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AHHOTaLMA. DKCNPECCUIO SYKapNOTUYECKNX FTEHOB MOXHO PErynnpoBaTb Ha HECKOMbKUX 3Tanax, BKovaa TpaHCnA-
unio MPHK. M3BecTHO, uto cTpyKTypa MPHK cnoco6Ha BnuATb Kak Ha 3GpdEKTVBHOCTb B3aMMOAENCTBUA C annapaTtom
TPAHCIALMU B LIENIOM, TaK 1 Ha BbIGOP CaliTOB MHULMALMM TPAHCAALMW. 1A nccneaoBaHma TpaHCMpyemMon ¢ppaKkumm
TpaHcKpUnToma 6binv paspaboTaHbl SKCNePUMEHTaNbHbIe METOAbI aHann3a, Hanbonee NHPOPMATUBHBIM N3 KOTOPbIX
ABnAeTcA pubocomHoe npodunupoaxme (P, Ribo-seq). MepBoHauyanbHO cO3[aHHbIM ANA MCMONb30BaHUA B APOXMKe-
BbIX CMCTEMAX, 3TOT MeTOA Oblf aAanTMPOBaH AA TPAaHCAALMOHHBIX UCCe[0BaHMI Ha MHOTUX BUAAX PaCcTEHUIA. TeXHO-
NOrvA BK/OYAET BblAeSIEHNE MOIMCOMHON GpaKLMm 1 BbICOKONMPOU3BOANTENbHOE 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 AA KaXXAO0r0o TPaHCKpUnTa. TouHble NONoXeHusa prbocom,
onpefeneHHble Ha nocnefoBaTenbHOCTAX MPHK, no3BonAtoT onpeaenaTb TPaHCAALMIO OTKPbITbIX PaMOK CUMTbIBAHWA
1 NepeKkoyeHne Mexay TpaHcALMeNn HeCKONbKNX PaMOK CUMTbIBAHUA — GeHOMEH, NPU KOTOPOM C OLHOW MaTpuLbl
PHK npowvicxofaT cunTbiBaHvEe ABYX UK Goniee NepeKpbIBaoWMXCA PaMoK 1 BMocuHTe3 pasHbix 6enkoB. MNpenmyiue-
CTBO MeTO/a 3aK/YaeTCs B TOM, YTO OH AaeT BO3MOXKHOCTb MOJTyUYNTb KOSIMYECTBEHHbIE OLIEHKMN MOKPbITUA prboCcoMa-
M1 MPHK 1 MOXeT BbISIBNIATb OTHOCUTESIbHO peaKme CobbITUA TpaHCAALUN. Micnonb3oBaHme 3TON TEXHONOMM MNO3BO-
nuno KnaccnduumpoBaTb FeHbl PacTEHUIA MO TUMY PEryaaLUmM NX SKCNPECCUn Ha YPOBHE TPaHCKPUNLMK, TPAHCAALUN
1 Ha obounx ypoBHAX. O6HapyxeHbl 0cobeHHOCTU CTPYKTYpbl MPHK, KoTOpble BAMAIOT Ha YPOBHU TPaHCAALMN:
dopmmpoBaHre KBagpynnekcos G2 1 Hannume cneyndryeckmx moTneoBs B obnactn 5-UTR, GC-cocTaB, Hannuve anb-
TepHaTMBHbIX CTapToB TpaHcnAuun, BamaHne UORF Ha TpaHcnaumio HuxkecToAwmx mMORF. MNokasaHo, 4To n3meHeHun
perynaumm sKCnpeccumn reHoB Ha YPOBHE TPaHCAALMM 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-GYHKLVIOHANbHOW OpraH/3aumm 1 perynauum SKCrpeccuy reHoB pacTeHui.
KnioueBble crioBa: pubocomHoe npodunmpoanue; Ribo-seq; RNA-seq; TpaHCIALUS; pacTeHNs; abroTUYeCKniA CTpecc;
61OTMNYECKII 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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Ribosomal profiling as a tool
for studying translation in plants

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-
JI K paJuKaJIbHOMY U3MCHCHHUIO HHCTPYMCHTapUs IIPOBCIAC-
HUSI MOJICKYJISIPHO-OMOJIOTHYECKUX JKCTIEPUMEHTOB 3a T0-
CJICTHAE HECKOJIBKO JiecaTrineTnil. Tak, ncciaeaoBaHue TpaHe-
KpUnToMHoro npoduis B Macmradax reHoma (RNA-seq)
HCTIOIBb30BAHO ATt LACHTU(HUKALIMN TEHOB, YKCIPECCHUS KOTO-
PBIX M3MEHSETCSI B OTBET Ha CUTHAJIBI OKPYIKAIOMIEH 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 THICSYX F€HOB, KOTOPBIE TIPH
OTIPEICIIEHHBIX YCIOBHUSX IKCIIPECCHPYIOTCS TO-Pa3HOMY.
I'pynnupoBka nuddepeHanbHO IKCIPECCUPYIOIINXCS Te-
HOB M0 KJTIOUYEBBIM ()yHKIIMOHAJIBHBIM KaTErOPUsAM MM OHTO-
norusiM TeHoB (GO) obecrieunBacT naCHTH(HUKAIINIO TIABHBIX
KJIETOYHBIX IPOIECCOB, JIIKAIMX B OCHOBE Pa3BUTHSI pacTe-
HUH 1 BX oTBeTa Ha cTpecc. OIHAKO CTaHOBHUTCS Bce Ooee
o4eBuaHBIM, 4T0 MPHK pasHbIX reHOB HE OJTMHAKOBBI 110 (-
(heKTHBHOCTH U CENU(PUIHOCTH TPAHCIIAIMH U CBSI3b MEKIY
KOJIMYECTBOM TPAHCKPHUIITA ¥ KOJTMYECTBOM CHHTE3HPYEMOTO
¢ Hero OeJika MOXKET HOCUTb CIIOXKHBIN XapakTep, MOCKOIbKY
Ha JKCIIPECCHIO MPOJYKTa I'eHa OKa3bIBaeT BIHMSHUE MHO-
JKECTBO (DAKTOPOB, CyIIECTBEHHAS J0JIS1 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 F€HETHYECKOTO
KOHTPOJIS pa3JINuHbIX IIPOIIECCOB, OH HE SIBJISIETCS JOCTATOY-
HbIM. [To3TOMY nepBoCTeNIeHHOE 3HAYEHUE JUT TOHUMAHUS
TOTO, KaKHe MPOAYKTHI TeHA U B KAKOM KOJIMUECTBE 00pasy-
I0TCSI B PE3yJIbTaTe €ro 3KCIPECCHH, UMEET HCCIIEI0BaHne
JIPYTUX TPOIECCOB, BKIOUaomux ctadmibHocTh MPHK,
0COOCHHOCTH €€ TPaHCISIINH, CTaOMIIBHOCTD MOJIHIICTITH/IA,
BO3MOXXHOCTb NOCTTPAHCIAUOHHBIX MO):(I/I(bI/IKaLII/Iﬁ uTA.
Jlist SKCTIEpUMEHTAIIBHOTO M3YyYEHHsI 3TOTO Ipoluecca B
MOCJIC/IHNE TO/BI OBIIIO pa3paboTaHO HECKOIBKO BBICOKO-
ITPOU3BOAUTECIIBHBIX ITOAXOA0B, HAIIPUMED HpOCbI/IHI/IpOBaHI/IC
pubocom mim pubo-cekBeHnpoBanue (namee PII, B mmre-
parype — Ribo-seq). OHM 1al0T BO3MOXKHOCTH B Macmirtade
BCEr0 TPAHCKPHUIITOMA ONPEACIIATH PA3JINYHbIE 0COOCHHOCTH
Ipolecca TPAaHCISIIMU 1 OLEHWBAaTh X MHTEHCHBHOCTH Ha
KOJINYECTBEHHOM YpOBHE. B 3Toii cTaThe MbI PUBEIN KPATKHIH
0030p TexHoiorun PII, HeCKOIBKO MPUMEPOB MPUMEHEHHUS
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METO/1a JUIsl HCCIIEA0BaHMsI TEHOB PACTEHUIL, KOTOPBIE T03BO-
JIAIIW paClIMPpUTh NPEACTABICHUA O MPOLECCaX, BIUAIOIIUX
Ha pa3BUTHE PACTCHUH, a TaK)Ke Ha YCTOMYUBOCTH K OMOTH-
YECKMM M a0MOTHYECKHM CTPECCaM.

Pu6ocomHoe npodunmpoBaHune

KaK UHCTPYMEHT UccnenoBaHnAa TpaHanAunm
TouHbII MOHUTOPHHT NIPOLIECCa TPAHCIISIIIMHY ObUT TEXHUYECKH
HEBO3MOXEH JI0 TeX Mop, Korga o meromoioruu Ribo-seq
BriepBeie coobmmm B 2009 r. (Ingolia et al., 2009). DtoT
METO/I O3BOJISIET TOJYYHUTh «OTIIEUATOK» BCEX TPAHCIUpYye-
Mbeix MPHK (TpaHciaroM) ¢ mOMOMIBIO TPAaHCKPUTITOMHON
naentudukanuu kopotkux (~30 Hr) ¢pparmentoB MPHK,
(hU3UYECKH CBSI3aHHBIX C puOOCOMaMHU (CM. PUCYHOK, a). Me-
TOZ I0CTATOYHO MPOCT U OCHOBAH HA BBIJICIICHUH MOJIHNCOM
(1. e. Tparcimpyemoit ppaxmun MPHK), o6padotke PHKazoi
80S pubocom ¢ Haxomsmumcs BHYyTpu cerMmeHToM MPHK,
BBIJICJIEHUH ITyJla 9TUX CETMEHTOB U UX CEKBEHHUPOBAHUH.
Jlanee dnonnpopMaTHuecKuii aHaJIN3 TTO3BOJISIET ONPE/ICITUTh
KOJINYECTBO TAKMUX CErMEHTOB Juisi pasnuunbix MPHK B Tpanc-
KPHUIITOME, UTO JTAeT BAKHYIO HHPOPMAIHIO 00 3P PEeKTHBHO-
CTH TPAHCISIIIMU MaTPHIl — €CIIM TAKUX CETMEHTOB Majio, TO
YPOBCHB CHHTE3a Oclika Oy[IeT HU3KUM JaKe IpU OOJIbIIOM
rxonuuectBe MPHK. He MeHee BaxHO TO, YTO IO3ULIMOHUPO-
BaHME 3alUIICHHBIX PPOOCOMAaMH CETMEHTOB MPH MX BBIPAB-
HUBAaHUM Ha HyKJICOTUAHYO nocaenoBareabHocTs MPHK maer
BO3MOXXHOCTb OTIPEJEIUTh CANThl MHUIMAIIMN TPAHCISAINY,
T. €. TPAHCIHPYEMbIe OTKPHITHIC PAMKH CYMTBHIBAHHUSI.

[lepBoHavanabHO pa3pabOTaHHBIN JJIsI UCIIOIL30BAHUS B
nmpoxokeBbix cuctemax (Ingolia et al., 2009), sToT MeTo OBLT
a/IalTUPOBAH JUTS TPAHCISIIMOHHBIX CCIIE0BAaHUA HAa 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 H3YYESHUS TIPOLIECCOB
(hyHKIIMOHUPOBaHMS XJIoporiacTHEIX (Zoschke et al., 2013;
Gawronski et al., 2018) 1 muroxonapuansusix (Rooijers et
al., 2013) pubocom.

B meTone pnbocoManbHOTo PO HITHPOBAHNS TKAHN pac-
TEHHH dKCTparupyior B Oydepe u oopadarsiBaror PHKa3oii 1.
[Tpu TMIPOIUTHYECKOM PACIICIUICHUH OZHOLENOYEHYHOMN
MPHK ocratorcs ee pparmeHTsI, CBsI3aHHBIE ¢ pHOOCOMaMH.
®parmentsl MPHK ¢ pubocomamMu manee BBIACISIOT C IT0-
MOIIIBIO XpOMaTorpaduu Wik METOIOM LIEHTPU(YTHPOBaHHUS B
CTYTIEHYaTOM I'PAJNEHTE CaXapo3bl («Caxapo3Hasi IOMYIIIKAY).
[Tomyuaercst HabOOp OIUTOHYKIICOTH/I0OB XapaKTEPHOH JITHHBI,
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Cxema TeXHOorMy prGoCOMHOTO NPOGUANPOBAHUA Y PaCTEHUIA.

a - nccnefyemyto TKaHb PacTeHMA rOMOTeHU3VPYIOT, KNeTKN N3npyioT, 06pasLibl pasaensatoT Ha Age yacTu. V3 nepBoii YacTy obpasua
JKCTPArmpyoT Nonmcomuyio dpakuuio, PHK B Heir paciyennatot ¢ nomolybio PHKasbl | ¢ obpasoBaHuem ¢pparmeHtoB MPHK, cBA3aHHbIX €
OTAENbHbIMU Pr6oCOMamMu (MOHOCOMaMM), ANA AanbHele 06paboTKN MeTo[OM OTneYaTka pubocombl («PUOOCOMHDIV GyTIPUHTY). PHK
BbIAENAOT M3 MOHOCOMHBIX GPAKLMIA 1 UCTIONB3YIOT A MOATOTOBKY 61MGNMOTEKMN 1 MOCIefyioLero CEKBEHMPOBaHNA C BbICOKUM MOKPbI-
Triem ¢pparmeHToB MPHK, CBA3aHHbIX C prGOCOMON, ANA ONpeAeneHra MOMEHTaIbHOrO YPOBHA CHTe3a 6enka. [ipyryto yacTb obpasLua uc-
nosnb3yoT A4 BblaeneHvs obwein PHK ana nonyyeHnsa TpaHCKpUNUMOHHOTO Npoduna napannenbHo ¢ puboCcoMHbIM NpoduanpoBaHem;
6 — pnbocomHoe NpoduNMpoBaHme obecneymBaeT SKCNePYMeHTaNbHOE ONpeAeneHrie akTUBHO TPaHCPYeMbIX 061acTeln TPaHCKPUNTOB
nnpeHTudUKaLmio HoBbIX TpaHcMpyembix ORF (open reading frame, OTKpbITble pamKy CYMTbIBaHMA), Taknx Kak UORF (upstream ORFs, BbI-
wepacnonoxeHHble ORF), oORF (overlapping ORFs, nepekpbisatowmecs ORF), aORF (alternative ORFs, anbtepHaTtrBHble ORF), SORF (small
ORFs, manbie ORF), B gononHeHme K mORFs (main ORFs, ocHoBHble ORF);

8 — laHHble pM6OCOMHOIO NPOGUINPOBAHNA HE TONBKO NPeJOCTaBNAT MHPOPMALIMIO O MOMEHTAIBHOM YPOBHE CUHTe3a 6enKka, HO Takxe
MO3BONAT ONPEeAEeNUTb OTHOCUTENbHYI0 3$GEKTUBHOCTL TPAHCNIALMM OTAENbHBIX FeHOB MyTeM CPaBHEHWA MAOTHOCTU MPOUYTEHUA NpU
ceKBeHVpoBaHUK pparmeHToB MPHK «pr60COMHOro GpyTnpuHTa» C KONMUYECTBOM KOHKPETHbIX TPAaHCKPUMTOB.
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~30 HT, KOTOpasi MPUOIU3UTEIBHO COOTBETCTBYET pa3Mepy
caiita mocaaku pubocomsl. [lociaenoBaTeTIbHOCTH TPOU3BE-
JICHHBIX TAKHUM 00pa30M OJIMTOHYKJICOTHIOB ONPEACIISIIOT Ha
CEKBEHATOpax HOBOTO IIOKOJICHUSI C BBICOKUM IOKPBITHEM.

[Ipu cpaBHEHUH Pe3yNbTaTOB MOKPHITUS TPAHCKPUIITOMA
MPOYTCHHUSMH, TTOyYCHHBIMH 10 TPOTOKOIY PUOOCOMHOTO
HpO(l)l/IJ'Il/II)OBaHI/ISI, C aHAJIOTMYHBIMU JaHHBIMHU, ITOJTYYCHHBI-
MU TSI CEKBEHHPOBAHHS TPAHCKPHUIITOMA, MOXXHO OIEHHUTH
30 GEeKTHBHOCTD TPAHCISAUHU TSI KAXKIOTO TPAHCKPHIITA.
Takoii aHasM3 B MaciiTadbe BCero TPaHCKPHUIITOMA [TO3BOJISIET
YCTaHOBHTD, KaK TPAHCIISIIINS OTACIBHBIX TPAHCKPHUIITOB CO-
OTHOCHUTCS MEXITy 00pa3iaMu. B 0cHOBe 3TOro MeTo/ia JIS)KUT
npezamnoioxkenue, 4yro Bce MPHK, cBsi3anHbie ¢ pubocoMoii,
MTOJBEPTAIOTCS TPAHCISALUU U, €CIH CKOPOCTh YUIMHEHUS
SKBHBAJICHTHA [T0 BCEMY TPAHCIIATOMY, TO CPESTHSIS 3aHITOCTh
prOOCOM SIBIISIETCS] XOPOIIUM MIOKa3aTesIeM CKOPOCTH TPaHC-
TSIHN.

PubocomHOE mpodmIrpoBaHHE UMEET MHOTO IPEUMY-
IIECTB Hepesl HEKOTOPBIMH JIPYTUMH METOiaMH MPOoQHIIn-
posanus Tpancusanuu (Jackson, Standart, 2015). Onro u3
HUX 3aKJIF0YaeTCS B TOM, YTO JIOKAIU3AIUs PHOOCOM BJIOJH
nocaenopareabHoctd MPHK mo3Bosisier mpous3BonuTh J10-
TTOJTHUTENBHBI 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 CIEACTBHE, KOMOHHOU cTpyKkTypsl MPHK.
Ecnu B pe3ynbrare MOKPBITUS MPOYTCHUSIMH OHOIMOTEK
Ribo-seq TpaHCKpHIITOMa TaKHe 0COOCHHOCTH OTCYTCTBYIOT,
TO 9TO MOXKET CBHJICTEIHCTBOBATH O HI3KOM Ka4eCTBE IOITY-
YCHHBIX OUOIHOTEK.

B03MOXHOCTB TOTYYUTH PACTIOTIOKEHHE TUKOB IIOKPBITHS
pubdocomamu mocnenoBarensHocTeit MPHK Ha ocHOBe BEI-
paBHHBaHUs pouTeHUi Ribo-seq ¢ pasperieHueM Ha ypoB-
HE KOJIOHOB CJejajia 3TOT METOJ MOJE3HBIM IS U3YUCHHUS
MEXaHW3MOB ¥ TUHAMHAKH TPAHCIAIUHU. TOYHBIC TOOKECHUS
pudocoM, orpeesieHHbIe Ha mocieaoBareabHocTsXx MPHK,
0TOOPaYKAIOT MEPUOAMIHOCTH KOJIOHOB. DTO CBOWCTBO TO3-
BOJISICT TOYHO OTPEACIATh TPAHCISIHUIO OTKPBITHIX PAMOK
cunteiBaHus (ORF) 1 nepexiroueHne Mexay TpaHCIALHEH
HECKOJNBKUX PaMOK CUHTHIBAaHUSA — (DEHOMEH, IPH KOTOPOM
¢ onnoit Marpuusl PHK npoucxoast cunTeiBaHuEe IBYX WU
oosee nepekpaoiBaromuxcsi ORF v 6MoCHHTE3 pa3HBIX OCIIKOB.
DT0, B CBOIO 0Yepe/ib, IIOMOTAeT HACHTH(UITIPOBATH HOBBIE
MEXaHU3MBI KOHTPOJISI TPAHCIISIIIAHI, TAKHE KaK COOBITHS WHU-
[UAIUU TPAHCIIAIUY B KOJIOHAX, OTIMYHBIX OT KojoHa AUG,
tparcsimun UORF, Tpancmsun mansix (sORF) u ansrepHa-
tuBHBIX ORF (aORF), KoTOpBIC panee CUMTaINCh HEKOUPYIO-
M wik ncesnorernamu (Ingolia et al., 2009, 2011; Brar et
al., 2012; Stern-Ginossar et al., 2012; Hsu et al., 2016).

Jpyrue mpuMepsI oJIe3HOT0 UCTIONBE30BaHHS TOYHOTO 110~
sunnonuposanus pudbocom Ha MPHK — kapTupoBanue caiiToB
HavyaJia TPAHCISAINHA C MHTHOWTOPAMH IIOHTANNH, HAINIHE
BBINICTICKAIUX OTKPBITEIX paMoK cuuThiBaHus (WORF) n
HEKaHOHUYECKUX CTapToBbIX KoqoHOB (Ingolia et al., 2011),
Ooyee TOYHOE OTpeeNICHIe MEXaHN3MOB CKaHHPOBAHUS
U WHUIUAIUN TyTeM KapTUPOBAHUS MaJbIX PHOOCOMHBIX
cyosenunun 40S (Archer et al., 2016), a Taxxe neicTBue
crenu(UIeCKIX CTPECCOPOB MM JHHAMHUKA PHOOCOM ITOCIIe
tepmuHanuu (Andreev et al., 2017).
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JononuurenbHas 0COOEHHOCTh METOAA — OH T103BOJISIET
MOTyYUTh KOJTMYECTBEHHBIE OLIEHKH MTOKPBITHS pPHOOCOMaMHU
MPHK 1 Mo’keT onpenensiTe OTHOCHTEIBHO PEIIKUE COOBITHS
TpaHCISIMU (CM. PUCYHOK, 6). CpelHee HOpMaIn30BaHHOE
(mns el ORF 1 1iryOWHBI CeKBEHHPOBAHUS ) KOJTHMYECTBO
3alIMIICHHBIX (hparMeHToB pudocoM (ribosome protected
fragments, RPF), oGHapyxeHHOe ¢ TIOMOILBIO TPOPHIUPO-
BaHN, 00ECTIEUNBACT OIIEHKY HHTEHCHBHOCTH CHHTE3a Oeka
(Ingolia et al., 2009). Kpome Toro, npodunmpoBanne ppobocom
B couyeranuu c¢ cekBeHupoBanuem PHK rtex sxe oOpasuos
nmaet nHpopmanuio 06 3(h(HEeKTHBHOCTH TPAHCISAINH i1 Vivo
(cM. pHCYHOK, 6), OTIpeAeIIeMOi KaK CKOPOCTb TPAHCIISIIIUI
MPHK. Ee M0oXHO paccuuTarh, pa3ienus CPEAHION0 INIOTHOCTh
Y4acTKOB PUOOCOMBI JaHHOTO T€HA Ha YPOBEHb IKCIIPECCUHI
ero MPHK, onienennsiii Ha ocHoBe aHanmm3a RNA-seq (Ingo-
lia et al., 2009).

BaxxHO#t 0COOEHHOCTBI0 pHOOCOMHOTO MPOPMITHPOBAHUS
TaKXKe SABJSETCS TO, YTO ATOT METO/l MOJKET OBITH a/lanTHPO-
BaH JIUIsl U3yUEHHS CAMBIX Pa3HbIX THUIIOB KJIETOK WIIU TKaHEH
JOOBIX OPTaHU3MOB C OY€Hb HEOOIBITUMH MOAN(DUKAIISIMA
13-3a KOHCEPBATUBHOCTH MOJICKYJISIPHBIX M OHO(DH3HIECKUX
CBOMCTB prOOCOM, XOTSI JJIsi HPUMEHEHUS 3TOH TEXHOJIOTHH Y
Pa3IMYHBIX OPTaHU3MOB MOXKET OTPEOOBATHCS TEXHUYIECKAs
ornrrumu3arus (Brar, Weissman, 2015).

OCHOBHbIe uTorun npnumeHeHnA TexHonornn
pr6ocomHoro npodpunmpoBaHusa y pacteHun
DKCMpeccHio TeHOB BO BPeMsl afanTaldud K OHOTHYECKHM
1 abuoTHyeckuM (akTopaM CTpecca, a TakKe B Iporecce
Pa3BUTHS HHTCHCHBHO U3Yy4Yalli Ha YPOBHE TPAHCKPUIITOMOB
paCTeHl/Iﬁ 1 pa3JIMYHbIX 'CHOB-KAaHAN1aTOB, KOTOPLIMHU MOXKHO
MaHHITYJINPOBATH JUIs HOBBIMLIEHUS YCTOHYMBOCTH K CTPECCY.
C nosiBJICHHEM TEXHOJIOT Uil pHOOCOMHOTO MPO(UITHPOBAHUS
9TH JaHHBIC MOT'YT 6])IT]) COIIOCTABJICHEI C PE3YyJIbTaTaAMU aHa-
nH3a NpoGHIIei TPAHCIALMHI A1 OLCHKU BKJIAJIa Pa3IIMIHBIX
MOJICKYJISIPHBIX MEXaHU3MOB TPAHCIISILIUK B PETYJISLIHIO dKC-
MPECCHH TCHOB.

TpaHcnAUMOHHaA perynauna SKCnpeccumn reHoB

B yCNOBUAX abnoTnyeckoro ctpecca

AOHOTHYECKHH cTpecc, TaKOi Kak MOBBIIICHHBIE WX TTOHH-
JKEHHBIE TEMIIEPaTyphl, M TOBBIIICHHAS MJIH ITOHMKCHHAS
MHTEHCHBHOCTH OCBELICHHS, 3acyXa, 3aCOJICHUE WIIN H30bI-
TOYHOE yBIIAKHEHHUE ITOYBbI, OKa3bIBAET 3HAUUTEIHLHOE BITHS-
HHE Ha (U3HOJIOTNYECKOE COCTOSIHUE PAaCTeHUH |, ClieIoBa-
TEJILHO, Ha DKCIIPECCHUIO MX TeHOB. [1oaToMy cpean nepBbIx
npunoxeHni metona PIT ObUTH SKCIIEPUMEHTHI TI0 aHAJIH3Y
peakuuy pacteHni Ha abuormueckue crpecchl. Merton PIT
ObUT 0COOEHHO TOJIE3eH JUIsl TTOHUMAHUS TOTEHIIMAIbHON
poim, kotopyto urparor uORF B perymsnnm TpaHCIAIIUN BO
BpeMs1 OBICTPBIX peaklnii Ha BHEITHHE CTUMYIIBI, TAKHE KaK
KHUCJIOPOIHOE royiofiaHke (TUTIOKCHS ), TETIOBOM CTPECC U BOJI-
Hasl ZICTIpUBaLus.

Panee mpeamnonaranocs, uto UORF yuacTByloT B peryss-
U1 I'CHOB B OTBET HA PAa3JIMYHbIC U3MCHCHUA Opr)KalOLlIeﬁ
cpexnsl (Hanfrey et al., 2002; Imai et al., 2006; Alatorre-Cobos
etal., 2012). Onnako u3-3a2 OTCYTCTBHUS SKCIEPHUMEHTAIBHBIX
JTAHHBIX OCTaBaJIOCh HEACHBIM, TpaHcaupytoTcs iu uORF B
6enxu. [IpodunmpoBarne puOOCOM MO3BOIIET HACHTHDUIIH-
poBars UORF u npyrue perysastopHbele 001acTH, TaKue Kak
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kBajpymiekcel G2 (Tpetuunsle cTpykTypsl JIHK, cocrosmue
U3 TeTpajl T'yaHWHa). AHAJIN3 a/IallTHBHBIX OTBETOB Ha TETIJIO-
BoMi ctpecc y Arabidopsis thaliana c nomomsio metoaa PI1 B
codyetanuu ¢ cekBeHuponanuem PHK BbrsiBui, uTo 3Kcmpec-
CHsI TEHOB HEPETPOrpPaMMHUPYETCSI BO BPEMsI JUITUTEIHLHOTO
TETIJIOBOTO CTPECCa 3a CUET MPEHMYIIIECTBEHHON TPaHCIISIIIAN
TeHOB, cojepxamux kaapymiekcsl G2 B ux 5-UTR. D10
OBLIO OUEBH/THO U3 KOPPEISAIIMN MEKIY INIOTHOCTBIO CIUTHI-
Banust RPF o ctpykrypam kBaapyriekcoB G2 1 NOBBIIIEH-
HBIMH YPOBHSIMH SKCITPECCUU HIDKeNexKamx ocHOBHbIX ORF
(mORF) (Lukoszek et al., 2016).

[TokazaHo, 4TO THITOKCHS OKa3bIBAaeT KpaliHe HEraTHBHOE
BIMsHUEC HA 3P PEKTUBHOCTH TPAHCIALUH Y A. thaliana ¢ ipu-
MepHO 100-KpaTHBIM ee CHIKeHHeM sl HeKoTopsix MPHK
(Juntawong et al., 2014). D10 B 0OCHOBHOM OOBSICHICTCS CHH-
JKCHUEM MHUILMAIMU TPAHCISIMU W3-32 YMEHBIICHHS 3aHs-
TOCTH pPUOOCOM B CTAPTOBBIX KOJIOHAX TPAHCKPUIITOB I'€HOB,
He YyBCTBHUTENBHBIX K Tunokcun (Juntawong et al., 2014).
OTH JaHHbIE pacUIMPHIN IOHMMaHHE MEXaHW3MOB TPaHC-
JSIUN, TOATBEPIUB, YTO B HOPMAJIBHBIX YCIOBHIX POCTa
uORF cumxkator Tpancasanuo MHorux mORF. Hanporus,
JUIsl HEOOJIBILIOTO YKCIIa IPOAHATM3UPOBaHHBIX reHOB UORF
He BIUAIOT Ha TpaHcsimuio MORF B ycnoBHSX HU3KOTO CO-
Jepxanust kuciopona. P. Juntawong ¢ xomeramu (2014)
YCTaHOBHWIJIH, 4TO «oTHe4yaTku pudocom» na MPHK mocre ee
pacIieruieHns] HyKJiea30i MOXHO HCIIOIb30BaTh IS TPOQu-
JMPOBaHUs pUOOCOM Y PACTEHHH.

OrpaHnyeHne KOJIIMYECTBa BJIard TaKKe NPUBOIUT K TJIO-
6aTbHOMY U3MEHEHHUIO YPOBHEH AKCIIPECCHU TEHOB, PETYIN-
PYEMBIX KaK Ha TPAHCKPUIIIMOHHOM, TaK U Ha TPAHCIISIIMOH-
HOM ypoBHe. L. Lei ¢ komuteramu (2015) ucnonp3oBanu mpo-
(umpoBaHne puOOCOM ISl BBISICHEHUS PETYISIIUN TPAHC-
JSIIAN DKCIIPECCHH T€HOB B OTBET HA 3acCyXy Y KyKypy3bl.
OHHM yCTAaHOBHJIH, YTO KpaTHbIE M3MEHEHUs TPAHCKPUIILINY,
BBI3BaHHBIE 3aCyXOH, YMEPEHHO KOPPEIUpOBaIN C TPaHC-
JSIIMOHHBIMHM M3MEHEHMsMHU. B ux pabore mokaszaHo, 4To
41 % Bcex TeHOB, YyBCTBUTEIBHBIX K 3acyXe (T.€. TeHOB,
9KCTIPECCHs KOTOPBIX PETYINPYETCsI Ha YPOBHE TPAHCKPHII-
MM, TPAHCISIIMY WIIK Ha 00OMX YPOBHSIX ), PETYJMPYETCS Ha
YPOBHE TPaHCKPHUIITIIMH/TPAHCIISIIIUN HECOTIACOBAaHHO. JTO
YKa3bIBa€T Ha TO, YTO B YCIOBHAX 3aCYXHU PETYIAINS SKCIIPEC-
CHM TPOWCXOIUT HE3aBHUCHUMBIMH MYTSIMH: JUIS OJHUX — Ha
YPOBHE TPAHCKPUIILIUH, JUIs IPYTHX — HA YPOBHE TPAHCIISALHH.
ABTOpBI Taxke COOOIIHITH, YTO Ha 3((EKTHBHOCTH TPaHC-
JISIIUH BIIMSIIOT TaKHME XapaKTEPUCTHKH MTOCIIEI0BATEIEHOCTH,
Kak cojepkanue HykneotunoB G, C, qnmuHa KOAUPYIOUINX
MOCJIEI0BATENbHOCTEH ¥ HOPMAIM30BaHHAS MUHHUMAaJIbHAS
CBOOO/IHAST PHEPTHS, OMPEeNIoNas CTa0MIBHOCTD TOCIIe-
JIOBaTEeILHOCTH BropuuHbIX cTpyKTyp (Lei et al., 2015).

OnuH U3 KIIOYEBBIX TOPMOHOB CTPECCOBOTO OTBETA pac-
TeHnH — TriieH. [1yTh mepeaaun ero CUrHaIoOB IIepeceKacTcst
C My TSIMU [IepeJlady CUTHAJIOB JIPYTUX (PUTOTOPMOHOB B ITPO-
I[ecce OTIOCPEIOBAHHOTO OTBETA Kak Ha OnoTnyeckne (Schenk
et al., 2000), Tak u Ha abnoTHyeckue crpeccel (Abeles et al.,
2012). UccnenoBanue, B KOTOPOM IIPOBECHO CPAaBHEHHUE ITH-
JICH-MHAYIIMPOBAHHBIX COCTOSIHUI TPAHCKPHUIITOMA M TPAHC-
nsitoma y A. thaliana ¢ ucrionp30BaHUEM KOMOWHHPOBAHHBIX
noaxonoB PHK-seq u Ribo-seq, mokasaso, 4To 3aBUCUMOCTh
MEKy OLIEHKaMM KOJIWYECTBA TPAHCKPUITOB U KOJINIECTBA
nX (parMeHTOB, CBSI3aHHBIX C pHOOCOMaMH, SIBISIETCS Clla-
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6oit (koahdumuent nerepmunanuu R? = 0.22) (Merchante
et al., 2015). B aT1oif paboTe Taxke MPOAEMOHCTPHPOBAHO,
YTO TOCJE BO3JACHCTBUS 3THIIEHA U3MEHSIOTCS aKTHBAIIUS
TPAHCKPUIIUH U YPPEKTUBHOCTD TPAHCIIALUH PETYJISTOPOB
Tepeadn CUTHAIOB 3THieHa, Takux kak EBF1 u EBF2, urto
yKa3bIBaeT Ha KJIIOUEBYIO POJIb TPAHCKPUIIIIMOHHON U TPaHC-
JSILIMOHHOM PEryIsIIK YKCITPECCHH TE€HOB OTBETA HA ITHJICH.
W3menenne s¢pdexruBroctn Tpancmuamuun EBF1 B oTser
Ha 00paboTKy sTHieHOM omnocpenyercs 3'-UTR-o6macTbro
reHa EBF1 B npucyTcTBuM (DyHKIHMOHAIBHOTO EIN2, 4TO He
Tpebyer mpucyrcTBusa kKomruiekca EIN3/EIL1 umu apyrux
KJTFOYEBBIX TPAHCKPHUITIIMOHHBIX (JAKTOPOB OTBETA Ha STHJICH,
Kak [pY peryJsiiyu Ha ypoBHe Tpanckpuniuu (Merchante et
al., 2015). B maraOM cirydae mpodunrpoBaHue pud0COM BBIS-
BUJIO KJTFOYE€BOH KOMIOHEHT B PETYJISIINY ITepe/iadi CHTHAJIOB
ATUIIEHA, KOTOPBIH OBUI YITYIIIEH U3 BUY TP UCIIOIH30BaHUH
TOJIBKO TPAHCKPHUIITOMHBIX MOXOZOB.

TpaHcnALMOHHaA perynauns SKCNpeccumn reHoB

B yCJ1I0BUAX 610TMYeCKOro cTpecca

B mpomnecce orBera pacteHuil Ha OMOTHYECKHH CTpecc
MPOUCXOAUT TPAHCKPUIIIMOHHOE PENpOorpaMMHUPOBAHHE
Oompiroro koimdecta reHoB (Schenk et al., 2000). Ograko
0 TPAaHCISIIMOHHOM PENpOrpaMMHUPOBAHNH BO BPEMsI UMMYH-
HOTO OTBETa pacTeHUi ObLIO M3BECTHO odeHb Majo. G. Xu
¢ xommteramu (2017) BemonHmIM 1106aMPHOE PHOOCOMHOE
npoduiaupoBanue pacteHuil A. thaliana, 06paboTaHHBIX
nomunentuaoM elf18, koropslii conepxut nepseie 18 amu-
HOKHCIIOT Oenka OakTepraibHOro (hakTopa 3moHTanuu Tu.
[entun elf18 — MoneKymspHBIA NaTTEpH, aCCOLMUPOBAHHBIN C
naroreHamu (pathogen associated molecular pattern, PAMP),
OH WAECHTU(HUIUPYETCS P MOMOIIN HATTEPH-PACIIO3HAIO-
X PelenTopoB pacTeHWH. B pesymprare sToro 3amycka-
ercst PAMP-aktuBupyemblii uMMyHuTeT (pattern triggered
immunity, PTT). IToxa3ano, 9T0 ipy TAKOM OTBETE SKCIIPECCUS
psizia TEHOB PEryIMpyeTcsl Ha TPAHCISIIMOHHOM ypoBHe. [Tpn
stoM st MPHK stix renoB uORF moryT oka3siBaTh Kak 1mo-
JIOKUTETBHBIH, TAaK ¥ OTPULATENBHBIN 3 (EKT Ha TPAHCISIIUIO
Hmxkectosmux MORF. Dtu mccnenoarenu oOHAPY KN
TaKKe OOraThlii MypHHAMH BBIIIECTOSIINI 2JIEMEHT, Ha3bIBa-
embIii R-motnBoMm, B 5'-UTR-0061acTH r€éHOB ¢ MOBBIILIEHHON
3(hEKTHBHOCTHIO TPAHCIIALNH TOCTIe 00PaOOTKH PacTCHHI
elf18. Ycrpanenue penpeccupyromiero 3¢gdexkra R-morusa
M03BOJISIET aKTHBUPOBATh F'€HBl IMMYHHOT'O OTBETA, TOITOMY
R-MOTHB, 1T0-BUANMOMY, BaskKeH /ISl PENPECCHU SKCIIPECCUH
reHoB B iyt PTI y apabunoncuca (Xu et al., 2017). Dra pa-
60Ta MOATBEPAMIIA, YTO PEIPOTPAMMHUPOBAHNE TPAHCIISLIUH
MIPONCXOIUT HA PaHHEH CTaJNHU BO BPEeMsI 3aIlIUTHOTO OTBETA,
CKOpee BCEro, JI0 OCHOBHBIX TPaHCKPHUITLIMOHHBIX COOBITHH,
W 9TO B mporiecce aktuBaruu PAMP-akTuBHpyeMoro nMmy-
HHUTETa TPAHCKPHITIIHOHHBIC M TPAHCIISIIHOHHBIC H3MEHEHUSI
c1a00 KOppenupyIoT.

Perynsiius TpaHCISIINY B TIPOIIECCE MMMYHHOT'O OTBETA, aK-
tuBHpyemoro apdexropom (effector triggered immunity, ETT),
TOKa el1le I0Xo u3yueHa. [loatomy, 4ToObI IPOSICHUTS JIETaITH
3TOTO MEXaHN3Ma ¥ CPABHUTH OCOOCHHOCTH TPAHCIISIIMOHHON
PEryIsIMN PacTeHUH B Mpoliecce MMMYHHUTETa, aKTHBHpPYe-
Mmoro 3¢ dexropom u narrepramu, H. Yoo ¢ komuteramu (2019)
BBITIOJTHWIIN TIOJIHOTEHOMHOE MPOQHIMPOBaHNE PUOOCOM B
OTBET Ha OakTepualNbHBIN TatoreH Pseudomonas syringae
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pv. maculicola, necymuii 3pdexropusiii red AvrRpt2, koto-
pHII KomupyeT OeNoK, pacio3HaBaeMblil perienrtopom RPS2
y A. thaliana. TlonydeHHBIC TaHHBIC TEMOHCTPUPYIOT, Y4TO
B TIpollecce NMaTTepH-aKTUBUPYEMOI0 UMMYHHOTO OTBETa
PETYISIINS TPAHCIALNN YeTKO CKOOPINHIPOBAHA C OTBETOM
TpaHcKpunuuu. OTCyTCTBHE NOTEHIUATBHBIX MOTHBOB KOH-
CEHCYCHOU MOCIIeZI0BAaTEIbHOCTH B HETPAHCIUPYEMBIX 00J1a-
CTSIX TEHOB, MEHSFOIIIX CBOW SKCIIPECCHIO B OTBET Ha CTPECC,
MPEoNaraet, 4YTo CKOOPAMHUPOBAHHOE TPAHCIISIIUOHHOE U3-
menenue B npouecce ETI npoucxomur nocpencrsom monudu-
KaIuii TPaHCISIIIMOHHOTO ariapara, a He uepe3 KOHCEHCYCHBIC
nocnenosarenbHoctd B PHK. B uccnenosanuu takxke mpo-
JIEMOHCTPUPOBAHO, YTO PETrYJALMs TPAHCIIMUN B Ipoliecce
ETI ananornyna ajs pa3ivuyHbIX HIMMYHHBIX PELIEITOPOB U
YTO CKOOPJAMHUPOBAHHAS PETYJSIUSA T€HOB, YYaCTBYIOIUX B
HECKOJIbKUX META00JINYCCKHX MY TSIX, 00SCIICUNBACT KOOP/IH-
HAIHIO METabOINIeCKUX H3MEHEHHI C IMMYHHBIM OTBETOM
y pactenwuii (Yoo et al., 2019). ABropsl mokasainm, 4To, B pac-
nosHaBaHuu AvrRpt2 w AvrRpml yd4acTBYIOT pa3HbIE pe-
nentops! xo3stmHA (RPS2 1 RPM1 cooTBeTCTBEHHO), OHAKO
Habopbl TudepeHIHANTBHO IKCIPECCUPYIOMINXCS TCHOB
CUTHAJBHBIX MyTEH, KOTOPBIC 3aMyCKAIOT 3TU PELENTOPHI,
CYIIIECTBEHHO MePEKPBIBAIOTCS. Tak, OOIIMH IS STHX Ty Tel
sBIsIIOTCSE S0 % reHOB C MOBBILIEHHBIM YPOBHEM TPAHCKPHII-
1y 1 S % — ¢ TOHWKEHHBIM. UTO KacaeTcsi TeHOB, Y KOTO-
PBIX 3HAYMMO MEHSETCS TPAHCISIIIMOHHAS aKTHBHOCTD, TO UX
o0111as1 1011 cOCTaBiIsIeT BhImie 75 %.

TpaHCNALMOHHasA perynauua sKkcnpeccun

B Mpouecce pa3BUTUA pacTeHUI

TpaHCISIIMOHHBIN KOHTPOJb PETYJISLUU ICHOB TAK/KE BAYKEH
JUISL pacTeHUU BO BpEMsS MX Pa3BUTHUA AN OOeCIedeHUs
CHHTE3a OHTOI€HETHYECKUX M TKaHECTICIM(UIHBIX TEHHBIX
npoaykToB (Jiao, Meyerowitz, 2010; Mustroph, Bailey-Serres,
2010). Hampumep, 9TOOBI OLIEHUTH TPAHCISAIIHOHHYIO PeTy-
JSIIMIO HKCTIPECCHH TEHOB BO BPEMS Pa3BUTHS, OIOCPEIO-
BaHHOTO cBeTOM ((hotomopdorenes) y A. thaliana, M.-J. Liu
¢ xoyuteramu (2013) ucmonp30Baiy METOA IPOPHUITNPOBAHUS
pHOOCOM 1 KapTUPOBAIIN MX ITOJIOXKEHHE B TIPOIIECCe TPAHCIIS-
i Ha MPHK o Bcemy reHoMy B yCIIOBHSIX CBETA M TEMHOTHI.
PesymnpraTs! mokasanm, 9To TPAHCIAMOHHAS (P (HEKTHBHOCTh
ocHOBHBIX ORF Obuta HIXE B TeHax, coAeprKallix TpaHC-
mupyembie UORF, yem B reHax 0e3 TakoBBIX. ABTOPBI TAKXKe
COOOITIITH, YTO Y TEHOB, sABIArontuxcs mumeHsyMu MuEPHK,
YPOBEHb TPAHCIIALUH CYIIECTBEHHO MIOHMKEH B CHITY PaBHO-
MEPHOI'0 NOHIKEHUS! TOKPBITHS PUOOCOMaMH KOANPYIOLIHX
MOCTIEIOBATENIFHOCTEH. DTO NCCIIEJOBAaHNE TIOKA3aJI0 BAKHYIO
pons uORF n MuPHK B perynsuu Tpancianuu B npouecce
dhoromoporenesa.

OcHOBBIBasICh Ha 3TOM HcciieqoBanuu, Y. Kurihara ¢ xom-
neramu (2018) npuMeHWIN TOAX0 K pHOOCOMHOMY TpO-
¢unupoBanuio y A. thaliana n NpoaeMOHCTPUPOBAIIH, YTO
MOCJIe BO3/CWCTBHS CHHETO CBETA PACTCHHS MCIOIB3YIOT
aJbTepPHATUBHBIE CTAPTOBBIC CAUTHI TPAHCKPHIIIMN, YTOOBI
o0oiitu onocpenoBannoe UORF uHrHOMpoBaHue 3KcIpec-
CHH T€HOB. DTO TTO3BOJISAET ITOICPKUBATH YKCIIPECCHIO TEHOB,
peryiIMpyeMyto CBETOM, Ha BEICOKOM YPOBHE.

MeTton pubOCOMHOTO MPOPHINPOBAHUS 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 cemstH (Shamimuzzaman, Vodkin, 2018).
ABTOpPBI BBISIBUITH, 9TO (PEKTHBHOCTE TPAHCIIAIIIN Y MHOTHX
TCHOB B MPOLIECCE PA3BUTHSI CEMSH U3MeHnsiercs. [1oBblmen-
Hast 2Q(PEeKTUBHOCTD TPAHCISIIIMU HA OTAEIBHBIX CTAJAMIX
pa3BUTHsI CeMsH Oblila 00OHApY’KeHA [T TEHOB, CBSI3aHHBIX
C pa3BUTHEM CeMsH (HaIpHMep, TeHOB MpoTea3s, MeNnTHIa3
1 2S anb0yMHUHOB), YTO MPEACTABISET YHUKAJIbHbBIE 0COOCH-
HOCTH M3MEHEHUsSI PETYIALNH TPAHCISAIMN B IIPOLIECCE pas-
ButHs (Shamimuzzaman, Vodkin, 2018). Dtu pe3yasrars
MOYEPKUBAIOT BAXKHOCTh U3YUYECHUS PETYISIIIMU SKCIIPECCUH
TEHOB Ha YPOBHE TPAHCIISIINY, ATl TOTO YTOOBI yCTAaHOBUTD,
KaK pa3BUTHE OPraHOB PacTCHUI KOHTPOJIHMPYETCsl Ha MoJIe-
KYyJIIDHOM YPOBHE.

OO6HapyeHne TPaHCIALNOHHbIX COObITUI

13 HEaHHOTMPOBAHHbIX FEHOB pPacTeHU

HecMoTpst Ha 3HAUUTENBHBIE YCHITHS 10 PACIIN(POBKE 1 aHa-
JIM3y TEHOMOB PACTEHHH, MX MOCIIEA0BATEIBLHOCTH COIEPXKAT
MHOkecTBO ORF, koTOpBIE OCTaIOTCSI HEAHHOTHPOBAHHBIMH.
Jns rakux ORF HensBecTHO, SBISFOTCS JIM OHM TICEBIOTCHA-
MU, npoxyuupyioT nu Hekoaupyronwe PHK (axkPHK) wmn
(yHKIoHaNbHbIe Oenku. OKa3anock, YTO TEXHOJIOTHH PH-
60coMabHOTO MPOGIIMPOBAHNS MOXKHO MPUMEHSITH U AJIS
YITy4IIeHUs] aHHOTallMK reHoMa. B sxcnieprmenTax o npogu-
JIUPOBAHUIO pubOCOM Y A. thaliana mopudukaius Oydepos,
HCIIONB3YeMBIX Ui BeIAeneHus ¢pparmeHtoB MPHK, cBs-
3aHHBIX ¢ puOOCOMaMH, TO3BOJMIIA orpeienuTh HoBbIe SORF,
kotopele panee cuntanuch HKPHK. MaTepecHo, uto MHOTHE
n3 3tux SORF 3BOMIONMOHHO KOHCEPBATUBHBI U COZIEPIKAT
HEKaHOHWYECKHE KOJOHBI MHUIMAILMN TPAHCISINH, TaKue
kak CUG wiu ACG (Hsu et al., 2016).

B uccaenosanuu (Wu et al., 2019) c6opka TpaHCKpUTITO-
MOB Ha OCHOBE pe()epeHCHOro TreHOMa M MPOQHINPOBAHUE
prOOCOM OBUIM MCIOJIB30BaHBI [UIsl YAYUILICHUsS] aHHOTAIIUU
reHoma Tomara (Solanum lycopersicum). DTOT MeTOn Hai
BO3MOJKHOCTh MJIeHTH(UIMPOBaTh coTHH HOBBIX SORF m3
HEAHHOTHUPOBAHHBIX TPAHCKPUIITOB, KOTOPHIE 3BOJIIOLUOH-
HO KOHCEPBAaTHUBHBI. B 1aHHOM HCCIIeI0BaHNM TaKKe ObLTH
c(hopMUPOBAHBI TPAHCINPOBAHHBIE MTOCIIEIOBATEIBHOCTH
quist SORF, uORF u3 5'-UTR-o6nacreii reHOB, KOAUPYIOLIHX
6enku. Bepuguxarys pe3ynsraTos, HOMYIEHHbIX C TOMOIIBIO
prOOCOMaIBLHOTO MPOMUINPOBAHHUS METOIAMH TTPOTEOMH-
KH, TIOKa3alia, 4To HekoTopble u3 3Tux sSORF mpoxynupyior
CTAaOMJIbHBIE MENTUBl. AHAIN3 000TANICHNUS] aHHOTAI[UU
9THX TPAHCKPHUITOB TEPMUHAMH TeHHON OHTOJIOTHH BBISBUII,
9T0 UX (YHKIHUs cBsi3aHa ¢ (ochopunupoBanuem/aedoc-
(hopunpoBaHneM OEIKOB, CUTHAJIBHBIMHU ITyTsMH. Bce 310
JIEMOHCTPHUPYET, UTO PETYNALNs TPAHCISAILUN BBITOIHACT
BBICOKOYPOBHEBYIO PErYIISITOPHYIO (DYyHKIHIO B ITpolecce
KU3HEAESITeNbHOCTH KileTku. MHTepecHo, uto H.-Y.L. Wu ¢
kosuteramu (2019) oGHapyXMITH, UTO y TOMATa 3KCIPECCHs re-
HOB TaKKe PEryJIHpyeTcsl IJI00aIbHO KaK Ha TPAaHCKPUIIIIMOH-
HOM, TaK Y Ha TPaHCJISILMOHHOM ypoBHE 3a cueT MukpoPHK.
Takum 00Opa3oM, MpUMEHEHHE METOJa MPO(QHUINPOBAHUS
prOOCOM OKa3bIBACTCS LIEHHBIM JJISl TOATBEPIKICHUS IIPE-
CKa3aHMs HOBBIX OTKPBITHIX PAMOK CUMTHIBAHWS U CAHTOB
WHHLUALUK TPAHCKPUNTOB B MaciiTade Bcero renoma (Wil-
lems et al., 2017).

YKka3aHHBIE BBIIIE UCCIIEAOBAHUS YCTAHOBIIIN HEKAHOHH-
YeCKHE TPAHCISIIMOHHBIC COOBITHS 1 MTO3BOJIIIN HJICHTU(H-
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LIIPOBaTh paHee He aHHOTUPOBAHHbBIE MaJble OeJIKU, KOTOPHIE,
BEPOSITHO, BBIMOJIHSIOT BaXKHbIe (DYHKIIMK 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 NpodunnMpoBaHna

y pacteHui

HecMoTpst Ha MHOXKECTBO MIPEUMYILECTB, TeXHOMorust Ribo-
seq B HACTOAIIEE BPEMs CTATIKMBACTCS C HEKOTOPBIMHU CEPhE3-
HBIMHM TEXHUYECKUMH TPyTHOCTIMHU. Cpean HUX — HeoOXo-
JIMIMOCTb YCTPaHEHHs TIOTEHIIMAIBHBIX 3arps3HUTENeH 1 Ha-
JIe)KHOE BBIPAaBHUBAHNE KOPOTKUX MPOYTEHHUH C 3TAIOHHBIM
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 TPO(GHUIUPOBAHUS — KOHTaMHUHAIsI pudbocomHoi PHK
(pPHK) Ha craanu Hykiea3zHoi 00padoTku. OHa CyIIeCTBEH-
HO 3aTpPY/HSET M3BJICUCHHUE JAHHBIX 00 MH(POPMATHBHBIX
MIOCJIE/IOBATEIbHOCTSIX, MOJIYYEHHBIX B IKCIIEPUMEHTAX I10
npodrmposanuio pudbocom (Ingolia et al., 2009). Takast koH-
tamuHanus gpparmenroB MPHK ¢parmentamu pPHK moxer
OBITH yCTpaHEeHa Ha OCHOBE CHEeLU(pHYECKON THOPHIU3aLUH
WJIH TIPH TTOMOIII KOMMEPUECKHX HaOOpOB 00eaHeH s Onb-
JIMOTEK crnenuduyeckuMu nocienosarenabHoctsimu PHK, a
Takke U codetanueMm oboux mertonoB (McGlincy, Ingolia,
2017). C mpyroii CTOPOHBI, sl TPEAOTBPAIICHHUS JTUTHPOBA-
HUSL TMHKepa ¢ n30bITkoM 5.8S pPHK MokHO Bcnonb30BaTh
mackupytomue onuronykineoruzas! (Faridani et al., 2016).
3arpssaenns pPHK MoxHO ycTpaHnUTh Ha 3Tane OHOMH(Op-
MaTH4eCcKoi 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 pasmepom 100—150 . v. aust ppar-
MEHTOB C OIMHOYHBIM WJIN TTapHBIMU KoHIIamMu (Wang et al.,
2009), B To Bpems Kak B Oojee paHHUX moaxonax RNA-seq
NPUMEHSIIN TIpodTeHus JunHOW 25 u 32 m.H. (Marioni et
al., 2008; Mortazavi et al., 2008). Tak kak ceKBEHHPOBaHHE
(hparMeHTOB, CBA3aHHBIX C PUOOCOMAMH, OCYIIECTBISIETCS
KOPOTKHUMH ITPOYTEHUSIMHU, TO 3TO 3HAYUTEIHHO YBEIUUUBACT
BEPOSATHOCTH MX BHIPABHUBAHUS HA MHOXXECTBEHHbIC yUaCTKH
TEHOMa, YTO MOXKET NPHBOJUTH K BOSMOKHBIM OIINOKaM B
aHasm3e pesysbraroB npodunuposanus (Chhangawala et al.,
2015). Kpome Tor0, Ha yHUKaIHHOCTH BEIPABHUBAHUS KOPOT-
KHX TIPOYTEHHH Ooiee CyIIeCTBEHHOE BIIMSIHUE OKA3bIBAIOT
OLIMOKH CEKBEHUPOBAHMUSL.

[Ipobnema MHOKECTBEHHOTO BBIPDABHUBAHUS MPOUTCHHH
B CIIy4ae aHaJli3a TPAHCKPUIITOMOB PacTEHHH yCyryOiser-
Csl elle U TeM, 4TO OOJIbIasi YacTh CYLIECTBYIOIINX BUJIOB
pactenuit — momwmonas! (Wood et al., 2009). Hampumep,
y Msarkoi nmenunnp! (Triticum aestivum), aluloreKcarionsa,
IeHOM BKJII0YaeT TpH cyOreHoma, A, B u D, B KoTOpBIX Bcero
~100000 reros. Oxono 85 % reHoMa MIIEeHHUIIBI — TTOBTOPEI,
MIPE/ICTABICHHBIE MHOTOYHCIIEHHEIMU MOOMITEHBIMHE JJIEMEH-
tamu (Ramirez-Gonzalez et al., 2018). Bo MHOrux ciyuasx
MOCJIE0BATEILHOCTH T€HOB TOMEOJIOTOB OUEHb MOXOXKH, U
YTOOBI HOJTyYUTh BBIPABHUBAHHE IPOYTEHHUH /10 COBITA/ICHNS,
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Prn6ocomHoe npodunnpoBaHme Kak MHCTPYMEHT
nccnefjoBaHNA TPAHCAALMN Y PacTeHWI

crier(UYHOTO JUIsi TOMEOoJIora, Tpedyercst uX OosbIast JJIMHA
(Pfeifer et al., 2014). Takum oOpazom, m3ydenue quddepeH-
[UATBHOW TPAHCIIALMU FOMEOJIOTMYECKUX TCHOB 3aTPYIHCHO,
HO MOXKET OBITh YIIYYIIEHO C TIOMOIIBIO HEJJABHO pa3padoTaH-
HOTO TTOAXO0fa KJIAacCU(pHUKAINKA CyOreHOMOB, TIPH KOTOPOM
CUYMTBIBAHHS COTIOCTABIISIOTCS C KaXKIBIM CYOreHOMOM OT/ICNTb-
Ho (Kuo et al., 2018). C gpyroii cTOpoHBI, TPOOIEMa MHOMKE-
CTBEHHOT'O KapTHPOBAHUS KOPOTKUX NPOYTEHHH MOXKET OBITH
peLIeHA C TIOMOIIBIO CIEIUATbHBIX HHCTPYMEHTOB, TAKUX KaK
AJITOPUTM PA3PCIICHUSA MHOKCCTBEHHOI'O KAPTUPOBAHUSA JJIA
¢unsTpanun BeipaBHuBaHuA (Kahles et al., 2016).

DKCIepUMEHTBI 10 NPOGUIMPOBAHHUIO PHOOCOM I'€HEpH-
PYIOT OIPOMHOE KOJMYECTBO JIAHHBIX, YTO CO3aeT 3HAYM-
TeNbHYIO Mpobnemy s ux ananmsa (Calviello et al., 2016).
B nomonHeHHe K CyLIECTBYFOLIMM MHCTPyMEHTaM AJist 00-
pabOTKH NOCIIEI0BATEIBHOCTEH U BRIPABHUBAHUS OBLTH CO3-
JJaHBI MTAKeThI OCIEAYIOMET0 aHAIN3a I HICHTU(HUKALINH
TPEXHYKJICOTUIHON MEePHOIMYHOCTH, TUddepeHInanIbHO
TPAHCJSIIMU U 3aHATOCTH KOmoHOB: riboSeqR (Chung et al.,
2015), riboWaltz (Lauria et al., 2018). Ha ceromusmamii 1eHb
paspaboranbl 1Ba BeO-cepsepa, RiboGalaxy (Michel et al.,
2016) u riboviz (Carja et al., 2017), oObenunsIONIE HAOOD
MHCTPYMEHTOB, HEOOXOMMBIX JUIS aHAJIN3a JTaHHBIX pHOOCO-
MaJIbHOTO NPOMUIMPOBaHHSI, HAYMHASL C KOHTPOJIS KauecTBa
HCXO/IHOW TOCJICI0BATEIbHOCTH 10 (PUHATBHON BU3yasm3a-
un qanHbx (Wang et al., 2017).

JanpHeillee n3y4eHue METOJ0B aHAJIM3a JAHHBIX pHO0CO-
MaJIbHOTO ITPO(UIMPOBAHNUS M OIOOP ITapaMeTPOB BbIPABHHU-
BaHUS U MOKPBITUS UL YITyUIIEHHS TOYHOCTH OIIPeIeTICHHS
i depeHInanTbHON TPAHCIAIMN B 3HAYUTEIBHON CTEICHH
TMOMOTYT IPpH aHAJIN3€ U UHTCPIPETALIUN PE3YIILTATOB 3TUX
IKCIIEPHUMEHTOB.

3aknuyeHue

Bo3MO>Hble NepCcrneKTUBbI MeTO[0NIorMn
pubocomHoro npodunrpoBaHnA 'y pacteHuii
Bornbast 9acT coBpeMeHHOH HH(OPMALIUH O TPOPHUIHPOBA-
HHUHU pHOOCOM IONTy4YeHa N3 HePaCTUTENbHBIX BUI0B. CliesioBa-
TEJIBHO, TPOBEICHIE ITOJOOHBIX HCCIIEI0BAHUH Ha PACTEHUSX
B Pa3JIMYHBIX yCIOBUIX HEOOXOMMO JUIsl OOHAPYKEHHS TCHOB,
IKCITPECCHSI KOTOPBIX PEryJIUPYETCs TOIBKO TPAHCIISIIHOHHO
U JIO CHX TIOp HE BBISBIISUIACH P aHAIM3€ TPAHCKPUIITOMOB.
Xots mpoduINpoBaHe pPuOOCOM — OTHOCHTEIILHO HOBBIN Me-
TOJI, YITYUILICHUS] B 3TOM TEXHOJIOTUH YKe MosBIsoTCs. Tak,
9TOT METOJ] MOKHO HCIIOJIL30BATh [UIsl H3y4YEHHs crienupude-
CKOM TPaHCIISIIMHU OPTaHeIlT, KOJUPYEMOH SIepHBIMU TeHAMH
(Janetal., 2014). B HacTosiiiiee BpeMst BCe OOJIbIIICe BHUMAHKE
NPHUBJIEKAOT METOJIBI aHAIN3A TPAHCKPUIITOMOB SIMHHYHBIX
kierok (Saliba et al., 2014). OHM WUPOKO TPUMEHSIOTCS B
MCCJIEI0BAHUSIX Ha )KUBOTHBIX M UMEIOT OOJIBIION TOTEHIHAT
JUISL HOHUMaHHs (DYHKIIMU T€HOB U SAMHUYHBIX KJIETOK B
pacrenusix (Efroni, Birnbaum, 2016). Coueranue 3Toi HOBOM
METOJIUKU € NPOPHUIMPOBAHUEM PUOOCOM M TaKUMH IOJ-
XonamHu, Kak ap(pUHHAS OYHCTKA TPAHCIUPYIONIX pUOOCOM
(Heiman et al., 2014), MOXXeT UMETh OIPOMHOE 3HAYCHHUE
NPU M3YyYCHUU PETYISIUN TPAHCISALUH, criequuaHon st
oTpenieNieHHoro Trma kiretok (Mironova, Xu, 2019).
JanpHeiimee ymydIieHHe ONMpPEICICHHBIX TEXHUYECKUX
3TANoOB IKCICPUMEHTOB MO NPOQHUIUPOBAHUIO PHOOCOM
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MODIIO OBl CIIOCOOCTBOBATH 00JIee MIMPOKOMY BHEAPCHHUIO
9TOi TexHUKU. Hanpumep, B Hacrosiiiee BpeMs MOATOTOBKA
OMONMOTEKY TS TITYOOKOTO CEKBEHHPOBAHMUS BKITIOUACT B ceOs
HECKOJIBKO 3TAIlOB JIMT'MPOBAHUA U 3aHUMACT MHOT'O BDEMCHHA
(06praHO HECKONBKO AHEH ). Kpome Toro, TpeboBaHne OTHOCH-
TEJILHO OOJIBIINX KostmuecTB HadaasHoi PHK i moaroroBku
OMOIMOTEK MOJKET CO3/1aBaTh POOIEMBI.

Taxum 0O6pa3oM, HOBBIH ITOIXO0], HA3BIBAEMBIH TIPOQHITH-
poBaHHeM pubocoM Oe3 JIMTUpOBaHUs, pa3pabOTaHHBIA Ha
MbIIIax, MOXECT OBITH HCCJICJOBAH HAa PACTCHUAX, ITOCKOJIBKY
9TOT METO He TpeOyeT IUTHPOBAHKS, a CO3AaHNE OMOTNOTEeKN
MIPOU3BOIMTCS B TCUCHHUE JTHS C UCTIOIB30BAHMEM BCETO JIMIIb
1 ur PHK (Hornstein et al., 2016). I[Ipodunuposanue pudocom
nepcrekTiBHO Ai1st uaeHTudukanmm rQTL mo Bcemy reHoMy
(pudocomusit QTL), momo6HO TOMY KaK ITPOBOIUTCS AHAIIH3
eQTL (axcnpeccuonnsie QTL).
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