOPbIX
ABnseTcA pubocomHoe npodunupoaxue (P, Ribo-seq). MepBoHauyanbHO cO3aHHbIM ANA NCMONb30BaHUA B APOXKe-
BbIX CMCTEMAX, 3TOT MeTOA Oblf aAanTMPOBaH AA TPAHCAALMOHHBIX UCCe[0BaHMI Ha MHOTUX BUAAX PaCcTEHUIA. TEXHO-
NOrvA BKOYAET BblAeSIEHNE MOIMCOMHON GpaKLMm 1 BbICOKOMPOU3BOANTENbHOE CEKBEHNPOBAHME Nyna CEerMeHTOB
MPHK, cBA3aHHbIX ¢ prbocomamu. CpaBHEHME Pe3yNbTaToB NOKPbITVA TPAHCKPUITOMa NPOUYTEHUAMM, MOSTyYEHHbIMU
Mo MPOTOKOJTYy PUOOCOMHOIO NPOPUANPOBAHNA, C aHANOTMYHbBIM Pe3ysibTaTamy MO CEKBEHNPOBAHNIO TPAHCKPMNTOMA
[aeT BO3MOXHOCTb OLEHUTb 3GPEKTUBHOCTb TPAHCAALMY AN1A KaXXAO0r0o TPaHCKpUNTa. TouHble NoNoXeHusa prubocom,
onpefeneHHble Ha nocnefoBaTenbHOCTAX MPHK, no3BonAtoT onpeaenaTtb TPaHCAALMIO OTKPbITbIX PaMOK CUUTbIBaHWA
1 NepeKoyeHne Mexay TpaHcALMen HeCKONbKNX PaMOK CYMTbIBAHUA — GeHOMEH, NPU KOTOPOM C OLHOW MaTpuLbl
PHK npowvicxofaT cunTbiBaHve ABYX UK Goniee NepeKpbIBaoWMXCsA PaMoK 1 BMocuHTe3 pasHbix 6enkoB. MNpenmylue-
CTBO MeTO/a 3aK/NYaeTCs B TOM, YTO OH AaeT BO3MOXKHOCTb MOJTyUYNTb KOSIMYECTBEHHbIE OLIEHKMN MOKPbITUA prboCcoMa-
M1 MPHK 1 MOXeT BbISIBNIATb OTHOCUTESNIbHO peaKMe CobbITUA TPpaHCAALUN. Micnonb3oBaHme 3TON TEXHONOMW MNO3BO-
nuno KnaccnduumMpoBaTb FeHbl pacTEHUIA MO TUMY PEryaaLumM NX SKCNPeCCUn Ha YPOBHE TPaHCKPUNLMK, TPAHCAALUN
1 Ha obounx ypoBHAX. O6HapyxeHbl 0cobeHHOCTU CTPYKTYypbl MPHK, KoTOpble BAMAIOT Ha YPOBHWU TPaHCAALMN:
dopmmpoBaHre KBagpynnekcos G2 1 Hannume cneyndryeckmx moTneoB B obnactn 5-UTR, GC-cocTaB, Hannuve anb-
TepHaTMBHbIX CTapToOB TpaHcnAuun, BamaHne UORF Ha TpaHcnaumio HuxkectoAwmx mORF. MNokasaHo, 4To n3meHeHuA
perynaumm sKCnpeccumn reHoB Ha YPOBHE TPaHCIALMM BO3HUKAIOT B OTBET Ha OBOTUYECKUIA M aBNOTUYECKIIA CTPeCChl,
a TakXKe B MpoLiecce pa3BuUTHA pacTeHnid. B o63ope KpaTko paccmoTpeHbl metogosnorvs Pl v nepcnekTrBbl ee npu-
MEHeHNA ANA UCCNefoBaHNA CTPYKTYPHO-GYHKLVOHANbHOW OpraHr3aumm 1 perynauum SKCrpeccuy reHoB pacTeHui.
KnioueBble crioBa: pubocomHoe npodunmpoanue; Ribo-seq; RNA-seq; TpaHCIALMS; pacTeHNs; abroTUYeCKnin CTpecc;
6UOTMNYECKII CTpecC.
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Abstract. The expression of eukaryotic genes can be regulated at several stages, including the translation of mRNA.
It is known that the structure of mRNA can affect both the efficiency of interaction with the translation apparatus in
general and the choice of translation initiation sites. To study the translated fraction of the transcriptome, experimen-
tal methods of analysis were developed, the most informative of which is ribosomal profiling (RP, Ribo-seq). Originally
developed for use in yeast systems, this method has been adapted for research in translation mechanisms in many
plant species. This technology includes the isolation of the polysomal fraction and high-performance sequencing of
a pool of MRNA fragments associated with ribosomes. Comparing the results of transcript coverage with reads ob-
tained using the ribosome profiling with the transcriptional efficiency of genes allows the translation efficiency to be
evaluated for each transcript. The exact positions of ribosomes determined on mRNA sequences allow determining
the translation of open reading frames and switching between the translation of several reading frames - a pheno-
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menon in which two or more overlapping frames are read from one mRNA and different proteins are synthesized. The
advantage of this method is that it provides quantitative estimates of ribosome coverage of mRNA and can detect
relatively rare translation events. Using this technology, it was possible to identify and classify plant genes by the type
of regulation of their expression at the transcription, translation, or both levels. Features of the mRNA structure that af-
fect translation levels have been revealed: the formation of G2 quadruplexes and the presence of specific motifs in the
5'-UTR region, GC content, the presence of alternative translation starts, and the influence of uORFs on the translation
of downstream mORFs. In this review, we briefly reviewed the RP methodology and the prospects for its application to
study the structural and functional organization and regulation of plant gene expression.
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BBepeHmne
PazpaboTka 1 HCTIOTb30BaHIE COBPEMEHHBIX MACIITAOHBIX U
BBICOKOITPOM3BOINTEIBHBIX TCHOMHBIX TEXHOJIOTHI MpHBe-
JIK K paJuKaJbHOMY U3MCHCHHUIO HHCTPYMCHTapUs IIPOBCIAC-
HUSI MOJICKYJISIPHO-OMOJIOTHYECKUX JKCIIEPUMEHTOB 3a TI0-
CJIC/THAE HECKOJIBKO JiecaTrineTnit. Tak, ncciaenoBaHue TpaHe-
KpUIToMHOTO mpoduiisi B Macmtadax reHoma (RNA-seq)
HCTIOIB30BAHO ATt HACHTU(HUKALIMN TeHOB, YKCIIPECCHUSI KOTO-
PBIX M3MEHSETCSI B OTBET Ha CUTHAIBI OKPY’KAIOLIEH Cpebl
Y pa3BUTHUS y OOJIBIIMHCTBA, €CIIU HE Y BCEX, CEIIbCKOXO03SIM-
CTBEHHBIX PacTeHHH, a TAaKKe y MaTOr€HHBIX MHKPOOOB
(Kazan, Gardiner, 2018; Lanver et al., 2018; Back et al.,
2019; Zumaquero et al., 2019; Kang et al., 2020). Takue uc-
CJIeI0BAHMSI OOBIYHO BBISBIISIOT THICSYH F€HOB, KOTOPBIE TIPH
OTIpEICIIEHHBIX YCIOBHUSAX IKCIIPECCHPYIOTCS TO-Pa3HOMY.
I'pynnupoBka nuddepeHaIbHO IKCIPECCUPYIOIIUXCS Te-
HOB M0 KJTIOUEBBIM ()yHKIIMOHAIIBHBIM KaTErOPHsAM MM OHTO-
norusiM TeHoB (GO) obecrieunBacT HACHTH(HUKAIINIO TIIABHBIX
KJIETOYHBIX IPOIECCOB, JIXKAIMX B OCHOBE Pa3BUTHSI pacTe-
HUH 1 UX oTBeTa Ha cTpecc. OIHAKO CTaHOBHUTCS Bce Ooee
o4eBuaHBIM, 4T0 MPHK pasHbIX reHOB HE OTMHAKOBBI 110 (-
(heKTHBHOCTH U CENN(PUIHOCTH TPAHCIISAIMH U CBSI3b MEKIY
KOJIMYECTBOM TPAHCKPHUIITA M KOJTMYECTBOM CHHTE3HPYEMOTO
¢ Hero OeJika MOXKET HOCUTB CIIOXKHBIN XapakTep, MOCKOIbKY
Ha JKCIIPECCHIO MPOJYKTa I'eHa OKa3bIBaeT BIHMSHUE MHO-
JKECTBO (DAKTOPOB, CyIIECTBEHHAS J0JISi KOTOPBIX CBSI3aHA C
nporneccamu Tpancsinuu MPHK (Lei et al., 2015; Merchante
et al., 2015). Takum oOpa3oM, XOTsI aHAJIN3 TPAHCKPUIITOMA
MpeACTaBIsIeT cO00H HEOOXOMUMBIHM ATal MPU U3YUECHUHU
MaTTEPHOB KCIPECCHU F'€HOB M MEXaHN3MOB FeHETHYECKOTO
KOHTPOJISI pa3JINuHbIX IIPOIIECCOB, OH HE SIBIISIETCS JOCTATOU-
HbIM. [To3TOMY nepBOCTENIEHHOE 3HAYEHUE JUTSA TOHUMAHUS
TOTO, KaKHe MPOAYKTHI TeHA U B KAKOM KOJIMUECTBE 00pasy-
I0TCSI B PE3yJIbTaTe €ro 3KCIPECCHH, UMEET HCCIIEA0BaHNe
JIPYTUX TPOIECCOB, BKIOUaOmuX ctadmibHocTh MPHK,
0COOCHHOCTH €€ TPaHCISIINH, CTaOMIIBHOCTD MOJIHUIICTITH/IA,
BO3MOXXHOCTb NOCTTPAHCIAUOHHBIX MO):(I/I(bI/IKaLII/Iﬁ uTA.
Jlist SKCTIEpUMEHTAIIBHOTO M3YyYEHHsI 3TOTO Ipoluecca B
MOCJIC/IHNE TO/bI OBIIIO pa3paboTaHO HECKOIBKO BBICOKO-
IIPOU3BOAUTEIIBHBIX ITOAXOA0B, HAIIPUMED HpOCbI/IHI/IpOBaHI/Ie
pubocom min pubo-cexkBeHnpoBanue (namee PII, B mmre-
parype — Ribo-seq). OHM 1al0T BO3MOXKHOCTH B Macmirtade
BCEr0 TPAHCKPHUIITOMA OIPEACIIATh PA3JInYHbIE 0COOCHHOCTH
Iporecca TPAHCISIINU U OLEHUBAaTh UX MHTEHCHBHOCTH Ha
KOJIMYECTBEHHOM YpOBHE. B 3Toli cTaTbe MbI PUBEIN KPATKHIH
0030p TexHoiorun PII, HeCKOIBKO MPUMEPOB MPUMEHEHHUS
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METO/1a JUIsl HCCIIEA0BaHMsI TEHOB PACTEHUIL, KOTOPBIE T03BO-
JIMIIW paClIMPpUTh NPEACTABICHUA O MPOoLECCaX, BIUAIOIIUX
Ha pa3BUTHE PACTCHUH, a TaK)Ke Ha YCTOMYUBOCTH K OMOTH-
YECKMM M A0MOTHYECKHM CTPECCaM.

Pu6ocomHoe npodunmpoBaHune

KaK UHCTPYMEHT UccnenoBaHnAa TpaHanALnn
TouHbII MOHUTOPHHT NPOLIECCa TPAHCIISIIIMY ObUT TEXHUYECKH
HEBO3MOXEH 10 TeX Mop, Korga o meromonoruu Ribo-seq
BriepBele coobmmm B 2009 r. (Ingolia et al., 2009). DtoT
METO/I O3BOJISIET TTOJYYHUTh «OTIIEUATOK» BCEX TPAHCIIUpYye-
Mbeix MPHK (TpaHciaroM) ¢ mOMOMIBI0 TPaHCKPUTITOMHON
uneHTuGuKauu kKopotkux (~30 HT) PpparmenToB MPHK,
(hU3UYECKH CBSI3aHHBIX C puOOCOMaMH (CM. PUCYHOK, a). Me-
TOZ JI0CTATOYHO MPOCT U OCHOBAH HA BBIJICIICHUH MOJIHNCOM
(1. e. Tpancimpyemoit dppakmun MPHK), o6padorke PHKazoit
80S pubocom ¢ Haxomsmumcs BHYyTpu cermeHToM MPHK,
BBIJICJICHUHN ITyJla 9THX CETMEHTOB U UX CEKBEHHUPOBAHUH.
Janee dnonnhopMarnuecKuii aHaJIN3 TO3BOJISIET ONPE/ICITUTh
KOJINYECTBO TAKMUX CErMEHTOB Juisi pasnuunbix MPHK B Tpanc-
KPHUIITOME, UTO JTAeT BAKHYIO HHPOPMAIHIO 00 3P PEeKTHBHO-
CTH TPAHCISIIIMU MaTPHIl — €CIIM TAKUX CETMEHTOB Majlo, TO
YPOBCHB CHHTE3a Oclika Oy[IeT HU3KUM JaKe pU OOJIbIIIOM
rxonuuectBe MPHK. He MeHee BaxHO TO, YTO IO3ULIMOHUPO-
BaHME 3alUIICHHBIX PPOOCOMAaMH CETMEHTOB MPH MX BBIPAB-
HUBAaHUM Ha HyKJICOTUAHYO nocaenoBarenbHocTs MPHK maer
BO3MOXXHOCTb OTIPEJEIUTh CAlThl MHUIMAIIMN TPAHCISAINY,
T. €. TPAHCIHPYEMbIe OTKPHIThIC PAMKH CYMTBHIBAHHSI.

[lepBoHavaabHO pa3pabOTaHHBIN /ISl UCIIOIL30BAHUS B
nmpookeBbIx cuctemax (Ingolia et al., 2009), aToT MeTox OBLT
a/IalTUPOBAH JUTSA TPAHCISIIMOHHBIX HCCIIEI0BAaHUH Ha MHO-
rux Bujaax pacrenuit (Liu et al., 2013; Zoschke et al., 2013;
Juntawong et al., 2014; Lei et al., 2015; Merchante et al.,
2015; Hsu et al., 2016; Lukoszek et al., 2016). IIpoTokomst
Ribo-seq Takxe ObUIN PACIIUPEHBI ISl H3YYESHUSI TIPOLIECCOB
(hyHKIIMOHUPOBaHUS XJIoporutacTHEIX (Zoschke et al., 2013;
Gawronski et al., 2018) 1 muroxonapuansusix (Rooijers et
al., 2013) pubocom.

B meTone pnbocoManbHOTo PO UIHPOBAHNS TKAHN pac-
TEHHH dKCTparupyior B Oypepe u oopadarsiBatror PHKa3zoii 1.
[Tpu TMIPOAUTHYECKOM PACHICIUICHUH OZHOLENOYEHYHOMN
MPHK ocratorcs ee pparmeHTsI, CBsI3aHHBIE ¢ pHOOCOMaMH.
®parmentsl MPHK ¢ pubocomamMu manee BBIACTSIOT C IT0-
MOIIIBIO XpOMaTorpaduu Wik METOIOM LIEHTPU(YTHPOBAHHUS B
CTYTIEHYaTOM I'PAJNEHTE CaXapo3bl («Caxapo3Hasi OMYIIIKA»).
[Tomyuaercst HabOOp OIMTOHYKIICOTH/IOB XapaKTEPHOH JITHHBI,
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Schematic presentation of the ribosomal profiling technology in plants.

(a) Plant tissue is homogenized, the cells are lysed, and each sample is divided into two portions. The polysomal fraction is extracted from
the first portion of the sample, the RNA is digested with RNase | to form mRNA fragments associated with individual ribosomes (mono-
somes) for the ribosome fingerprint method (“ribosomal footprint”). RNA is isolated from the monosomal fractions and used for library
preparation and subsequent high-coverage sequencing of ribosome-bound mRNA fragments to determine the rate of instantaneous
protein synthesis. The other portion of the sample is used to isolate total RNA to obtain a transcriptional profile in addition to ribosomal
profiling.

(b) Ribosomal profiling provides experimental identification of intensely translated transcript regions and identification of new translated
open reading frames (ORFs), such as upstream ORFs (UORF), overlapping ORFs (0ORF), alternative ORFs (aORF), small ORFs (sORF), in ad-
dition to main ORFs (mORFs).

(c) Ribosomal profiling data not only provides information about the rate of instantaneous protein synthesis, but also allows determina-
tion of the relative translation efficiency of individual genes by comparing the reading intensity during sequencing of mRNA fragments of
the "ribosomal footprint” with the number of specific transcripts.
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~30 HT, KOTOpasi MPUOIU3UTEIBHO COOTBETCTBYET pa3Mepy
caiita mocaaku pubocomsl. [lociaenoBaTeTI-HOCTH TPOU3BE-
JICHHBIX TAKHUM 00pa30M OJIUTOHYKJICOTUIOB ONPEACIISIIOT Ha
CEKBEHATOpax HOBOTO IIOKOJICHHUS C BBICOKUM IOKPBITHEM.

[Ipu cpaBHEHUH Pe3yNBTATOB MOKPHITUS TPAHCKPUIITOMA
MPOYTCHHUSMH, TTONyYCHHBIMH I10 TPOTOKOIY PUOOCOMHOTO
HpO(i)l/IJ'II/II)OBaHI/ISI, C aHAJIOTMYHBIMU JaHHBIMHU, ITOJTYYCHHBI-
MU TSI CEKBEHHPOBAHMS TPAHCKPHUIITOMA, MOXXHO OICHHUTH
3 GEeKTHBHOCTD TPAHCIAUHU TSI KAXKIOTO TPAHCKPHIITA.
Takoii aHasM3 B MaciiTabe BCero TPAaHCKPHUIITOMA [TO3BOJISIET
YCTaHOBHTD, KaK TPAHCIISIIINS OTACIBHBIX TPAHCKPHUIITOB CO-
OTHOCHTCS MEXIy 00pa3iaMu. B ocHOBe 3TOro MeTosia JIe)KUT
npezamnonioxkenue, yro Bce MPHK, cBsi3anHbie ¢ pubocoMoii,
MOJBEPTAIOTCS TPAHCIALUU U, €CIH CKOPOCTh YUITMHEHUS
SKBHBAJICHTHA [T0 BCEMY TPAHCIATOMY, TO CPESTHSS 3aHITOCTh
prOOCOM SIBIISIETCS] XOPOIIUM IOKa3aTesIeM CKOPOCTH TPaHC-
TSIHN.

PubocomHOE mpodmiIHpoBaHHE UMEET MHOTO IPEUMY-
IIECTB Hepesl HEKOTOPBIMH JIPYTUMH METOIaMH MpOoQUIIn-
posanus Tpancusanuu (Jackson, Standart, 2015). Onro u3
HUX 3aKJIF0YaeTCS B TOM, YTO JIOKAJIU3AIUs PHOOCOM BJIOJH
nocaenopareabHoctd MPHK mo3Bosisier mpous3BonuTh 10-
TIOJTHUTENBHBIA KOHTPOJIb COOpaHHBIX MaHHBIX. Hampumep,
YYacTKH, CBS3aHHBIC C PHOOCOMaMHU, TOJKHBI OBITh CKOH-
LEHTPHUPOBaHbI B Kopupytomei yactu MPHK, orcyTcTBOBaTH
B obmactu 3'-UTR u pacmonararbes ¢ HEpHOANIHOCTHIO TPEX
HYKJICOTU/IOB, KaK CIEICTBHE, KOMOHHOU cTpyKkTypsl MPHK.
Ecnu B pe3ynbrare MOKPBITUS MPOYTCHUSIMH OHOINOTEK
Ribo-seq TpaHCKpHIITOMa TaKHe 0COOCHHOCTH OTCYTCTBYIOT,
TO 9TO MOXKET CBHJICTEIHCTBOBATH O HI3KOM Ka4eCTBE IOITY-
YCHHBIX OMOIHOTEK.

B03MOXHOCTB TOTYYUTH PACTIOTIOKEHHE TNKOB IIOKPBITHS
pubdocomamu mocnenoBarenbHocTeit MPHK Ha ocHOBe BEI-
paBHHMBaHUs pouTeHUil Ribo-seq ¢ paspelnieHrueM Ha ypoB-
HE KOJIOHOB CJejajia 3TOT METOJ MOJE3HBIM IS U3YUCHHUS
MEXaHW3MOB ¥ TUHAMHAKH TPAHCIAIUU. TOYHBIC ITOTOKECHUS
pudocoM, ormpeelieHHbIe Ha mocieaoBareabHocTsXx MPHK,
0TOOPaYKAIOT MEPUOAMIHOCTH KOJIOHOB. DTO CBOWCTBO TO3-
BOIISIET TOYHO OTNPEACATh TPAHCIAIHIO OTKPBITHIX PAMOK
cuntheiBaHus (ORF) 1 nepexiroueHne Mexay TpaHCIALHEH
HECKOJNBKUX PaMOK CUHTHIBAHUSA — (DEHOMEH, ITPH KOTOPOM
¢ onnoit marpuusl PHK npoucxoast cunTeiBaHuEe IBYX WU
6osee nepekpaoiBaroruxcsi ORF v 6MocuHTE3 pa3HbIX OCJIKOB.
DT0, B CBOIO 0Yepe/ib, IIOMOTaeT HICHTH(UITUPOBATH HOBBIC
MEXaHU3MBI KOHTPOJISI TPAHCIISIIIAH, TAKHE KaK COOBITHS WHU-
[UAIUU TPAHCIIAIUY B KOJIOHAX, OTIMYHBIX OT KojgoHa AUG,
tparcsimun UORF, Tpancsun mansix (sORF) u ansrepHa-
tuBHBIX ORF (aORF), KOTOpBIC panee CUMTaINCh HEKOUPYIO-
mMu wik nicesnorernamu (Ingolia et al., 2009, 2011; Brar et
al., 2012; Stern-Ginossar et al., 2012; Hsu et al., 2016).

Jpyrue mpuMepsI oJIe3HOTO UCTIONB30BaHHS TOYHOTO 110~
3unuoHuposanust pudbocom Ha MPHK — kapTupoBanue caiiToB
HavyaJia TPAHCISINHA C MHTHOWTOPAMH JIOHTAINH, HAINIHE
BBINICTICKAIUX OTKPBITEIX paMoK cuuThiBaHus (WORF) n
HEKaHOHUYECKUX CTapToBbIX KoqoHOB (Ingolia et al., 2011),
Ooyee TOYHOE OTpeeIICHIEe MEXaHM3MOB CKAaHHPOBAHUS
U WHUIUAIUN TyTeM KapTUPOBAHUS MajbIX PHOOCOMHBIX
cyosenunun 40S (Archer et al., 2016), a Taxxe neicTBue
crnenu(UIeCcKIX CTPECCOPOB MK JMHAMHUKA PHOOCOM TTOCIIe
tepmuHanuu (Andreev et al., 2017).

254

Ribosomal profiling as a tool
for studying translation in plants

JlononuurenbHas 0COOEHHOCTh METOAA — OH T103BOJISIET
MOTyYUTh KOJTMYECTBEHHBIE OLIEHKH MTOKPBITHS pPHOOCOMaMHU
MPHK 1 Mo’keT onpenemnsiTe OTHOCHTEIBHO PEJIKUE COOBITHS
TpaHCISIMU (CM. PUCYHOK, 6). CpelHee HOpMaIu30BaHHOE
(mns el ORF 1 riryOWHBI CeKBEHHPOBAHUS ) KOJTHMYECTBO
3alIMIICHHBIX (hparMeHToB pudocoM (ribosome protected
fragments, RPF), oGHapyeHHOe ¢ TIOMOILBIO TPOQHIUPO-
BaHNs, 00ECTIEUNBACT OLIEHKY HHTCHCHUBHOCTH CHHTE3a OeTIKa
(Ingolia et al., 2009). Kpome Toro, npodunmpoBanne ppobocom
B coueranuu c¢ cekBeHupoBanuem PHK rtex sxe oOpasuos
nmaet nHpopmanuio 06 3h(HEeKTHBHOCTH TPAHCISAINH i1 Vivo
(cM. pHCYHOK, 6), OTIpeAeIIeMOi KaK CKOPOCTb TPAHCIISIIIUI
MPHK. Ee MOXHO paccuuTars, pa3ienus CPEAHION0 IIIOTHOCTh
Y4acTKOB PUOOCOMBI JAHHOTO T€HA Ha YPOBEHb IKCIIPECCUHU
ero MPHK, onienennsiii Ha ocHoBe aHanmm3a RNA-seq (Ingo-
lia et al., 2009).

BaxxHo# 0COGEHHOCTBI0 pHOOCOMHOTO MPOMIITHPOBAHUS
TaKXKe SABJSIETCS TO, YTO ATOT METO/L MOJKET OBITH a/lanTHPO-
BaH JIUIsl U3y4EHHs CAMBIX Pa3HbIX THUIIOB KJIETOK WIIU TKaHEH
JOOBIX OPTaHU3MOB C OYCHD HEOOIBITUMH MOAN(DUKAIISIMHA
13-3a KOHCEPBATHBHOCTH MOJICKYJISIPHBIX ¥ OMO(MH3HIECKUX
CBOMCTB prOOCOM, XOTSI JJIsi HPUMEHEHUS 3TON TEXHOJIOTHH Y
Pa3IMYHBIX OPTaHU3MOB MOKET HOTPEOOBATHCS TEXHUYIECKAs
onrrumu3anus (Brar, Weissman, 2015).

OCHOBHbIe UTorn npumeHeHnA TexHonornn
pr6ocomHoro npodpunmpoBaHusa y pacteHun
DKCMpeccHio TeHOB BO BpeMsl afanTaliud K OHOTHYECKHM
1 abuoTHyecKkuM (akTopaM CTpecca, a TakKe B Iporecce
Pa3BUTHS HHTCHCHBHO U3Yy4Yalli Ha YPOBHE TPAHCKPUIITOMOB
paCTeHl/Iﬁ 1 pa3JIMYHbIX 'CHOB-KaHANJ1aTOB, KOTOPLIMHU MOXKHO
MaHHITYJINPOBATH JUIs HOBBIMLIEHUS YCTOHYMBOCTH K CTPECCY.
C nosiBJICHHEM TEXHOJIOT Uil pHOOCOMHOTO MPO(UITHPOBAHUS
9TH JaHHBIC MOT'YT 6])IT]) COIIOCTABJICHEI C PE3YyJIbTaTaMU aHa-
nH3a IpoQHIIeH TPAHCIALMHI A1 OLCHKU BKJIAJIa Pa3TMIHBIX
MOJICKYJISIPHBIX MEXaHU3MOB TPAHCIISILIUK B PETYJISLIHIO dKC-
MPECCHH TCHOB.

TpaHcnAUMOHHaA perynauna SKCnpeccumn reHoB

B yCNOBMAX abnoTMYecKoro ctpecca

AOHOTHYECKHH cTpece, TaKOi Kak MOBBIIICHHBIE WX TTOHH-
JKCHHBIE TEMIIEPaTyphl, I TOBBIIICHHAS MJIH ITOHMKCHHAS
MHTEHCHBHOCTh OCBELICHHS, 3aCyXa, 3aCOJICHUE WM H30bI-
TOYHOE yBIIAKHEHHUE ITOYBbI, OKa3bIBACT 3HAUUTEIHLHOE BIIHS-
HHE Ha (PU3MOJOTNYECKOE COCTOSIHUE PAacTeHUH H, Clie/I0Ba-
TEJILHO, Ha SKCIPECCHUIO MX TeHOB. [1oaToMy cpean mnepBbix
npunokeHni mMetona PIT ObUTH SKCIIEPUMEHTHI TIO0 aHAJIH3Y
peakuuy pacteHni Ha abuormuyeckue crpecchl. Meron PIT
ObUT 0COOCHHO TOJIE3eH JUIsl TTOHUMAHUS TOTEHIIMaIbHON
poim, kotopyto urparor uORF B perymsannum TpaHCISIIUN BO
BpeMsl OBICTPBIX peaknii Ha BHEITHHE CTUMYIIBI, TAKHE KaK
KHUCJIOPOIHOE royIofiaHKe (TUTIOKCHS ), TETIOBOM CTPECC U BOJI-
Hasl JICTIpUBaLHs.

Panee nmpeamnonaranoce, uto UORF yuacTByloT B peryss-
WU I'CHOB B OTBET HA PA3JIMYHBIC U3MCHCHUA Opr)KalOLlIeﬁ
cpexns! (Hanfrey et al., 2002; Imai et al., 2006; Alatorre-Cobos
etal., 2012). OnHako u3-3a2 OTCYTCTBHUS IKCIEPUMEHTAIBHBIX
JTAHHBIX OCTaBaJIOCh HEACHBIM, TpaHcaupytoTcs iu uORF B
6enku. [IpodunmpoBanne puOOCOM MO3BOIAET UACHTHDUIIH-
poBars UORF u npyrue perysistopHele 001acTH, Takue Kak
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kBazpymiekcel G2 (Tperuunsle cTpykTypsl JIHK, cocrosmue
U3 TeTpaji T'yaHWHa). AHAJIN3 aIaliTHBHBIX OTBETOB Ha TETIJIO-
BoH ctpecc y Arabidopsis thaliana c nomomsio metoaa PI1 B
codetanuu ¢ cekBeHuponanuem PHK BbrsiBuiI, uTo skcmpec-
CHsI TEHOB HEPETPOrPaMMHUPYETCSI BO BPEMSI JUITUTEIBLHOTO
TEIIJIOBOTO CTPECCa 3a CUET MPEHMYIIIECTBEHHOMH TPaHCIISIIIAN
TeHOB, cojepxamux kaapymiekcsl G2 B ux 5-UTR. D10
OBLIO OUEBH/THO U3 KOPPEISAIMU MEKIY TNIOTHOCTBIO CIUTHI-
Banust RPF o ctpykrypam kBaapymiekcoB G2 1 NOBBIIIEH-
HBIMH YPOBHSIMH SKCITPECCUU HIDKeNexKanx ocHOBHbIX ORF
(mORF) (Lukoszek et al., 2016).

[TokazaHo, 4TO THITOKCHS OKa3bIBAaeT KpaiiHe HEraTHBHOE
BIMsHUE HA 3P PEKTUBHOCTH TPAHCIIALUH Y A. thaliana ¢ ipu-
MepHO 100-KpaTHBIM ee CHIKeHHEeM il HeKoTopeix MPHK
(Juntawong et al., 2014). D10 B OCHOBHOM OOBSICHSCTCS CHH-
JKCHUEM MHUILMAIMU TPAHCISIMU W3-32 YMEHBIICHHS 3aHs-
TOCTH PUOOCOM B CTAPTOBBIX KOJIOHAX TPAHCKPUIITOB I'€HOB,
He YyBCTBHUTENBHBIX K Tunokcun (Juntawong et al., 2014).
OTH JNaHHbIE pacUIMPHIN IOHMMaHHE MEXaHHW3MOB TPaHC-
JSIMX, TOATBEPIUB, YTO B HOPMAJIBHBIX YCIOBHSX pPOCTa
uORF cumxkator Tpancasanuo MHorux mORF. Hanporus,
JUIsl HEOOJIBILIOTO YKCIIa IPOAHATM3UPOBaHHBIX reHOB UORF
He BIUAIOT Ha TpaHcsmuio mMORF B ycnoBHSAX HU3KOTO CO-
Jepxanust kuciopona. P. Juntawong c xoseramu (2014)
YCTaHOBHWIJIH, 4TO «oTHe4yaTku pudocom» na MPHK mocie ee
pacIieruIeHns] HyKJIea30i MOXHO HCIIOIb30BaTh IS TPOQH-
JMPOBaHMS pUOOCOM Y PACTEHHH.

OrpaHnueHne KOJIMYECTBa BJIard TaKKe NPUBOIUT K TJIO-
6aTbHOMY U3MEHEHHUIO YPOBHEH HKCIIPECCHU TEHOB, PETYIN-
PYEMBIX KaK Ha TPAHCKPUIIIMOHHOM, TaK U Ha TPAHCIISILIMOH-
HoM ypoBHe. L. Lei ¢ koyuteramu (2015) ucnonb3oBanu mpo-
(umpoBaHne puOOCOM AJISI BBISICHEHUS PETYISIIIUN TPaHC-
JSIIAU DKCIIPECCHH T'€HOB B OTBET HA 3acCyXy Y KyKypy3bl.
OHHM yCTAaHOBHJIH, YTO KpaTHbIE M3MEHEHUs TPAHCKPHUIILINY,
BBI3BaHHBIC 3aCyXOH, YMEPEHHO KOPPEIUpOBaIN C TPaHC-
JSIMOHHBIMHM M3MEHEHMsMHU. B ux pabore mokaszaHo, 4To
41 % Bcex reHOB, YyBCTBUTEIBHBIX K 3acyXxe (T.€. TeHOB,
9KCTIPECCHs KOTOPBIX PETYINPYETCsI Ha YPOBHE TPAHCKPHII-
MM, TPAHCISIIMY WIIM Ha 00OMX YPOBHSIX ), PETYJIMPYETCS Ha
YPOBHE TPaHCKPHUIITIIMH/TPAHCIISIIIUN HECOTIACOBAaHHO. JTO
YKa3bIBa€T Ha TO, YTO B YCIOBHAX 3aCYXHU PETYIIAIMS SKCIIPEC-
CHM TPOUCXOIUT HE3aBHUCHUMBIMU MYTSIMH: JUII OJHUX — Ha
YPOBHE TPAHCKPUITLIUH, JUIsl IPYTHX — HA YPOBHE TPAHCIISALHH.
ABTOpBI Taxke COOOITHITH, YTO Ha 3((EKTHBHOCTH TPaHC-
JISIIUH BIIMSIIOT TaKHE XapaKTEPUCTUKH MTOCIIEI0BATEIEHOCTH,
Kak conepkanue HykneotunoB G, C, qnmuHa KOAUPYIOLINX
MOCJIEI0BATEIbHOCTEH 1 HOPMAIM30BaHHAS MUHHUMAaJIbHAS
CBOOO/IHAST PHEPTHS, OMpPENeNIoNas CTa0MIBHOCTD TOCIIe-
JIOBaTEeILHOCTH BropuuHBIX cTpyKTyp (Lei et al., 2015).

OnuH U3 KIIOYEBBIX TOPMOHOB CTPECCOBOTO OTBETA pac-
TeHnH — TriteH. [1yTh mepeaaun ero CUrHaIoOB IIepeceKacTCst
C MyTSIMU [Iepelady CUTHAJIOB JIPYTUX (PUTOTOPMOHOB B ITPO-
IIecce OTIOCPEIOBAHHOTO OTBETA Kak Ha OnoTndeckue (Schenk
et al., 2000), Tak u Ha abuoTHyeckue crpeccel (Abeles et al.,
2012). UccnenoBanue, B KOTOPOM IIPOBECHO CPAaBHEHHUE ITH-
JICH-MHAYIIMPOBAHHBIX COCTOSIHUI TPAHCKPHUIITOMA M TPAHC-
asitoma y A. thaliana ¢ ncrioab30BaHUEM KOMOWHHPOBAHHBIX
noaxonoB PHK-seq u Ribo-seq, 1okasaso, 4To 3aBUCUMOCTh
MEKIy OLIEHKaMH KOJIMYECTBA TPAHCKPUITOB U KOJINIECTBA
nX (parMeHTOB, CBSI3aHHBIX C pHOOCOMaMH, SIBIISIETCS Clla-
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6ol (koapdumuent nerepmunannu R? = 0.22) (Merchante
et al., 2015). B aT10if paboTe Taxke MPOAEMOHCTPHPOBAHO,
YTO TOCJIE BO3JACHCTBUS 3THUIIEHA U3MEHSIOTCS aKTHBAIUS
TPAHCKPUIIUH U SPPEKTUBHOCTD TPAHCIIALUH PETYJISTOPOB
Tepeadr CUTHAIIOB 3TiieHa, Takux kak EBF1 u EBF2, urto
yKa3bIBaeT Ha KJIIOUEBYIO POJIb TPAHCKPUIIIIMOHHON U TPaHC-
JSIIMOHHOM PEryIsIIK SKCITPECCHH TE€HOB OTBETA Ha STHJICH.
W3menenne s¢pdexruBroctn Tpancmamuun EBF1 B oTBer
Ha 00paboTKy sTHieHOM omnocpenyercs 3'-UTR-o6macTbro
reHa EBF1 B npucyTcTBuM (DyHKIHMOHAIBHOTO EIN2, 4TO HE
Tpebyer mpucyrcTBusa Komruiekca EIN3/EIL1 umu apyrux
KJTFOYEBBIX TPAHCKPHUITIIMOHHBIX (PAKTOPOB OTBETA Ha STHJICH,
Kak [IpY peryJsiiyu Ha ypoBHe Tpanckpuniuu (Merchante et
al., 2015). B maraOM cirydae mpodunrpoBaHne pud0OCOM BBIS-
BUJIO KJTFOYE€BOH KOMIOHEHT B PETYJISIINY ITepe/iadl CUTHAJIOB
ATUIIEHA, KOTOPBIH OBUI YITYIIIEH U3 BUY TP UCIIOIH30BaHUH
TOJIBKO TPAHCKPHUIITOMHBIX MOIXOZOB.

TpaHcnALMOHHaA perynauns SKCNpeccumn reHoB

B yCJ10BUAX 610TMYECKOro cTpecca

B mpomnecce orBera pacTeHuil Ha OMOTHYECKHH CTpecc
MPOUCXOAUT TPAHCKPUIIIMOHHOE PENpOorpaMMHUPOBAHHE
Oompiroro koimdectsa reHoB (Schenk et al., 2000). Ograko
0 TPAHCISIIMOHHOM PENpOrpaMMHUPOBAHNH BO BPEMsI UMMYH-
HOTO OTBeTa pacTeHUi ObLIO M3BECTHO odeHb Majo. G. Xu
¢ xommteramu (2017) BemonHmIM r106amsHOE PHOOCOMHOE
npoduiaupoBanue pacteHuil A. thaliana, 06paboTaHHBIX
nomunentuaoM elf18, kotopelii conepxut nepseie 18 amu-
HOKHCIIOT Oenka OaKTepHalbHOro (akTopa 3moHTaruu Tu.
[entun elf18 — MoneKysipHBIA MaTTEpH, aCCOLMUPOBAHHBIN C
naroreHamu (pathogen associated molecular pattern, PAMP),
OH WAECHTU(HUIUPYETCS P MOMOIIN HaTTEPH-PACIIO3HAIO-
X PelenTopoB pacTeHHW. B pesymprare sToro 3amycka-
ercst PAMP-aktuBupyemblii uMmyHuTeT (pattern triggered
immunity, PTT). IToka3ano, 9T0 ipy TAKOM OTBETE SKCIIPECCUS
psizia TEHOB PEryIHpyeTcsl Ha TPAHCISIIIMOHHOM ypoBHe. [Tpn
stoM st MPHK stix renoB uORF moryT oka3siBaTh Kak 1mo-
JIOKUTETBbHBIH, TAaK ¥ OTPULATENBHBIN 3((EKT Ha TPAHCISIIUIO
Hmxkectoamux MORF. Dtu nccnenoarenu oOHAPY KN
TaKKe OOraThlii MypHHAMH BBIIIECTOSIINI 2JIEMEHT, Ha3bIBa-
embIii R-motnBoMm, B 5'-UTR-001acTH réHOB ¢ MOBBIILIEHHON
3¢ EKTHBHOCTHIO TPAHCIALNH TOCTIe 00PadOTKH PaCTCHHN
elf18. Ycrpanenue penpeccupyromiero 3¢gdexkra R-morusa
M03BOJISIET aKTHBUPOBATh F'€HBl IMMYHHOT'O OTBETA, TOITOMY
R-MOTHB, 1T0-BUANMOMY, BaskKeH /ISl PEMPECCHU IKCIIPECCUH
reHoB B iyt PTI y apabunoncuca (Xu et al., 2017). Dra pa-
60Ta MOATBEPAMIIA, YTO PENIPOTPAMMHUPOBAHNE TPAHCISIIUH
MIPOMCXO/IUT HA PaHHEH CTaJNHU BO BpeMsI 3aIIUTHOTO OTBETA,
CKOpee BCEro, JI0 OCHOBHBIX TPAHCKPHUITLIMOHHBIX COOBITHH,
W 9TO B mporiecce aktuBaruu PAMP-akTuBrpyeMoro nMmy-
HHUTETa TPAHCKPHITIIHOHHBIC M TPAHCIISIIHOHHBIC H3MEHEHUSI
C11a00 KOPPEIUPYIOT.

Perynsiius TpaHCISIINY B TIPOIIECCE IMMYHHOT'O OTBETA, aK-
tuBHpyemoro 3pdexropom (effector triggered immunity, ETT),
TOKa el1ie I10Xo u3yueHa. [loatomy, 4ToObI IPOSICHUTS JIETaITH
3TOTO MEXaHN3Ma ¥ CPABHUTH OCOOCHHOCTH TPAHCIISILIMOHHON
PETyISIMN PacTeHUH B Mpoliecce MMMYHHUTETa, aKTHBHpPYe-
moro 3¢ dexropom u narrepramu, H. Yoo ¢ komuteramu (2019)
BBITTOJTHWIN TIOJIHOTEHOMHOE MPOQIINPOBaHNE PUOOCOM B
OTBET Ha OakTepualNbHBIN TatoreH Pseudomonas syringae
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pv. maculicola, necymuii 3pdexropusiit rer AvrRpt2, koto-
PpHIi KomupyeT OeNoK, pacio3HaBaeMblil perienrtopom RPS2
y A. thaliana. TlonydeHHBIC TaHHBIC TEMOHCTPUPYIOT, U4TO
B Tpollecce NMaTTepH-aKTUBUPYEMOI0 UMMYHHOTO OTBETa
PETYISIINS TPAHCIALNN Y€TKO CKOOPINHIPOBAHA C OTBETOM
TpaHcKpunuuu. OTCyTCTBHE NOTEHIUATBHBIX MOTUBOB KOH-
CEHCYCHOU MOCIIeZI0BAaTEIbHOCTH B HETPAHCIUPYEMBIX 00J1a-
CTSIX TEHOB, MEHSFOIIIX CBOW SKCIIPECCHIO B OTBET Ha CTPeECC,
MPENONAaraet, 4YTo CKOOPAMHUPOBAHHOE TPAHCISIIUOHHOE U3-
menenue B npouecce ETI nporcxonur nocpencrsom moxudu-
KaIuii TPaHCISIIMOHHOTO ariapara, a He uepe3 KOHCEHCYCHBIe
nocnenosarenbHoctd B PHK. B uccnenosanuu takxke mpo-
JIEMOHCTPUPOBAHO, YTO PETryJALMs TPAHCIAIUN B IpoIiecce
ETI ananornyna ajs pa3jivuyHbIX HIMMYHHBIX PELIEITOPOB U
YTO CKOOPAMHUPOBAHHAS PETYJSIUSA T€HOB, YYaCTBYIOIUX B
HECKOJIbKUX META00JINYCCKHX My TSIX, 00CCIICUnBACT KOOP/IH-
HAIMIO METabOINIeCKUX H3MEHEHHH C IMMYHHBIM OTBETOM
y pactenwuii (Yoo et al., 2019). ABropsl mokasainm, 4To, B pac-
no3HaBaHuu AvrRpt2 u AvrRpml ydacTBYIOT pa3HbIE pe-
nentops! xo3stmHa (RPS2 1 RPM1 cooTBeTCTBEHHO), OHAKO
Habopbl TudepeHINANTBHO IKCIPECCUPYIOMINXCS TEHOB
CUTHAJBHBIX MyTEH, KOTOPBIC 3aMyCKAIOT 3TU PELENTOPHI,
CYIIIECTBEHHO MePEKPHIBAIOTCS. Tak, OOIIMH IS STHX My Tel
sBIsIOTCst S0 % reHOB ¢ MOBBILIEHHBIM YPOBHEM TPaHCKPHII-
1y U S % — ¢ TOHWKEHHBIM. YUTO KacaeTcsi TeHOB, Y KOTO-
PBIX 3HAYMMO MEHSETCS TPAHCISIIIMOHHAS aKTHBHOCTD, TO UX
o0111as1 1011 cocTaBisIeT BhIiie 75 %.

TpaHCNALMOHHaA perynauus sKkcnpeccun

B Mpouecce pa3BUTUA pPacTEHUI

TpaHCISIMOHHBIN KOHTPOJIb PETYJISLUU ICHOB TAK/KE BAYKEH
JUISL pacTeHUU BO BpPEeMsS MX Pa3BUTHUA AN OOeCredeHUs
CHHTE3a OHTOI€HETHYECKUX M TKaHECTICIIM(DUIHBIX TEHHBIX
npoaykToB (Jiao, Meyerowitz, 2010; Mustroph, Bailey-Serres,
2010). Hampumep, 9TOOBI OLIEHUTH TPAHCISAIIHOHHYIO peTy-
JSIIMIO HKCTIPECCHH TEHOB BO BPEMSI Pa3BUTHS, OTOCPEIO-
BaHHOTO cBeTOM ((horomopdorenes) y A. thaliana, M.-]. Liu
¢ xoyuteramu (2013) ucmonp3oBaiy METOA IPOPUITNPOBAHUS
pHOOCOM 1 KapTUPOBAIIM MX ITOJIOXKEHHE B TIPOIIECCe TPAHCIIS-
i Ha MPHK o Bcemy reHoMy B yCIIOBHSIX CBETA M TEMHOTHI.
Pe3symnbrars! mokasanm, 9To TPAHCIAMOHHAS (P (HEKTHBHOCTH
ocHoBHEIX ORF Obuta HIXKE B TeHax, coAepiKalliux TpaHC-
nmupyembie UORF, yem B reHax 0e3 TakoBBIX. ABTOPBI TAKKE
COOOITIITH, YTO Y TEHOB, ABIAronuxcs mumeHsvu MuPHK,
YPOBEHb TPAHCIIALUH CYIIECTBEHHO MIOHMKEH B CHITY PaBHO-
MEPHOI'0 NOHIKEHUS MTOKPBITHS PUOOCOMaMH KOANPYIOLIHX
MOCTIEIOBATENFHOCTEH. DTO NCCIIEJOBAaHNE TIOKA3aJI0 BAKHYIO
pons uORF n MuPHK B perymsamuu Tpancianuu B npouecce
dhoromoporenesa.

OcHOBBIBasICh Ha 3TOM HcciieqoBanuu, Y. Kurihara ¢ xom-
neramu (2018) nmpuMeHWIN TOAX0 K pHOOCOMHOMY TpO-
¢unupoBanuio y A. thaliana n NpoaeMOHCTPUPOBAIIH, YTO
MOCJIe BO3/ACWCTBHS CHHETO CBETA PACTCHHS MCIOIB3YIOT
aJbTepPHATUBHBIC CTAPTOBBIC CAWTHI TPAHCKPHIIIMN, YTOOBI
oboiitn onocpenoBannoe UORF uHrHOMpoBaHue 3KcIpec-
CHH T€HOB. DTO TTO3BOJISET ITO/ICPKUBATH YKCIIPECCHIO TEHOB,
pEryIMpyeMyIo CBETOM, Ha BEICOKOM YPOBHE.

MeTton pubOCOMHOTO TPOPHINPOBAHUS OBUT MPUMCHEH
HETaBHO JUISI CpaBHEHUS (P (PEKTHBHOCTH TPAHCIISIINH B CBSI-
31 C UI3MEHEHUSIMH YPOBHEH TPAHCKPHUIIIINH Y COM Ha PA3HBIX
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craausx pasButus cemsiH (Shamimuzzaman, Vodkin, 2018).
ABTOpPBI BBISIBUITH, 9TO ((PEKTHBHOCTE TPAHCIISIIIN Y MHOTHX
TCHOB B MPOLIECCE PA3BUTHSI CEMSH U3MeHnsiercs. [1oBblmen-
Hast 2GPEKTUBHOCTD TPAHCISIIIMU HA OTAEIBHBIX CTAJAMIX
pa3BUTHS CeMsH Oblila 0OHApYKEHA [T TEHOB, CBSI3aHHBIX
C pa3BUTHEM CeMsH (HaIpHMep, TEHOB MpoTea3s, MeNnTHIa3
1 2S anbOyMHUHOB), UTO MPEACTABIISIET YHUKAJIbHbBIE 0COOCH-
HOCTH M3MEHEHUsSI PETYIALNH TPAHCISAIMU B IIPOLIECCcE pas-
BuTHs (Shamimuzzaman, Vodkin, 2018). Dtu pe3yasrarsl
MOYEPKUBAIOT BAXKHOCTh U3YUYECHUS PETYISIIMU SKCIIPECCUH
TEHOB Ha YPOBHE TPAHCIISIINH, AJISI TOTO YTOOBI yCTAaHOBUTS,
KakK pa3BUTHE OPraHOB PacTCHUI KOHTPOJIHMPYETCsl HAa MoJIe-
KYyJIIDHOM YPOBHE.

OO6HapyeHne TPaHCIALNOHHbIX COObITUI

13 HEaHHOTMPOBAHHbIX FEHOB pacTeHUN

HecMoTpst Ha 3HAUUTENTBHBIE YCHITHS 10 PACIIH(POBKE 1 aHa-
JIM3y TEHOMOB PACTEHHH, MX MOCIIEA0BATEIBHOCTH COIEPKAT
MHOkecTBO ORF, KoTOpBIE OCTaIOTCSI HEAHHOTHPOBAHHBIMH.
Jns rakux ORF HeusBecTHO, SIBIISFOTCS JIM OHM TICEBIOTCHA-
MU, npoayuupyioT nu Hekoaupyronwe PHK (axkPHK) wmmn
(yHkpoHanbpHbie Oenku. OKa3anock, YTO TEXHOJIOTHH PH-
60coManbHOTO MPOGIIMPOBAHNS MOXKHO MPUMEHSITH U AJIS
YIIy4IIeHUs] aHHOTallMK reHoMa. B sxcnieprmenTax o npogu-
JIUPOBAHUIO pubOCOM y A. thaliana moaudukaius Oydepos,
WCIIONB3YEeMBIX Ui BeIAeneHus ¢pparmentoB MPHK, cBs-
3aHHBIX ¢ puOOCOMaMH, TO3BOJHIIA oTpeieuTh HoBbIe SORF,
kotopele panee cuntanuck HKPHK. MaTepecHo, uto MHOTHE
n3 3tux SORF 3BONMIOIMOHHO KOHCEPBATUBHBI U COZAEPIKAT
HEKaHOHWYECKHE KOJOHBI MHUIMAIMN TPAHCISAINH, TaKue
kak CUG wiu ACG (Hsu et al., 2016).

B uccaenosanuu (Wu et al., 2019) c6opka TpaHcKpUnTO-
MOB Ha OCHOBE pe()epeHCHOT0 TeHOMa M MPOQHINPOBAHUE
prOOCOM OBUIM MCIOJIB30BaHBI [UIsl YAYUILICHUsS] aHHOTAIIMU
reHoma Tomara (Solanum lycopersicum). DTOT MeTOn Hai
BO3MOKHOCTh MJIeHTH(UIMPOBaTh coTHH HOBBIX SORF m3
HEAHHOTHUPOBAHHBIX TPAHCKPUIITOB, KOTOPHIE 3BOJIIOLMOH-
HO KOHCEPBAaTHBHBI. B 1aHHOM HCClIe0BaHNM TaKKe ObLTH
c(hopMUpPOBaHBI TPAHCINPOBAHHBIC TOCIIEIOBATEIBHOCTH
quist SORF, uORF u3 5'-UTR-o6nacreii reHOB, KOAUPYIOLIUX
6enkn. Bepuguxarys pe3ynsraTos, OMYIEHHbIX C TOMOIIBIO
prOOCOMaIBLHOTO MPOMUINPOBAHUS METONAMH TTPOTEOMH-
KH, TIOKa3alia, 4To HekoTopble u3 3Tux sSORF mpoaynupyior
CTAaOMJIbHBIC MENTUBI. AHAIN3 000TANICHHUS aHHOTAI[UU
9THX TPAHCKPUITOB TEPMUHAMH IeHHON OHTOJIOTHH BBISBUII,
9T0 UX (yHKUHUs cBsi3aHa ¢ (ochopunupoBanuem/aedoc-
(hopunpoBaHneM OEIKOB, CUTHAJIBHBIMHU ITyTsMH. Bce 310
JIEMOHCTPHUPYET, UTO PETYNISLNs TPAHCISALUN BBITOIHACT
BBICOKOYPOBHEBYIO PEryIISITOPHYIO (DyHKIHIO B ITpolecce
KU3HEAESITeNbHOCTH KileTku. MHTepecHo, uto H.-Y.L. Wu ¢
kosuteramu (2019) oGHapyXnIH, 9TO y TOMAaTa SKCIPECCHs re-
HOB TaKKe PEryJHpyeTcs IJI00aIbHO KaK Ha TPAaHCKPUIIIIMOH-
HOM, TaK 4 Ha TPaHCJISILMOHHOM ypoBHE 3a cueT MukpoPHK.
Takum 00pa3oM, MpUMEHEHHE METO/a MPO(QHUINPOBAHUS
prOOCOM OKa3bIBACTCS LIEHHBIM JJISl TOATBEPIKICHUS TIPE-
CKa3aHMs HOBBIX OTKPBITHIX PAMOK CUMTHIBAHWS U CAHTOB
MHHLUALUK TPAHCKPUNTOB B MaciiTade Bcero renoma (Wil-
lems et al., 2017).

YKa3aHHBIE BBIIIE UCCIIECAOBAHUS YCTAHOBIIIN HEKAHOHH-
YeCKHE TPAHCISIIMOHHBIC COOBITHS 1 MO3BOIIIIN HJICHTU(H-
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LIIPOBAaTh paHee He aHHOTUPOBAHHbBIE MaJble OeJIKH, KOTOPHIE,
BEPOSITHO, BHIMOJHSIOT BaXKHbIe (YHKIIMK B pacTeHUsX. Bee
9TO JIEMOHCTPUPYET MOJIE3HOCTh IKCIIEPUMEHTOB 110 PHOO-
COMHOMY PO IITUPOBAHUIO JIJIs 00JIe€ ITyOOKO# aHHOTAIMA
TEHOB B F€HOMaX PacTEHUH.

Mpo6nembl n orpaHNYeHVA A4NA NPUMEHEHUA
MeTOA0Norny pU60COMHOro NpoduNMpoBaHnaA

y pacteHuin

HecMoTpst Ha MHOXKECTBO MIPEUMYILECTB, TeXHOIorust Ribo-
seq B HACTOAIIIEE BPEMsI CTATIKMBACTCS C HEKOTOPBIMHU CEPhE3-
HBIMH TEXHUYECKUMH TPYTHOCTIMHU. Cpean HUX — HeoOXo-
JIMMOCTB YCTPaHEHHs TIOTEHIIMAIBHBIX 3arps3HUTENeH 1 Ha-
JIe)KHOE BBIPAaBHUBAHNE KOPOTKUX MPOYTEHUH C 3TATIOHHBIM
TEHOMOM WJIM TPAHCKPHUIITOMaMH. B 3TOM pasjiene MbI KpaTko
00CyaMM 3TH POOJIEMBI U ITPE/ITI0KUM BO3MOXKHBIE ITyTH HX
peLIeHUsL.

OnuH U3 UCTOYHUKOB IIyMa B pe3ylbrarax pudocoMab-
HOTO TIPO(HUIUPOBAHUS — KOHTaMHUHAIMsI pudocomHoi PHK
(pPHK) Ha ctaanu Hykiea3zHoi 00padoTku. OHa CyIIeCTBEH-
HO 3aTPY/HSET M3BJICUCHHUE JAHHBIX 00 MH(POPMATUBHBIX
MOCJIE/IOBATEIBHOCTSIX, MOJIYYEHHBIX B IKCIIEPUMEHTAX I10
npodrmposanuio pudbocom (Ingolia et al., 2009). Takast koH-
tamunanus gpparmenroB MPHK ¢parmentamu pPHK moxer
OBITH yCTpaHEeHa Ha OCHOBE CHEeLU(pHYECKON THOPHIU3aLIUH
WM TIPH TTOMOIII KOMMEpUECKUX HaOOpOB 0OeaHeH s Onb-
JIMOTEK crnenuduyeckuMu nocienosarenabHocTsimu PHK, a
Takke U codyetanueMm oboux mertomoB (McGlincy, Ingolia,
2017). C mpyroii CTOPOHBI, sl TPEAOTBPAIICHHUS TUTHPOBA-
HUS TUHKepa ¢ n30bITkoM 5.8S pPHK MokHO Mcnonb30BaTh
Mmackupytome onuronykineoruas! (Faridani et al., 2016).
3arpssaenns pPHK MoxHO ycTpaHnUTh Ha 3Tane OHOMH(Op-
MaTH4YeCcKoi 00pabOTKH, HO 3TOT MOAXO TPEOYET IOy ICHHS
OOJIBILIETO TIOKPBITHUS ITPU CEKBEHHUPOBAHUH.

CoBpeMeHHbIE METO/bl aHAJIN3a TPAHCKPUIITOMOB, OCHO-
BaHHBIC HA MACCOBOM CEKBEHUPOBAHNH, OOBITHO Oa3MPyIOTCS
Ha KOPOTKHX MpouTeHusix pazmepom 100—150 . v. aust ppar-
MEHTOB C OIMHOYHBIM WJIN TTapHBIMHU KoHIIamMu (Wang et al.,
2009), B To Bpems Kak B Oojee paHHUX moaxonax RNA-seq
NPUMEHSIIN TpodTeHus JuinHOW 25 u 32 m.H. (Marioni et
al., 2008; Mortazavi et al., 2008). Tak kak ceKBEHHPOBaHHE
(hparMeHTOB, CBA3aHHBIX C PUOOCOMAMM, OCYIIECTBISIETCS
KOPOTKHUMH ITPOYTEHUSIMHU, TO 9TO 3HAYUTEIHHO YBEITUUUBACT
BEPOSATHOCTH MX BHIPAaBHUBAHUS HA MHOXKECTBEHHbIC yUaCTKH
TEHOMa, YTO MOXKET NMPHUBOJUTH K BOSMOKHBIM OIINOKaM B
aHasm3e pesysbraroB npodunuposanus (Chhangawala et al.,
2015). Kpome Tor0, Ha yHUKaIHHOCTH BEIPABHUBAHUS KOPOT-
KHX TPOYTEHHH OoJiee CyIIeCTBEHHOE BIIMSIHUE OKA3bIBAIOT
OLIMOKH CEKBEHUPOBAHMUSL.

[Ipobnema MHOKECTBEHHOTO BBIPABHUBAHUS MPOUTCHHH
B CIIy4ae aHaJli3a TPAHCKPUIITOMOB PacTEHHH yCyryOmser-
Csl elle U TeM, 4To OOJbIlasi YacTh CYLIECTBYIOIINX BUJIOB
pactenuit — momwmionas! (Wood et al., 2009). Hampumep,
y Msirkoi nmenunp! (7riticum aestivum), aluloreKcarionsa,
IeHOM BKJII0YaeT TpH cyOreHoma, A, B u D, B KOTOpBIX Bcero
~100000 reros. Oxono 85 % reHoMa MIIEHHUIIBI — TTOBTOPEI,
MIPE/ICTABIEHHbIE MHOTOYHCIIEHHEIMU MOOMITEHBIMHE JJIEMEH-
tamu (Ramirez-Gonzalez et al., 2018). Bo MHOrux ciyuasx
MOCJIEI0BATEILHOCTH T€HOB TOMEOJIOr0B OUEHb MOXOXKH, U
YTOOBI HOJTyYUTh BBIPAaBHUBAHHUE IPOUTEHHUH /10 COBITA/ICHNS,

MOJIEKYNIAPHAA FTEHETUKA U TAKCOHOMMUSA PACTEHWI / MOLECULAR GENETICS AND PLANT TAXONOMY

2021
253

Prn6ocomHoe npodunnpoBaHme Kak MHCTPYMEHT
nccnefjoBaHNA TPAHCAALMN Y PacTeHWI

crier(UYHOTO JUIsi TOMEOoJIora, TpedyeTcst uX OoJIbIast JJIMHA
(Pfeifer et al., 2014). Takum oO6pazom, m3ydenue quddepen-
[UATBHOW TPAHCIIALMU FOMEOJIOTHYECKUX TCHOB 3aTPYIHCHO,
HO MOXKET OBITh YIIYYIIEHO C TIOMOIIBIO HEJJABHO pa3padoTaH-
HOTO TTOAXO0Aa KJIacCU(pHUKAINKA CyOreHOMOB, TIPH KOTOPOM
CUYMTBIBAHHS COTIOCTABIISIOTCS C KaXKIBIM CYOreHOMOM OT/ICNTb-
Ho (Kuo et al., 2018). C gpyroii cTOpoHBI, TPOOIeMa MHOXKE-
CTBEHHOTO KapTHPOBAHMS KOPOTKUX NPOYTEHHH MOXKET OBITH
peLIeHA C TIOMOIIBIO CIICIUATBHBIX HHCTPYMEHTOB, TAKUX KaK
AJITOPUTM PA3PCIICHUA MHOKCCTBEHHOI'O KAPTUPOBAHUSA JJIA
¢unsTpanun BeipaBHuBaHuA (Kahles et al., 2016).

DKCIepUMEHTBI 10 NPOGUIMPOBAHHUIO PHOOCOM I'eHEepH-
PYIOT OIPOMHOE KOJMYECTBO JIAHHBIX, YTO CO3aeT 3HAYM-
TeNbHYIO pobnemy s ux ananmsa (Calviello et al., 2016).
B nomonHeHHe K CyNIECTBYFOLIMM HHCTPyMEHTaM AJist 00-
pabOTKH NOCIIEI0BATEIBHOCTEH U BRIPABHUBAHUS OBUTH CO3-
JJaHBI MTAKeThI OCIEAYIOMET0 aHAIN3a T HICHTU(HUKALINH
TPEXHYKJICOTUIHON MEePHOIMYHOCTH, TUddepeHInanbHOi
TPAHCJSIIMU U 3aHATOCTH KOmoHOB: riboSeqR (Chung et al.,
2015), riboWaltz (Lauria et al., 2018). Ha ceromusmmanii 1eHb
paspaboranbl 1Ba Beb-cepsepa, RiboGalaxy (Michel et al.,
2016) u riboviz (Carja et al., 2017), oObenunsIONIE HAOOD
MHCTPYMEHTOB, HEOOXOMMBIX JUIS aHAJIU3a JaHHBIX pHOOCO-
MaJIbHOTO NPOMUIMPOBaHHSI, HAYMHASL C KOHTPOJIS KauecTBa
HCXOJIHOW TOCJIeI0BATEIbHOCTH 10 (PUHATBHON BU3yasH3a-
un qauHbx (Wang et al., 2017).

JanpHeillee n3y4eHue METOJI0B aHAJIM3a JAHHBIX pHO0CO-
MaJIbHOTO ITPO(UIMPOBAHNUS U IOIOOP ITapaMeTPOB BbIPABHHU-
BaHUS U MOKPBITUS UL YITyUIIEHHS TOYHOCTH OIpeIeTICHUS
i depeHInanTbHON TPAHCIAIMY B 3HAYUTEIIBHON CTEIICHH
TMOMOTYT IPpH aHAJIN3€ U UHTCPIPETALIUN PE3YIILTATOB 3TUX
IKCIIEPHMEHTOB.

3aknuyeHue

Bo3Mo»KHble NepCcrneKTUBbI MeTO[0NIorMn
pubocomHoro npodunpoBaHnA 'y pacteHuii
Bornbrast 9acTb cOBpeMeHHOH HH(BOPMALIUH O TPOPHINPOBA-
HHUHU pHOOCOM IONTyYeHa N3 HepacTUTENbHBIX BUI0B. CliesioBa-
TEJIbHO, TPOBEICHIE ITOJOOHBIX HCCIIEI0BAHUH Ha PACTEHUSX
B Pa3JIMYHBIX yCIOBUSIX HEOOXOMMO JUTsl OOHAPYKEHHS TCHOB,
IKCITPECCHSI KOTOPBIX PEryJIUPYETCs TOIBKO TPAHCIISIIHOHHO
U JIO CHX IIOp HE BBISBIISUIACH P aHAIM3€ TPAHCKPUIITOMOB.
Xots mpouINpoBaHIE pPUOOCOM — OTHOCHTEIILHO HOBBIN Me-
TOJ, YITYUILICHUSI B 3TOM TEXHOJIOTHH YKe MOosBIsOTCS. Tak,
9TOT METOJ] MOKHO HCIIOJIL30BATh [UIsl H3y4YEHHs crienupude-
CKOM TPaHCIISIIMHU OPTaHeIll, KOIUPYEMOH SIepHBIMU TeHAMHU
(Janetal., 2014). B HacTosiiiee BpeMst BCe OOIbIIIce BHUMAHKE
NPHUBJIEKAOT METO/IBI aHAIN3A TPAHCKPUIITOMOB SIMHHYHBIX
kierok (Saliba et al., 2014). OHM WNPOKO TPUMEHSIOTCS B
MCCJIE0BAHUSIX Ha YKUBOTHBIX M HUMEIOT OOJIBIION TOTEHIHA
JUISL HOHUMaHUs (PYHKIIMU T€HOB U1 SAMHUYHBIX KJIETOK B
pacrenusix (Efroni, Birnbaum, 2016). Coueranue 3Toi HOBOM
METOJIUKU C NPOPHUIMPOBAHUEM PUOOCOM M TaKUMH IOJ-
XonamMHu, Kak ad(pUHHAS OYHCTKA TPAHCIUPYIONIX pUOOCOM
(Heiman et al., 2014), MOXXeT UMETh OIPOMHOE 3HAYCHUE
NPU M3YyYCHHUU PETYISUNA TPAHCISALUH, criequ(uaHon st
oTpenenieHHoro Trma kiretok (Mironova, Xu, 2019).
JanpHeiimee ymydIieHHe ONpPEICICHHBIX TEXHUYECKUX
3TANoOB JKCICPUMEHTOB MO NPO(GHUIUPOBAHUIO PHOOCOM
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MOIJIO OBl CITIOCOOCTBOBAThH 00JIee MIMPOKOMY BHEAPCHHUIO
9TOl TexHUKU. Hanpumep, B Hacrosiiiee BpeMs MOATOTOBKA
OHONMMOTEKY TS TITYOOKOTO CEKBEHUPOBAHUS BKITIOUACT B ceOs
HECKOJIBKO 3TAIlOB JIMT'MPOBAHUA U 3aHUMACT MHOT'O BDEMCHHA
(o6praHO HecKoNbKO AHEH ). Kpome Toro, TpeboBaHne OTHOCH-
TEJILHO OOJIBIINX Kostm4uecTB HadaasHoi PHK s moaroroBku
OMOIMOTEK MOJKET CO3/1aBaTh MPOOIEMBI.

Taxkum 0O6pa3oM, HOBBIH ITOIXO], HA3BIBAEMBIH TIPOQHITH-
poBaHHeM pubocoM Oe3 JIMTUPOBaHUs, pa3pabOTaHHBIH Ha
MbIIax, MOXECT OBITH HCCJICJO0BAH HAa PACTCHUAX, ITOCKOJIBKY
9TOT METO He TpeOyeT IUTHPOBAHKS, a CO3AaHNE OMOTHOTEeKN
MIPOU3BOIMTCS B TCUCHHUE JTHS C UCTIONB30BAHMEM BCETO JIMIIb
1 ur PHK (Hornstein et al., 2016). I[Tpodunuposanue pudocom
nepcrekTiBHO 11t uaeHTudukanmuu rQTL mo Bcemy reHoMy
(pudocomusrit QTL), momo6HO TOMY KaK ITPOBOIUTCS AHAIIH3
eQTL (axcmpeccuonnbie QTL).
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