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TpaHcreHHbIe pacTeHHs IIMPOKO HCIIONB3YIOTCS ISl MPOBelIeHHUs (QyHIAMEHTAIbHBIX U NPUKJIaIHBIX
uccienoBaHuid. Dh(PeKTHBHAS IKCIIPECCUs] TPAHCTEHOB 3aBUCHUT OT MPAaBUIIBHOTO BBIOOPA CITYy)KEOHBIX
JIEMEHTOB IIPU IIJIJAHUPOBAHUM CTPYKTYpPbl FCHETUYECKOW KOHCTPYKLMU, B YACTHOCTH, BaXKHOE 3HAYCHUE
HMEEeT CTPYKTypa 5'-HeTpaHCIUPYEeMOro paiioHa, Biustomias Ha 3h(HEKTHUBHOCTh MHUIMALNN TPAHCIISILIUA
MPHK. B crarbe paccmorpenst xapakrepuctuku 5'-HTII, onpenenstonye 3 GeKTHBHOCTD TPAHCIISILUK
MPHK B kieTkax pacTeHHH, a TaKXkKe pa3In4HbIC TPAHCIALMOHHBIE YHXAHCEPHI.

KnaroueBnble cjioBa: TPAHCTCHHBIC PACTCHHA, TCHHAS MHIKCHCPHUA, TPAHCIANUSA, XapaKTCPUCTUKHN MPHK,

OHXAHCCPLI.

XAPAKTEPUCTUKHU mPHK
T'EHOB PACTEHU, BJIUSIOIIUE
HA OBIIYIO D®PEKTUBHOCTD

NHHULNALINUA TPAHCIIATIUN

«JInHeliHOe CKAHMPOBaHME» —
0a30BbIii DyKAPUOTHYECKH A MeXaHU3M
HHUIHANMY TPAHCISAIUT

Cuuraercs, 4To B KJIETKaX DYKapUOT WHUIIH-
anusl TPaHCIAIUHU (B3aMMOJIHCTBHE PUOOCOMBI
u MPHK, a Taxxe mouck u pacro3HaBaHue CTap-
TOBOTO KOJIOHA) MOXKET MPOWCXOJUTH MO JIBYM
OCHOBHBIM IYyTAM: IO MEXaHU3IMY «JIMHEHWHOTO
CKaAaHMPOBAHUSA» U C MOMOIIBIO CAWTOB BHYT-
peHHeW WMHUIMANUKA TpaHcsiun. Kpome aToro,
CYIIECTBYET HECKOIBKO MOIN(UKAIINI OCHOBHBIX
MEXaHW3MOB (IITyHTUPOBAHUE ITOTOKAa prOOCOM,
TpaHcasnuoHnHble sHXaHcepsl) (Kozak, 2005;
Jackson et al., 2010). «JIuHeitHOE CKAaHUPOBAHKEY
MOXET PacCMaTpPUBAThCS B KAYECTBE MEXaHHU3Ma,
UCTIOB3YEMOTO «I10 YMOITYaHUIOY, TIOCKOJIBKY BCE
OCTaJbHBIE BapUaHTHI TPEOYIOT MPHUCYTCTBHS B
crpykrype MPHK nomnonHuTenbHbIX curHaios. B
OONBIINHCTBE CJIydyacB TUIMMYHBIC I'CHCTUYCCKHE

KOHCTPYKIIUH JIJISl SKCIIPECCHH TPAHCTCHOB B pac-
TeHUsX (0COOCHHO /715 PYHIaMEHTAIBHBIX UCCIIe-
JIOBaHWI) HE COJEpIKAT CIIeNUAIbHBIX CUTHAJIOB
u tpancnanus MPHK tpancrena npoucxoaut mno
MEXaHU3MY «JITHHEHHOTO CKAaHUPOBAHUS.
CortacHo aToMy Mexanu3my, 40S cyOobeauHuna
pUOOCOMBI B KOMIUIEKCE ¢ (haKTOpaMU UHUIHMALIUN
TPAHCHISIUA U METUOHHHOBOW MHUIIMATOPHOU
TPHK pacnoznaer ken Ha 5'-xonue MPHK u nu-
HEHHO (T. €. TOCIIeMOBATEIEHO M HETIPEPHIBHO ) TBU-
JKETCsI BIOJIb MAaTPHIIEI B 3'-HAMPaBJICHNUH B IIOUCKE
CTapTOBOTO KoJ0HA TpaHcisnuu. [lo-Buaumomy,
B OOJIBIIIMHCTBE CIIy4yacB B Ka4eCTBE CTapTOBOTO
KOZIOHa y 3yKapuoT ucnonsdyercs tpumier AUG,
XOTS PE3YNBTaThl MOCIETHIX BBICOKOITPOU3BO/IH-
TeIBHBIX SKcTiepuMeHToB (Ribo-seq) mokazamu, ato
B KJICTKAX MJICKOITUTAIOIIHNX M JPOAOIKEH PHOOCOMBI
MOTYT C BBICOKOW 4acTOTOH pacrnozHaBars He-AUG
tpuruietsl (Ingolia et al., 2009, 2011). Oxnako B
Hacrosmiee BpeMs aaHHblx 1o He-AUG crapro-
BBIM KOJIOHAM HEIOCTaTOYHO JJIS MX aJIeKBATHOM
WHTEPIpETaIi U OHU HEe IPUHIUMAIOTCS B pacueT
B ITPOIIEypaxX KapTHPOBAHUS CTPYKTYPHI DYKapHO-
TUYECKUX TeHOB. M3BECTHO, YTO pacro3HaBaHUE
tpumieta AUG B KauecTBe caliTa MHUIIHAIIUU
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TpaHcisiuu (translation initiation site, TIS) 3aBu-
CHT OT €T0 HyKJICOTHIHOTO OKPY>KeHUS (KOHTEKCTa):
€CIIM KOHTEKCT ONTHUMAaleH, 00abmHUHCTBO 40S-
cyowenuauI pudocom pacnozHaeT AUG 1 nHUIINH-
pyeT Ha HeM TpaHCIsnnto. OIHAKO, €CITH KOHTEKCT
cybonTumMaseH, 9actb 40S-cyObequanil pubocom
HE CMOXET Paclo3HaTh TAKOW CTapTOBBINA KOJIOH,
MIPOITYCTHUT €T0, MPOJOJDKHUT CKAHUPOBAHUE B 3'-Ha-
MPaBJICHUN U MOYKET MHUIIUUPOBATH TPAHCIISIINIO
Ha HIKEPACIIOJIOKEHHOM CTapTOBOM KOJIOHE (TaK
HaszpIBaeMoM MexaHu3Me «leaky scanning»). Coot-
HoteHue koiauuecTBa 40S cyObeauHULl pHOOCOM,
PAcCIIO3HABIIINX U POITYCTUBIINX CTAPTOBBIN KOJIOH
B CYOONTHMaJIbHOM KOHTEKCTE, B OCHOBHOM 3aBU-
CUT OT XapaKTePUCTHK €r0 HYKJICOTHIHOTO KOH-
TEKCTa U HEKOTOPBIX CTPYKTYPHBIX 0COOEHHOCTEH
MPHK (Kozak, 2005; Jackson et al., 2010).

KonTeker CTapTOBOI0 KOAOHA TPAHCJISALUNA

XO0poI110 U3BECTHO, YTO YaCTOTHI HYKJICOTH/IOB B
MO3UIHAX BOKPYT CTAPTOBOTO KOIOHA TPAHCIISIIHH
OTKIIOHSIFOTCSI OT CPEHHX IT0 COOTBETCTBYIOIIEMY
¢dyukumonansHomy paiiony MPHK (5'-Hetpanc-
mupyemoil nocnenoBarensHocTd (5'-HTII) u Ge-
nok-koaupyromeit yactu (coding DNA sequence,
CDS)). Cauraercs, 4TO KOHCEHCYCHAs TIOCIIEIO-
BaTeIIbHOCTH COOTBETCTBYET ONTHMAaIbHOMY KOH-
TEKCTY, T. €. BAPHAHTY HYKJICOTHITHOTO OKPYKEHHS,
obecrnieunBaronieMy pacro3HaBaHUE CTaPTOBOTO
KOJIOHA MOJIABJISTFOIIUM 00IBIIUHCTBOM 40S cyOh-
enuHUL proocom, moctynusinx Ha MPHK. ¥V mie-
KOIUTAOIINX KOHCEHCYC KOHTEKCTa CTAPTOBOTO
komoHa BRIIAIUT kKak GCCRCCAUGG (R = A
nm G). OTHOCHUTETbHAS 3HAYMMOCTH HYKJICOTHIOB
B Pa3HBIX MO3UIMAX OblJIa OIIEHEHA HKCTICPUMEH-
TaJbHO (XOTS U He cuctemarudecku). Ilokazano,
YTO MO3UIHH —3 U +4 0c0OeHHO 3HaYUMBbL. KOHTEK-
ctel AnNAUGN 1 GnnAUGG cuunTarotcst OMu3KumMu
K onTUMaTbHBIM, KOHTEKCT YNnAUGH (Y = U nmu
C; H =mne G) cuntaercs HaumeHee 3OPeKTUBHBIM
(manbonee «mporrycKaromuM»). OTHOCUTEIHHYIO
«CUJIY» APYTUX BapUAHTOB KOHTEKCTAa OICHUTH
TpyaHo. CuuTaeTcs, 4YTO €CIu B MO3ULIUU —3 pac-
nonoxeH nupuMuAnHOBBIN Hykiteotu ] (U unu C),
3¢ (eKTUBHOCTh PACIO3HABAHHUS YBEITUYHBACTCS
B T€X CIydYasiX, KOTAa B OCTAJIBHBIX MO3UIHIX
PacmoioKeHbl HYyKJICOTHU IBI, COOTBETCTBYIOIINE
koHcencycy (Kozak, 2005; Jackson et al., 2010;
Volkova, Kochetov, 2010).

CTpyKTypa KOHTEKCTa CTApTOBOTO KOIOHA Y O/1-
HOZOJIHBIX PACTEHUH OJIHM3Ka K TAKOBOH Y MIIEKO-
nutarouux (koncencyc GCRGCARCCAUGGC),
B TO BpeMs KakK y JABYIOJIbHBIX PAaCTEHHUU OHa
ommyaeTcs (koHceHcyc AAAAAAAAMAUGGC,;
M = A wm C) (Cavener, Ray, 1991). ITokazano,
9TO HanOoJIee 3HAYMMBIMH TIO3UIUSIMHA KOHTEKCTa
CTapTOBOT'0 KOJIOHA TPAHCIISLUY B KIIETKAaX pacTe-
HUI TaKOKe SIBISIFOTCSA —3 M +4; K YUCIY CYIIECT-
BEHHBIX MUHOPHBIX MO3ULUN OTHOCAT —2, —1, +5.
Bapuants koutekcta GCCAUGGC n AAAUGGC
ObuTH HanbOouee 3(h(HEeKTUBHBIMU B TIPOTOILIACTAX
KyKypy3bl 1 Tabaka coorBeTcTBeHHO (Lukaszewicz
et al., 2000). bputk caenaHbl MOMBITKH CHCTEMa-
TUYECKOTO CPaBHUTENBHOTrO aHaiu3a 3¢(pdexTus-
HOCTH BapUaHTOB KOHTEKCTA CTApPTOBOIO KOAOHA,
B YaCTHOCTH, Iepedop BapHaHTOB KOHTEKCTa B
MO3HUIUsX OT —3 10 —1 mokasan, 4yto 3¢dexTHB-
Hasi TpaHCISUS HaOIIoManach JUIsl KOHTEKCTOB
(A/G)(a/c)(a/g)AUG B knerkax Arabidopsis thali-
ana u (A/G)(w/C)(g/C)AUG B kierkax Orysa
sativa (MpomnHCHBIE OyKBBI COOTBETCTBYIOT Oolee
s dextuBHOMY BapmanTty) (Sugio et al., 2010).
B npyrom nccienoBanuu ObUIO HAaWJEHO, YTO B
KieTkax A. thaliana 3p(HpeKTHBHOCTD TPAHCIISIUH
MPHK penoprepHoro rena npu n3aMeHEHHH CTPYK-
Typsl 5'-HTII morna usmensitoest B 200 pa3. AneHu-
HBI B MO3UIHUAX OT —5 10 —1 oKa3bIBaiau Hanbojee
TTOJIOKUTETBHBIN 2((hEeKT Ha pacTiO3HABAHUE CTap-
TOBOTO KOJIOHA (YPUIMHBI B 3TUX TIO3UIUSIX OBLIH
HanMmeHee dpdekTuBHBI). B 1ieiom adpdexTnBHOCTD
TPaHCISILUK TIOJIOKUTEIBHO KOPpEIUupoBaia C
MPUCYTCTBUEM aJICHUHOB B MO3MLMUAX OT —21 10
-1 (Kim et al., 2014).

Pa3zmep 5'-HTII

CyuiecTByeT orpaHn4eHde Ha MUHUMAaJIbHBINA
pasmep S5'-HTII: mokaszaHo, 4TO €ciu JIUACPHBIN
paiioH MeHble 15 HYyKJI€OTHI0B, TO YACTh MO-
crymaromux Ha 5'-konerr MPHK 40S cyOonenmauin
prbOCOM HE CMOKET PaCIO3HATh TAKOW CAalT MHH-
Manuy Tpancsauu. Io-BuauMomy, 3To cBA3aHO
C 0COOEHHOCTSAMU OpraHu3auu 48S-KOMIUIEKCa,
B3aumozerctaytomero c MPHK — B ero crpykrype
aHTHKOJOH nHuMaropHoi MeT-TPHK pacnionoxxen
Ha paccTosHUU B 13—15 H. OT Kpas KOMIUIEKCa,
nerokymerocs: Bnoib MPHK B 3'-manpasienun.
[Ipu nocanke xommiuekca Ha 5'-koneny MPHK Te
Tpumietsl AUG, KOTOpBIE pacnoIokKeHbl Ha ’TOM
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WJIM MEHBILIEM PAcCTOSHUU OT 5'-KOHIIa, MOTYT HE
pacmo3HaBaThCsl B Ka4eCTBE CAUTOB MHHULIMALUH
TPaAHCISIUKN BCIIEACTBAE KOH(DOPMAIIMOHHBIX 3a-
tpynuenuit (Kozak, 2005; Jackson et al., 2010).
IIpyHUMNIMANTBHBIX OTPAaHUYEHUN HA BEPXHUU
npenen pasmepa 5'-HTII weT: ecnu nuaepHbIit
paiion MPHK He copepxut tpunieroB AUG (Tax
HasbiBaeMbix upstream AUG, uAUG) u He ¢op-
MUPYET CTaOWUIbHYIO BTOPHYHYIO CTPYKTYPY, TO
OH MOXET obOecrieunBaTh IPPEKTHBHYIO TTOCATKY
40S cyOobpenmHUIT puOOCOM M WX IMEepeMelIcHue
J0 caiiTa MHUIMAMK TpaHcusuuu. OJHAKo YeM
6ompie pazmep 5'-HTII, TeM Boliie BEpOSATHOCTH
(hopMupoBaHUst CTAOWIIBHBIX LIMUJIEK WU TOSIBIIE-
st UAUG 110 cityyaiiHbIM npu4rHaM (Harpumep
BCIeACTBUE MyTaruii). CuyuTaeTcs, 9To pasmep
TUACPHOTO paiioHa Mexay S0 u 75 HykiIeoTHuIaMu
SIBIISICTCSI HAanOoJ1ee OIarompusITHBIM, TOTa Kak 5'-
HTTI Gosbiie 175 HYKJIEOTH/IOB Yallle CIIOCOOHBI
YMEHBIIATh TPAHCIIALIUOHHYI0 aKTUBHOCTH, MPHK
renoB pacrenuil (Kawaguchi, Bailey-Serres,
2005).

Bropuuynas crpykrypa MPHK

Crebne-neTneBble CTPYKTYPHBI (IMHIIBKH) AaxKe
IPU UX OTHOCUTEIBHO HEOObIION CTaOUIBHOCTH
CHOCOOHBI CYILIECTBEHHO CHU3HUThH TPAHCISILIMOH-
Hyto akTuBHOCTH MPHK, ecniu oHM pacmosiokeHbl
onm3ko Kk 5'-xkoHmy matpunsl. Ilpeanmomaraior,
YTO MpPHU TAKOM PACIOJIOKEHUM IIMUIBKH MOTYT
MeIIaTh B3aUMOJICHCTBHUIO KeMa M Kel-CBs3bIBa-
roriero komiuiekca elF—4F. CraOuibHbIE HIIMHIBKH,
PacnoJIoKEHHBIE HE Ha 5'-KOHLIE IMAEPHOro paiio-
Ha, TAKXKe CIOCOOHBI CHHUXAaTb MHTEHCHBHOCTh
TpaHCIALNH, Tak Kak 40S cyOpenmHua pudocoMbl
JIOJDKHA pa3pylINTh BTOPUUHYIO CTPYKTYpY (C
NOMOLIbIO (PAKTOPOB MHHULIMALMH TPAHCISIIHUU C
PHK-renukazHo# akTHBHOCTBIO), YTO TPUBOJIUT K
3aMeUIEHUIO IIPoIiecca IMHEMHOTO CKAaHNPOBaHUS
(Kozak et al., 2005; Jackson et al.,2010). Hecmort-
Ps Ha TO YTO TPEJCTABICHUS O POJIU BTOPUIHOMN
ctpyktypsl B 5'-HTII B TpancisiunonHOM nporiecce
BBINJIAIZAT JOCTATOYHO NMPOCTHIMHM, TpeAcKa3aHue
KaK BTOPUYHOW CTPYKTYpBI, TaK U €€ MHTHOHU-
pytomiero 3¢ dexra BechbMa MmpodIIeMaTHYHO.
ITo-Buaumomy, monekyinsi MPHK B 1miutomniazme
CYIIECTBYIOT B BH/I€ IMHAMUYHOTO Habopa B3au-
MOTIEPEXO/SIIIUX APYT B JIpyra KoH(pOpMalui,
npuyeM B3aumopeiictBus PHK ¢ pubocomamu,

(dakTOopaMy TPaHCISIMOHHOTO ammapara u Apy-
rUMH OelIKaMH MOTYT CTaOWJIM3UPOBATh OMpe-
JICJICHHbIE CEIMEHTBl MaTPHULbI B PACIUIETCHHOM
COCTOSTHMM. DTa 00JIaCTh CTPYKTYpHOH OMOI0TUN
TpeOyeT JOMOITHUTEIbHBIX BEICOKOIIPON3BOAUTEIIb-
HbIX dKkcniepuMenToB (Kertesz et al., 2010), aro
MTO3BOJIUT HAKOIIUTH OOJIbIIIE TAHHBIX U IIOCTPOUTD
aJIeKBaTHbIE MOJIEIIH.

OOb1uHO cuutaercs, uro 5'-HTII ¢ MeHbIINM
conepkaraneM G+C MoryT obecniednTs 0osee BbI-
COKyt0 3(p(PEeKTHBHOCTH WHHUITHAIIMH TPAHCIIAIINH,
TaK KaK KOMIUIEMEHTapHBIC B3aHMOJICHCTBUS MEXK-
NIy 9TUMH HYKJIEOTHIaMH BHOCAT OONBIINNA BKIJIAJ
B dHepruio BropudHoi cTpykrypsl (Kozak, 2005;
Kawaguchi, Bailey-Serres, 2005). Onnako 3Ta Touka
3pEHUsI HE SIBIISICTCS TIOJTHOCTBIO BEPHOM, TaK Kak
HYKJIEOTHIHAsI IIOCJIIOBATEIIbLHOCTh MOXKET COLEp-
*arb MHOTO G 1 C B cyMMe, HO UX COOTHOIIIEHHE
MOXKET OBITh CHIIBHO CIIBUHYTO B CTOPOHY OJJHOTO U3
HYKJICOTHJIOB U B TAKOM CIIy4ae YHMCII0 KOMITJIEMEH-
TapHBIX B3aUMOJICUCTBHIA OyieT HeOObIM. bbito
rokazaHo, uto sykapuormdeckne 5'-HTII criermdu-
YECKU XapaKTePU3yIOTCs TUCcOaJIaHCOM B COeprKa-
HUM KoMIUIeMeHTapHbIX HykineotunoB (Kochetov
et al.,2002a, b, 2005), npuuem Ooee 3hHEKTUBHO
TpaHCIUPYyEMbIE MAaTPULIBI TAKKE XapPAKTEPU3YIOTCSI
Oonee BBIpaKCHHBIM TUCOATAHCOM B COICP)KAaHUU
G/C u A/U (Kochetov et al., 1998, 1999).

Tunu4HbIC NPUYMHBI HU3KOH IPPEKTHBHOCTH
Tpancasasuun MPHK Tpancrena B pactennsx

Crncok cymectBeHHbIX Xapakrepuctuk 5'-HTIT
BKJItoUaeT: pasmep Oonpme 30 HyKICOTHIOB
(mpeamoututenpHo Mexny 40 u 80 H.), OTCyT-
ctBre UAUG, oTcyTcTBHE CTAOMIIBHOM BTOPHYHON
CTPYKTYpHI (10 KpaliHeil mMepe BOIHM3M 5'-KOHIIA
MOJIEKYJIbl), ONITUMAJIbHBIH KOHTEKCT CTapTOBOTO
KOZIOHA (ITypUHOBBIN HYKJICOTU B IO3UIIMHU —3, JKe-
JIaTeNbHO TYaHUH B O3ULNU +4; KoHTeKeT aaaAUG
MIPEATIOUTHTENICH I IBYIOIBHBIX, a/gccAUG —
JUTSI OTHOMOJIBHBIX pacTeHmii). HyXHO OTMETHTB,
yto 5'-HTII — BakHBIA CTPYKTYPHBIM 3JIeMEHT
FeHeTHUYECKOM KOHCTPYKIMH. B nmuteparype BcTpe-
9aeTcsi MHOTO CIIy4aeB, B KOTOPBIX OEJIOK-KOIH-
pyIoLIas 4acTh M3y4aeMOro I'eHa KJIOHUPOBAHA B
CTaHJAPTHOM BEKTOPE C HEONTHMU3UPOBAHHBIM
JIMJEPHBIM pailoHoM. HanpruMmep, pu KIIOHUPOBa-
Huu B pBil21 5'-HTII Oyxet cnumkoM KOPOTKUM,
a KOHTEKCT CTapTOBOTO KOJIOHA CYyOONITUMAJIbHBIM.



DHXAHCepbl TPAHCASILIMY AASI TCHHON MH)KEHEPUY PACTEHUI 613

Kpowme atoro, B BekTopax 5'-HTII gacto cogepkut
JJIEMEHTHI MOJIMIMHKEPA ¢ CaliTaMu PECTPUKIINHY,
MPEICTABISIONIUMHA COOOH MHBEPTUPOBAHHBIC
TTOBTOPEI, YTO MOYKET MPUBOANTE K ((OPMHUPOBAHUIO
CcTaOMIIBHBIX BTOPUYHBIX CTPYKTYp. HeymuBuremns-
HO, YTO HMCIIOJb30BaHHE MOJIU(DHUIIMPOBAHHOTO
BapuanTa pBil21 ¢ ymyumennsim 5'-HTII obecnie-
yiyio 10-KpaTHOE yBETMUYECHUE YPOBHS DKCIIPECCHU
rena-penoprepa (De Amicis et al., 2007).
Hpyras mpoGieMa MOXeT OBITH CBSI3aHA C
MOTEHINAIBHBIM HCTIOJIB30BAHUEM ATBTEPHATHB-
HBIX cTapToBBIX KogoHOB. Eciu 5'-HTII cnummxom
KOPOTOK MJIM CTapPTOBBIM KOJAOH PACIOJIOKEH B
CyOONTUMAILHOM KOHTEKCTE, TPAHCIISLIUS MOXKET
WHUIIMHPOBATHCS HA HUKEPACIIOIOKEHHOM (Ccie-
nytomeM) AUG. Ecnn Tako#l anmbTepHATHBHBIN
TIS pacronoxeH B TOH K€ paMKe CUHUTHIBAHUS,
gto 1 CDS, MOXXET CHHTE3UPOBATHCS YKOPOUCH-
Hast ¢ N-koHI1a u3oopma Oenka. ITOT MEXaHHU3M
UCTIONB3YETCS TSl CHHTE3a HEKOTOPBIX KIETOUHBIX
0eKoB, HAIIPUMEP, MUTOXOH/IPUAIIBHAS U siIepHAs
nzopopmsl JJHK-mmuraser 1 A. thaliana cuatesn-
pytores ¢ onnoit MPHK ¢ aByx mocnenoBaTenbHO
pacmoNoKeHHBIX CTapTOBBIX KogoHoB AUG, mep-
BBII M3 KOTOPBIX PACIIOJIOKEH B CyOONTHMATBHOM
koHTekcTe (Sunderland et al., 2004). ITokaszano, uTo
aJbTEPHATHBHBIE CTAPTOBBIC KOAOHBI U MEXaHHU3M
«leaky scanning» WCIONB3YIOTCS JJISI CHHTE3a
TJIACTUIHON W ITUTOIIIIa3MaTHIeCKON/ IIepHOM
nzoopm TPHK-nuraser 4. thaliana u O. sativa,
TUTACTUIHOM M METOXOHIPHANIbHOU U30(OpM TIPO-
TorophupruHOreHOKcHa3bl mnuHara, JJHK-nonu-
Mmepassl apadunoncuca u T. 1. (Christensen et al.,
2005; Englert et al., 2007; Watanabe et al., 2001).
Onnaxo, ecnau ciaexyromuit AUG pacmonoxkeH
B pamke +1 mim +2, TO Takod ajabTepPHATUBHBIN
CTapTOBBIH KOZOH OyJIeT COOTBETCTBOBATH HEOOJb-
II0H paMKe CYUTHIBAHUS, TIOJTHOCTHIO OTIIMYHOM OT
anHorupoBanHoi CDS. Ilo-BuguMomy, 10BOJILHO
0oJpIIIast YacTh dyKaApUOTUYECKUX (B TOM UHCIE
u pacturensHbix) MPHK MoxeT comepxarh aib-
TEPHATUBHBIC PAMKH CUMTHIBAHHS M KOJUPOBATh
JIOTIOJTHUTENbHBIE M30()OPMBI H3BECTHBIX OEIIKOB
win HoBble moymnentuasl (Kochetov, 2008; Ba-
zykin, Kochetov, 2011; Ingolia et al., 2009, 2011).
Hebombmme 6enk MOTYT BEITIOHATH PSIJ] BAKHBIX
GYHKIINK y pacTeHUH (peryTupoBaTh MPOIIECCH
pocTa ¥ pa3BUTHS, y4acTBOBAaTh B 3alUTe OT (U-
TOIATOTEHOB U T. I1.) ¥ KX U3YUCHUE CUUTACTCSI aK-
TyaJbHBIM HAITPABJICHUEM Pa3BUTHS COBPEMEHHOM

reHOMUKd W mporeomukn (Andrews, Rothnagel,
2014; Marmiroli, Maestri, 2014).

B03MOXHOCTB MPUCYTCTBHS aJIbTEPHATHBHBIX
CaliTOB MHUIMAMK TPAHCISALUHU AOJDKHA TPH-
HUMAaTbCS BO BHHMaHHUE B TEX CIIydasx, KOrnua
TPaHCTEHHbIC PACTEHHUS UCIIONB3YIOTCS B KA4eCTBE
MOJICIH JUTS UCCIIeI0BaHMs (DYHKIIMIA KOHKPETHBIX
reroB. ClieZlyeT y4ecTb, 4TO €CJIH CTapTOBBIN
KOJIOH M3y4aeMOoro reHa ObLT pacIioiokeH B Cy0-
ONTHMAaJbHOM KOHTEKCTE, a B CO3JaHHOW IS
er0 N3y4YeHHS TeHETHYECKOW KOHCTPYKINHU OBLI
MCIIOJIb30BAaH ONTHMAJIbHBIA KOHTEKCT (711 yBe-
JUYCHUS] YPOBHS IKCIIPECCHHU), TO CYIICCTBYET
BEPOSITHOCTB, YTO TaKasi MOJEIb HEe Oy/IeT MOJIHO-
CTBIO aJICKBaTHOM, TaK KaK aJILTCPHATUBHBIC PAMKU
CUMTHIBAHHS B MOJICTTEHOM TPAHCT€HHOM PaCTEHHU
TPaHCIMPOBAThCS HE OYIyT.

TPAHCJISIIUOHHBIE DHXAHCEPBI,
YCUJIUBAIOIIUE OBLIYIO
(HECHELIU®UYECKYIO)
TPAHCJISILIUOHHY IO
AKTUBHOCTb MmPHK

Mpmuorue PHK-no3suTuBHbBIE BUPYCHI pacTeHUN
B XOJI€ ABOJIIOLIMH BBIPAOOTAIN MEXaHU3MBI, 103~
Bossttonue ux MPHK TpancnupoBarbest Ha 0o4eHb
BbIcOKOoM ypoBHe (Nicholson, White, 2011). beuto
TToKasaHo, uro Hekotopwie S'-HTII BupycHOTO Hin
KJIETOYHOTO MIPOUCXOKICHUS CIIOCOOHBI YCHITBATD
3(pPEKTUBHOCTh TPAHCISALUH TETEPOTOTHUHBIX
MPHK B Tex ciy4asix, KoTjia OHM UCIOJIh30BaHBI
BMECTO ayTOJOTHYHBIX JIUACPHBIX PAHOHOB. DTH
TaK Ha3bIBa€MbIE «TPAHCISAIMOHHBIE YHXaHCE-
pPBI» MOTYT HCIIONB30BaThCs MPHU TUTAHWPOBAHUHU
TeHETUYECKUX KOHCTPYKIHHA. 67-HYKICOTHIHBIH
5'-HTII Bupyca tabaunoit mo3auku («Omega
leader») (Gallie ef al., 1987a) spnsiercs Hauboee
IIMPOKO MCITOIB3yEMbIM TPAHCIISIIMOHHBIM SHXaH-
CEepoM B I'€HHOU MHXKeHepuu pacteHuil. OH 1mo3-
BOJISIET CYIIECTBEHHO YCHIIHBATH d(H(PEKTUBHOCTH
TpaHcasiuuu rereposornyHbix MPHK B kitetkax
nBynoibHBIX pactenni (Fan et al., 2012). Mexanus-
MBI, JISKaIIUe B OCHOBE 3TOro 3(h(heKTa, He BIIOJIHE
MOHSITHBI: OBUIO MTOKAa3aHO, YTO ATa HYKJICOTHTHAS
MOCJIEZI0BATEIFHOCTh MOJKET B3aUMOJICHCTBOBATh
¢ (axropamu mHHUIMAIMN TpaHcaaun elF4G u
elF3, a rakxxe c HSP101 (Gallie, 2002). B cocrase
snxaHcepa Boiensor (CAA) — nosrop, crocod-
HBId (hOpMHUPOBATH CHEUU(PUIECKYIO CTPYKTYDPY,
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BOBJICUEHHYIO BO B3aMMO/IEHCTBHE C KJIETOUHBIMU
oenxamu (Agalarov et al., 2011). C Hameit Touku
3penus, 5'-HTII Bupyca TabadqHO MO3aHKH MOKET
paccMaTpHuBaThCs B Ka9Y€CTBE THITIOBOTO AJIEMEH-
Ta TEHEeTUYECKON KOHCTPYKIMH B TE€X CIyYasx,
KOTJIa HEOOXOIMMO YBEJMYUTh YPOBEHb CHHTE3a
TPaHCTEHHOTO OefnKka (HY)KHO OTMETHTh, YTO JUIS
OMOTPOIYKIMHU B TEXHOIOTHYECKHX LIESIX OOBIYHO
WCTIOJIB3YIOT CIIEIUANBHO pa3paboTaHHbIE Oojee
MpoABHHYTHIE oaxonabl (cM. Nopo et al., 2012;
Akua, Shaul, 2013; Meshcheriakova et al., 2014)).
Hpyro#i pacnpocTpaHeHHbI TpaHCISLHUOHHBIN
suxaHcep — 5'-HTII PHK4 Bupyca mo3auku
mronepusl (Gallie ef al., 1987b). On kopoue u He-
CKOJIbKO MeHee deKTHBEeH B cpaBHeHNH ¢ OMera-
JUIEPOM, HO TaK)Ke OBLIT HCITOF30BaH BO MHOTHUX
SKCTIEPUMEHTAX JUISl YBETMUEHHS TPAHCIIAITMOHHOMN
aktuBHOCTH MPHK TpancreHosB B pacteHusix. Otu
nBa 5'-HTII npencraBisior coboi Knaccuiyeckue
MPUMEpPBI KEI-3aBUCUMBIX TPAHCISLMOHHBIX JH-
XaHCEPOB, UMEFOIIUXCSI B HHCTPYMEHTAPHUU TeHHOH
WH)XEHEPHUU PACTECHUH.

N3BecTtHO Heckonmbko npyrux 5'-HTII, mms
KOTOPBIX ObLIA IIOKa3aHa CIIOCOOHOCTh YCHIINBATh
TPAHCIIAIMOHHYIO aKTUBHOCTBH I'€TePOJIOTUYHBIX
MPHK B knerkax pactenuil. OgHako cieayet
YYUTBIBaTh TOT (DAKT, YTO BO MHOTHX CIIy4asx
Takoe yCWJIeHHe OBIJIO TPOJAEMOHCTPHUPOBAHO B
CPaBHEHUHU C KOHTPOJIBHBIMH KOHCTPYKIHSIMH, Y
kotopbix 5'-HTII ObiT B3AT U3 BEKTOPHOH ILIa3-
MUIBI U TPAHCISIMOHHAS aKTUBHOCTh peropTep-
Heix MPHK B KOHTpOINIE MOINIa OBITH HUXKE, YeM Y
pacTUTeNbHBIX MaTpHIl (Kak B cirydae pBil21, cm.
BbIIIe). BO3AMOXXKHO, HEKOTOPBIE M3 TAKUX «TPaHC-
JSAUOHHBIX YHXAHCEPOB» MPEICTABISIN cO00i
5'-HTII, onTUMH3UPOBAHHBIC IS B3aNMOICHCTBHSI
C amnmapaToM TPaHCIALMU B KJIETKaX pacTeHHH
(T. €. X aKTUBHOCTbH HE OIPEAEIach KAKUMH-TO
JIOTIOJTHUTEIILHBIMA MEXaHU3MaMH ).

B kauecTBe mpuUMEpOB TaKuUX yCHIUTEIEH
TPAHCIISIITIN MOYKHO TPUBECTH 65-HYKJICOTHTHBIH
JIUJIEPHBIN paiioH Ty TaMHHCHHTETa3bI cou (Ortega
et al., 2012; xoutponsHblii Bektop CAMBIA
2301 comepxan 5'-HTII pazmepom 20 H.).
5'-HTII u3 MPHK renoB HSPI18.2, HSP17.4,
HSPS81-1, HSP81-2, HSP81-3 ycunuBaiu TpaHC-
nmsnuio penoprepHbix MPHK B kiretkax tabaka
u apabunoncuca (pBil21 6pu1 UCTIOIB30BaH KaK
koHTpoib) (Dansako et al., 2003). 5'-HTIT MPHK
TeHOB aJIKOTOJbAETUPOTreHa3sl apabuaoncuca,

Tabaka 1 puca yCHIMBAJIN TPAHCISIHUIO pernopTep-
HBIX KOHCTPYKIMH B KiIeTkax Tabaka, 5'-HTII rena
AJIKOTOJIbACTUAPOTEHA3bl pUCca TakXke olnanana
SHXAHCEPHBIMH CBONCTBAMH B KileTkax Oryza sa-
tiva (Satoh et al., 2004; Sugio et al., 2008; Matsui
et al., 2009). Cucok TpaHCISAIMOHHO aKTHBHBIX
5'-HTII BkiodaeT Taxke psj APYrHUX IPHMEpOB
(Yamamoto et al., 1995; De Loose et al., 1995;
Kanoria, Burma, 2012).

CIIEHU®UYECKHUE
9HXAHCEPBI TPAHCJISILUU

UzBectHO, 4TO 3()(PEeKTUBHOCTH TPAHCISILIUU
MPHK MoxeT perynupoBarbest TkaHecnenuduye-
CKH MJIM 3aBUCETh OT ONpeesIeHHOH (ha3bl pa3Bu-
trs opranm3ma (Mustroph et al., 2009; Liu et al.,
2012). TpaHCIAIIMOHHBIE YHXaHCEPHI TAKOTO THUTIA
obutn Haitnensl B MPHK deppenokcuna, 5'-HTII
KOTOPOW CONEPKUT TaK Ha3bIBAEMbIE CBETOUYYB-
CTBHUTEJIbHBIC 3JIEMEHTBI, IPUCYTCTBUE KOTOPBIX
MIPUBOINT K OBICTPOMY CHIYKEHHIO (P PEKTUBHOCTH
TPAHCIALUY IPU HAacTyIUIeHuH TeMHOThI (Hansen
et al.,2001). HenaBHO ObLIM MPOBECHBI BBICOKO-
MPOU3BOAUTENBHBIE SKCIICPUMEHTHI, TOKa3aBIIHE,
9T0 U3MeHeHHe Y()(HEKTUBHOCTH TPAHCIISILKH MTPH
M3MEHEHUH OCBELIEHHOCTH XapakTepHo Jig MPHK
1IeJIOTO psijia TeHOB pacteHuil (Juntawong, Bailey-
Serres, 2012; Liu et al., 2012). [Ipyrue npuMeps
TKaHe- ¥ CTaIuecrennpIIeCKUX TPAHCISAIHOHHBIX
suxaHcepoB BkitouatoT 5'-HTII rena nip303 Tada-
ka (Hulzink et al., 2002), RbcSI amapanTa (Patel
etal.,2006) u T. 1.

TPAHCJISALUS B YCIIOBUAX CTPECCA

XOopoII0 U3BECTHO, YTO Pa3HbIC BUJIBI A0MOTH-
YECKHX CTPECCOB MPHUBOAAT K CIIEHUPHUECKOMY
CHIDKCHHUIO TPAHCISIIMOHHOM aKTUBHOCTU OOJIb-
muHcTBa MPHK, B TO Bpemsi Kak 4acTh MaTpHI
COXpaHsIeT TPAaHCIILMOHHYIO aKTUBHOCTH (Munoz,
Castellano, 2012; Ueda et al., 2012; Echevarria-
Zomeco et al., 2013; Roy, Arnim, 2013). [Toxo-
KM€ W3MEHEHHS B TPAHCISIHOHHOM aKTUBHOCTH
MPHK Obuin HaliieHbl U NPy pa3BUTHU BUPYCHOM
nHapexuu (Moeller et al., 2012). MexaHU3MBI,
PETYIUPYIOLINE ITH MPOLECCHl U PErYISATOPHbIE
CHTHAJTBL, OTTIOCPEAYIOLIHE CTPECC-CIIEUPUIECKYIO
TpaHcasuonnyo aktuBHocth MPHK, ocratorcs
ManonsydeHHbiMu (Matsuura et al., 2010).
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CremyeT OTMETUTb, YTO PaCTEHHsI YaCTO OKa3bIBa-
I0TCS B CTPECCOBBIX YCIOBUSX. [laxe MoaenbHbIe
HKCIEPUMEHTBI, KOTOPBIE IPOBOMST HAa TPAHCTCHHBIX
PACTEHUSIX, MOTYT OBbITh HallEJICHbI Ha BBISIBICHHUE
(YHKIMI TEHOB PACTEHUI B CTPECCOBBIX YCIOBUIX
(BO31EliCTBHE MTATOTEHOB, 3aCYyXa, N3MEHEHHE TEMITe-
patypsl u T. 11.). Ecin akcnipeccust TpaHcreHa 107K-
Ha IOJ/IeP’KUBATBCSL BO BPEMsI CTpecca, HE0OX0MMO
YYECTh 3TO OOCTOSITENLCTBO NP IIAHUPOBAHUH
TeHETUYECKOM KOHCTpYKIMU. bbuto nokazano, 4to
5'-HTII HEKOTOPBIX CTPECC-MHIYIUPYEMBIX TEHOB
CIOCOOHBI 00ECTIEUNTh CTpecC-CIenn(prIecKyio
tpancismio MPHK penioprepnbix renos. Hampumep,
5'-HTII MPHK rena F4D3 apabunoricuca obdecre-
yuBajia 2-KpaTHoe ycuieHue 3PQPEeKTUBHOCTH
Tpancisitmu penoprepHoit MPHK mipu Huzkoremmne-
parypaoM ctpecce (Wang, Xu,2010). 5'-HTTIMPHK
TeHa aJIKOTOJIbICTH/IPOTeHa3bl KyKypy3bl yCHInBaja
tpancisaimio MPHK tpancrena B kierkax Nicotiana
benthamiana B ycnoBUsIX KUCIOPOIHOTO TOIOAAHHS
u TerutoBoro moka (Mardanova et al., 2007). Ome-
ra-nmuaep takxke npugaBan MPHK tpancrena cno-
COOHOCTb TPAHCIMPOBATHCSA B YCIIOBUSX TEILIOBOTO
mroka (Gallie, 2002). Hexotopble curHasbl, odecrie-
YHBAOIIHE CTPECC-CIENU(PHICCKYIO TPAHCISINIO
NPH TETJIOBOM IIOKE, ObLIM HEJaBHO OOHAPYKEHBI
B 5'-repmunanbHoii yactu 5'-HTII psina knetounbix
MPHK (Matsuura ef al., 2008, 2013).

3AK/IIOYEHUE

B aT0i1 cTarhe KpaTko pacCMOTPEHBI CTPYK-
typa 5'-HTII MPHK pacrenuit u BiusHuE 3TOrO0
(YyHKIIMOHAILHOTO paiioHa Ha 3QPEKTUBHOCTH
aKkcrnpeccuu TpaHcreHoB. Tpancisuus MPHK sB-
JISIeTCsl OIHOM M3 KPUTUYECKUX CTaIuil mpouecca
AKCIPECCUU, ONIPENEIIAIOIINX UHTEHCUBHOCTh CHH-
Te3a Oenka, mo3ToMy TPaBIILHEINA BEIOOP 5'-HTII
SIBJISICTCS. OJTHOM M3 BOXKHBIX MPEANOCHUIOK 3 peK-
TUBHOTO IJIAHUPOBAHUS 3KCIIEPUMEHTOB C TpaHC-
TEHHBIMU PaCTEHHSIMU.

ABTOpBI mpuU3HaTeNbHbl nporpamme PAH
«KuBas npupona: COBpeMEHHOE COCTOSIHUE U
npoOiemsbl pazsutusiy 1 PODU (14-04-01036) 3a
TOJIIEPIKKY.
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Summary

Transgenic plants are often used in both fundamental and applied research. It is well known that transgene
expression strongly depends on the genetic construct design. In particular, 5'-UTR is an important element,
as it influences mRNA translation efficiency and the protein synthesis rate. The review considers 5'-UTR
features controlling translation efficiency in plant cells and some useful translational enhancers.
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