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«CoBpeMenlloe OOLIeNPUHATOE IIpeiACTaBieline 0 (epMeHTaX HacTOAbKO
TECHO CBA3aN0 ¢ IHpeicTaBdeHHeM o6 HX GeJKOBOH NpHPOAe, UYTO ecH
Aaxe H OyieT OTKPHIT KaKo#-1k60 HeOGeJKOBHEH MaKPOMOJEKYISPHBIH OHO-
JIOTHYeCKHIl KaTaJlu3aTop, TO, B€POSTHO, MHOTHe OYAYT BO3paxkaTh IPOTUB
3ayMcJIelHsl ero B KaTeropuio «gepmeHToB» [1].

Hecayuafino nostoMmy cooflieHHe rpynobl ucciaegosatesaei us Kodjo-
paackoro yuupepcHreTa Bo ryaBe c¢ Tomacom YekoM o TOM, UTO emHH-
cTBeHublt HITPOH npe-pPHK Terpaxumensl MoixKeT yJafdsThCd H 3aTeM
1HKJIH30BATLCH, @ OCTAIOIIHeCs 3K30HBl MOTYT CO€IHHATLCS 6e3 yuacTus
KaKoro-aubo 6enka, 6bIO MOMCTHHE CeHCALHOHHBIM [2].

Oxazanoch, uto BCe TPH COOBITHS, HMeEWOIUIHe MeCTO NpH CIalCHHIe
pudocomadbioi PHK (pPHK) TerpaxuMmeHbl, HHHOUHPYIOTCS OXHOH H
Tolt zKe accomuupoBaniiodl ¢ PHK akTuBHOCTBIO M mpeacTaBasioT coboit
CepHIO peakKHUMH TpalcITepH(HKaUMK, BKJIIOYAOUIMX IIpeBpalleilde OAHOTO
¢pocdosdupa B Ipyrol 6e3 mpomexkyTouHoro ruaponusa. Takum ofpasom,
BIepBble Obljla NNOKaszaina BO3MOXKIOCTb KaTaJsu3a pUOOUYKJIEHIOBOH KHC-
JOTOM peakUH#, HpoHcXoaamux ¢ wmonaekyaoil PHK. Has o6osmauenns
Takolt pHOOIYKJEHHOBOK KHCJIOTEL HeK NpeMIOXKHI TEePpMHH <«pPHOO3HM>
[3]. IMo-BHjuMOMY, 510 Ha3BaHHe MOMXKHO TPHMEHUTh H K APYLHM THIAM
PHK, of6najai0mHM KaTaJdHTHUECKHMH CBOHCTBAMH.

Peaxununu camocnaadcunra pPHK rTerpaxumens. Has
OCYILeCTBJIEN ST 3THX peaKUHH in vifro B peakKLHOHHOH cpefe 06s3aTesNbio
JHIIb NpHCyTCTBHe MOoHoBaJenTHEIX (NH s+ uau Nat), nusanentneix (Mg++
uwin Mnt+) kartuouoB H ryaHosuHoBoro koakrtopa (GTP, GDP, GMP
uiu ryanosuna). Cy6erpart — necnaaicuposaHias npe-pPHK terpaxume-
el — Mo¥KeT ObITh nosyueH Ds-Na-deHoNBHOR 3KCTpakLHel H3 H30JHPO-
BaHUBIX siiep TeTpaxumelibl, HHKYOHPOBAHHBIX B YCJOBHSIX, CIOCOGCTBYIO-
mux axtuBHoctH PHK-mosmumepaser I, mo yruerawomux crnabicuar [2].
Tak e OCYIIeCTBJASIOTCS PeakUHH <«CaMOCIIafCHHra», KOTla B KauecTse
cyberpaTta ucnodesyior npe-pPHK, cunresuposannyw PHK-nonumepasoi
Escherichia coli in vitro na matpuue pJHK rteTpaxumensl, KJoHHPOBaHHOH
B KHIUEUIOH INaJlouKe B COCTaBe PEKOMOHHAHTHOH naasMuael [3].

Peaxuun 7tpaHcaTepHPHKAUUH AOMKHBL ObITh H303HEPreTHUECKHMH.
Kamxpasg TpaHcaTepu(HKalUsi He BBI3bIBAeT HHKAKHX H3MEHEHHH B uHcJje
tdochonusPUpPHBIX cBsI3el, MO3TOMY He Tpebyer AONOJHHTENBHOrO HCTOU-
HHKa slieprud B BHUAe pacwlenmenus ATP uaw GTP. Cmaaiicunr pPHK
MOXKEeT NPHHUTH K IIOJHOMY 3aBeplIEHHIO NPH BHICOKOH MOJSPHON KOHLEH-
TpalHHd TyaHo3HHoBOro Kodaxktopa mno oTHolleHHio K npe-pPHK. Ilpn
ucnonbsosanud GTP on npucoeguusercs 6e3 rHAPOJH3a K 5 -KOHLY HH-
TPOHA, NPEeOCTaB/ssA, KaK H APYrHe I'yaHO3HHOBHE KOGMAKTOPH!, FHAPOKCHI
/19 HHHLHAUHH CepHH H3 TpeX nepenocos (pHc. 1). Bropoit dochosdupnui
fiepeHoc BBICBOGOXKAAET MHTPOH H COEJHHSIET ABa 5K30HA. TpeTuii mepeHoc
npeBpallaeT HHTPOH B KOJbLEBYIO MOJEKYJAY H BHCBOOOXKIdaeT TyaHO3H-
HOBBIH Ko(akrop. Peakinu oOpaTHMBl; in vivo 3aMblKaHMe B KOJbLO HJH
perpajallisi HHTPOHA MOTYT TOMOraTh 3aBepIIEHHIO CIVIAHCHHTa YAasleHH-
€M KOHEYHOTO TIPOAYKTa, PeaKUHsl LHKJH3aLHH HHTPOHA CABHHYTa BIIPaBo,
TaK Kak TNPOHCXOAHT C BHILEIVIEHHEM NeHTajeKaHykJeoTHaa [4].
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B 1pyrux peakuusaxX TpaHcaTepupHKanuH, Karaausupyemerx JHK-to-
NMoH30Mepa3aMH, pe3onBa3aMH, Oeakom inf dara A, depmeHT-0el0K, He
H3MeHss CcBOOOAHOH 3HEPTHH peaKUHH, CHHZKAeT 3uepreTHUecKuit Oapbep
aKTHBallHH, B ciaydae caMocm/iaficHHIa aKTHBalMOHHYIO 3HEPrHi0 PeaKUHH
TpaHC3TepU(HKALHH CHHXKaeT cama cTpyKTypa MoJsekyanl PHK. Peaxkuus
He TNPOHCXOAHT NpPH BBICOKHX KOHLEHTPALHAX AeHaTYyPHPYIOWLHX areHToB
(MoueBuHa, dopmamua). LIuMkaH3aUHA HHTpOHA MNOJHOCTbIO NOAABJISETCS
OGPOMHCTBIM 3THIHEM, HHTePKaJHPYIOIHM B ABYCOHpaJbHBle yyacTki [5].
KapTupoBaHHe BTOPHYHOH CTPYKTYpHl HuTpona npe-pPHK terpaxumennt

Puc. 1. Mogesb nepeHecenns ¢ocoadupa npu
cnnaficunre npe-pPHK TeTpaxuMeHbl u UUKAH-

-
= sanud WHTpoHa [4]. ChsiowHas Juuus — 3K-
, L’E . 30HbI, BOJHHCTAA — MHTPOH; 3!{&3,&0‘41{0?{ 060-
A3 Gpu 3 3HayeH MeueHBll T'YaHO3HHOBBIE Kodakrtop, B
* atoM cayuae 5°-GMP; TpeyrosbHHKOM — docC-
pbon l U ¢at, 3ambkaoWui Koablo. Kaapatuee cko6-
p P KH 0003Ha4aloT NpeAnosiaracMbli TIPOMEXY-
«pGP H/D TOYHBI TPOAYKT. BHH3y-— BO3MOXHAs BTO-
7 Gpt PHUYHAsl CTPYKTYpa TeHTajeKaMmepa, BEICBOGOK-~

JAOLIerocst NPH UHKJH3alHH; CTPeaKH — pas-
JIHUHS B TIOCJ/IeAO0BATEJbHOCTAX HHTpOHOB Y
T. thermophila n T. pigmentosa 6UM

? + oxp ") Fig. 1. Phosphoester transfer model for Tet-
p PA"’“'UP\ rahymena pre-TRNA splicing and intron cyc-
HoG lization [4]. —, exons; wwwa, intron; *, la-
" b e belled guanosine cofactor, in this example
6 A P6ph~rtllon 4 GpA 5-GMP; A, phosphate that closes the circle.
e Ay =A Square brackets denote a postulated interme-
AUS diate. Below: possible secondary structure of
AU 15-mer released during cyclization; —, se-
A Uon quence differences in the introns of 7. ther-
pe mophila and T. pigmenitosa 6UM

C NMOMOIULIO HYKJeasH S;, cnenudpHYecKH FHAPOJH3YIOWEH OLHOUeNOYeYHbe
YYacTKH, H KOMINBIOTEPHOE TNOCTPOEHHe BTOPHYHOH CTPYKTYPHI, HCXOHAS H3
€r0 HYKJEOTHAHOH MOC/JeAOBATENbHOCTH, JaJH BeCbMa CXOXKHe pe3yJibTa-
Thl, IOKA3aB BbICOKYIO CTPYKTYDHPOBAHHOCTbL HHTPOHA (pHC. 2).

Hna peakuuu obs3arenbHo mpucyTcTBHe Mgt +. VYckoperne HoHamu
Mg++ ruapoausa ¢ochopHbIX 3GHPOB OTMEUaJOCh M pauee, OAHAKO YyBe-
JIdYeHHe CKODOCTH DeaKUHH OblI0 HHUTOXKHBIM NO CPaBHEHHIO C BO3pac-
TaHUEM CKOPOCTH pPeakUuH IpH caMocmjatcuure [7]. Bo3moxHO, B3aHMO-
nedicTBys ¢ Mgt +, uutpon npe-pPHK rterpaxuMeHb NpHHHMaeT Takyio
CTPYKTYPY, KoTopas crocofeTByer nepexoay ¢ocdara u3 ob6uluHofl Terpa-
FOHAJbHOW FeOMETPHH BO BPEMEHHVIO TPHIOHAJNbHYI0 OHNHPaMHIHYIO KOH-
(HIYpPALHIO C He3aHSATHM OJHHM H3 ANHKAJbHBIX MOJOXKEHHH H TOTOMY
NOJABEP>KeHHbIM HyK/JAeo(pHJIbHOH aTake. K ToMy ke cnennduueckas Koop-
AMHanua Mg+ + ysenuumsaer 3jekTpodHAbHOCTL (ocdopa. Koopaunauus
Mgt++ x oaHoMy wiau Gojee HYKJIEOTHAAM OGECNEUHBAET HYXKHYIO CHELH-
¢uyHOCTh. Peakuust MOXKeT NPOHCXOAHUTH MO MeXaHH3MY Syp-THIZ, B pe-
3yJbTaTe BbI3bIBalOUIeMY HHBepcHIO KoHpopMauuu [8].

BoaMoxHOCTh mogayueHHs JHCKpeTHBIXx Mouaexkya mnpe-pPHK B Gonbuinx
KOJIMYeCTBAX NMyTeM TPaAHCKPHNLHH in vifro KaoHupoBaHHo#i pJIHK Tterpa-
XHUMeHBl B COCTaBe peKOMOHMHAHTHOH maasmuinl nmox SP6-npomoropoM mo-
3BOJIHJIa OOHAPYXHTh NPOMEXYTOUYHble NPOAYKTH CaMOCIJAHCHHra H HO-
JApo6HO omHcaTh ero stans [9].

Oxkasasoch, 4TO CaMOCINIAHCHHT OCYLIECTBJASETCS B JBa He3aBHCHMBIX
srana. CHadasa npe-pPHK pacmennsercs KoBaJeHTHbIM NPHCOELHHEHHEM
ryanosusa X 5/-KOHHY HHTpPOHA C OTAeaeHHeM 5’-3k3oHa oT G-HHTpOH-3'-
9K30HA, COJepXKallero HHTakTHHE 3’-calit cnonaiicuura [10]. Ha aTtom
sTane cneuuduyeckas crpykrypa PHK cnocobcTByeT peakuuu nyteM op-
raHu3alHu cafita CBA3WBAHHUA [IJs TyaHO3HHOBOro kogpakropa [11]. Ilo-
BHAHMOMY, TyaHO3HH mnpHcoeauHsercs K PHK narteio BoZopolHBIMH
CBA3IMH C OJHHM HJAH JABYMS COCEJHHMH HJH NSATHIO DAa3JIMYHBIMH HYK-
JeoTHLAaMH, cOAMXeHHHMH TpeTHUHOH cTpyktypoit PHK Takum obpasowm,
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yro0b ero 3’-THAPOKCHIbHAsL rpynna Obiia HalledeHa Ha araky (ocdara
B 5’-caiiTe cnnaficunra npe-pPHK (puc. 3).

Caenyromuii 3Tan — TpaHcITepuHKAUMST MeXKAY D’ -3K30HOM u 3’-caii-
TOM CIJafiCHHra. JTa peakiMs MoxKeT GBITb MHMHKDPUDOBAHA B SKCIEPH-
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Puc. 2. MozenH BTOPHUHBIX CTPYKTYP HHTPOHOB rpymmel 1 [8]: @ — ucTBeprhifi HHTpOU B
npe-wvPHK 1HTOXpOM ¢-OKCHAA3H! MHTOXOHAPHHA APOMIMKEHR (PKHPHble TPEYTOMbHHKH YKa-
3BIBAIOT MeCTa MyTalui, HapylUaloWuX cnyakcuur); 6 — uurponsl T. thermophila n T. pig-
mentosa (NPONHCHEIC H CTPOYHBIC OYKBBI, B3ATHE B PaMKy, COCTBeTCTBeHHO). DBoubwmme
CTPEJKH OTMEUAlOT CaMTH CNA3aWCHHra. B JKHPHYH PaMKy B3SITHl KOHCEPBATHBHBIE YYaCTKH.
CrpeJkH Haj »JeMEHTaMH nocsaeioBartenbHocTed 9L u 2 ykaspBamoT yCcTaHOBJAEHHOE B3auUMO-
JeliCTBHE MeXXAy NMapaMH GCHOBAHHH B 3THX MOJIeNIX Ha YPOBHE TPETHUHBIX CTPYKTYP

Fig. 2. Secondary structure models of group I introns [6]: a —the fourth intron in the
yeast mitochondrial cytochrome oxidase pre-mRNA (solid triangles indicate the sites
of splicing-defective mutations in this intron); 6 --T. thermophila (upper case letter)
and 7. pigmentosa {lower case letter) introns. Large arrows designate splice sites. Heavi-
ly boxed residues are conservative. The arrows above sequence elements 9L and 2 indi-
cate the established base-pairing interaction which in these models is at the level of
tertiary structure

MeHTe: BMECTO 5'-3K30Ha MOXKHO B3ATb oJaHroHykjaeotuabl UpCpU wunu
paxe CpU, npeiAcTaBiasiomye nocJefiHHE HYKJEOTHAB! 5'-3K30Ha. Takum
o6pa3om, 1Jisi COCAHHEHHST 5K30HOB HeT HeOOXOMHMMOCTH B NpeJBapHTE/b-
HOH peakluu OTAeNeHHs 5'-3K30Ha, T. €. peaklMH pacllelVIeHHs H COeJIH-
Heldsi — l1e3aBHCHMble peaKUMH M BTOopas He CJIeAyeT M3 IepBOH.
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TTo-BuauMoMy, BHOOp caiiTa civalicuHra (mo menslieil Mepe 5'-cafita)
M caliTa UHKJAH3allHH OUpPeNeJIsieTCsi BHYTPeHHEeH «THAOBOH» NOCAeA0BaTelNlb-
HOCTbIO NYPHHOB, KOMIIEMEHTAPHO CBSI3LIBAIOLIMX OJIMIOIIHMPUMHAUIIOBLIH’
yuacToK Ha 3’-wkouume 5'-sk30Ha (puc. 4) [12—I14]. Kak TOJIbKO HHTDOH

npe-pPHK terpaxumens oceoboxaaercs or 9K3010B, OH BCTYNAET B KacKal
peaknuii UUKAK3AUHA M caifitcneunduueckoro ruaponusa. Koabuesast ¢pop-
Ma ofpasyeTcsi B peayJbrTaTe HYKJIeODHIbHOH aTaku 3’-THAPOKCHIOM
(Ga1s) doctata Mexkpy 15-M u 16-M HYKJIEOTHAAMH C [PHCOENHHEHHEM
3/-rvasosuHa B 3TOM MeCTC H OTLIEIJIEHHeM IeHTaAeKaHYKJIeoTHAA JHGO

Puc. 3. Mopmess Mecta npHCOeIHHe-

AN Grgoy—yg'  HHSL TYaHO3HHOBOTO Kodakropa K

. ' uutpory mnpe-pPHK  rteTpaxnmens

g \ ENAWEN [11]. Iipennoiaraemble BOLOPOAHEIE

5 K / cB3M (TOYKH) MOTYT  COEAMHATH

EPR 0 eotlny ryaHo3ud € OJHHM HJM JBYMs CO-

> v /\,!T,/\,A_.-'/H ‘3 celHHMH Hykgeoruaamu PHK mu6o

AR SN C NATBIO PA3JHYHEIMH  HYKJCOTH-

P N —ch,g ZaMK  paslMYHBIX  PalioHOB  UenH

oon K7 (__J PHK, pacmonioxeHHEMH  BOAH3M

= _ ~ Apyr ot AEpyra, 6aarogapst BTOPHY-

Oz’f_a HOH H TPETHYHOH CTPYKTypaM. B o6-

0 0 04, ' Zl pazoBauuyu MONOGHHLIX CBsIdelt MOryT
©

3

S

A

yyacTBOBaTb KaK OCHOBAHHA, TaK U
caxapa u ¢ochaThl 3THX HYKJIEOTH-
nos. CTpeskKof nokKasaHa HyKJeo-
¢duabHaa ataka 3°-kHciaopopom doc-
o oH tdara b5'-yvactka cnnaiicnura, Pe-
L\,\_;'\ 3yJbTAT TaKON ATAKH — TPAHCITEPH-
¢HKaUHA — OEPBBIH  3Tall PeakUHH
caficuura

Fig. 3. Model for the guanosine binding site in the Tefrahymena intron RNA [11]. The
supposed hydrogen bonds (dotted lines) could involve one or two adjacent nucleotides
of the RNA or five different nucleotides in very different regions of the RNA chain which
are brought into close proximity by the RNA secondary and tertiary structure. In additi-
on to the bases of the RNA, sugars and phosphates could be involved into the hydrogen
binding. Also shown is a nucleophilic attack by the 3’-oxygen at the phosphate of the 5
splice site. The resulting transeterification has been proposed to the first step of the
splicing reaction

Puc. 4. Monenr BuyTpeHHell «ruAoBOil» NOCTe- I

nosatenbHoctH no Hdasucy [12, 13]. Crpounsie v
GYKBHl — IK3OHBI; TPONHCHLIE - HRTPOH. BHYT-

DeHHsIsl «THAOBas» NOCHEAOBATENBHOCT, B3fl- J -~ Y90 (U LU CUSIAA UAGGA Ay

Ta B PAMKY MG T AGCTUUUCC ATT A
Fig. 4. The internal guide sequence model of ———UCGewakg g ua g ce3'
Davies et al. [12, 13}. Lower case letters, A

exons; capital letters, intron. The internal d'eadm

guide sequence is boxed

B pe3yJabTare aTakH TeM Ke THAPOKCcHJAoM ¢docdarta mexay 19-m u 20-m
HYKJIEOTHAaMH, YTO HaeT MHHOPHBIH NPOAYKT ¢ BEHICBOGOXKIeHHeM 19-uyseH-
Horo ¢pparmMenta (puc. 5).

Y xoJabuesoi (opMbBl HHTPOHAZ COXPAaHSIOTCS KaTalduTHYeCcKHe CBOii-
ctBa. OHa MOXKeT chelUH(HYeCKH THAPONH3OBATHCA B MecTe COEAHIIEHHS
¢ obpasobanuem JuHeHHOH (dopMmbl. Peakuus pH-saBucuma, ogHako B oT-
JHYHEe OT IeJOYHOTO TMAPOJH3a NDHBOAMT K 06Gpa3oBanuio 3'-THIPOKCHIA
u 5'-dochara Ha KOHLAX NPOAYKTA. AHANOrHYNAs PeaKlHsi HMEET MecTo
B 3’-caiiTe cnnadcuHra. 3jech TOxKe aTaKyeMbl THADOKCHIOM Qocdart
naxoaurcs cpasy 3a Qg T. €., DO-BHAKMOMY, 00€ PEaKUHH aKTHBHPYIOTCH
CBEPHYTOH COOTBETCTBYIOIIHM 00pa3oM CTPYKTYpPOfi HHTPOHA B IPUCYTCTBHH
nonos Mg++, Peakuus caitTcnenu@nueckoro packphiTHSL KOJIbLUEBOH (OPMHL
uarpona mpe-pPHK rerpaxumensl npoucxoaut 6e3 yuacTHs CBOGOKHOMR
GopMEl ryanosHHAa H NOAOGHO JAPYTHM peakLHsiM caMoKaTaausa Tpebyer
1aJHUAsl MHTAKTHBIX BTOPHUHON M TPETHUHOH CTPYKTYP MoJekyJbl. OmHako
[I0Ka HEeT XHMHUECKOro OOOCHOBAHHS INOBHIUEHHON DEaKLHOHHOH CcHOCO6-
HoctHd PHK Ha aToMm yuactke.
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Bo3MoKHOCTL creurduueckoro THApOAH3a in vifro mnokasana H LIS
5’-caiiTa cnjalicunra. Jta peakuus takxke pH-saBHcuMMa, NMpHUBOAMT K 006-
pasopanu© 3’ -rHAPOKCHAbHOrO H 5'-ocaTHOro KOHLOB Y MPOAYKTa, MOXKET
HMeThb MeCTO H B OTCYTCTBHE TyaHO3HHOBOrO Kodakrtopa. OHa NPOHCXOIHT
npu nmaauyma B peakuuonHoi cpege ATP, CTP, UTP co ckopocteio Ha
yeTbIpe MopsiAKa Huxe, yeM B nmpHcyrtersun GTP [9].

Takum ofpasoM, nns HHTpoHa mnpe-pPHK TeTpaxuMeHbl peakuuu
MOXKHO Pa3jeJNUTb Ha TPH THIA: TPAHCITePU(PHKAUHA TYAUOSHHOM, TPAHC-
sTepupHKauust UHTHAKA(3'—5')ypuauHoM H cadrcneunpHuecKHit THAPO-
aus [11].

HccaenoBailuss BO3MOXKHBIX BTOPHUHBIX CTPYKTYD HHTPOHA MOKa@3blBa-
I0T, YTO BCE PEAKIHH CIIaiiCHHra MOTYT HMETh MECTO B BeChbMa NOoZOOHOM

»
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Puc. 5. Mozenb peakuuit NHMKIM3AUUA H ,
ruaponuza uurpona npe-pPHK rerpaxume- 56
e [8]: 7 — ocHOBHAsA peaKuHsl IHKJM3a-
IHH; 2 — MUHOPHBIE DEakuUHH LHKJIH3aLHy;
3 — OTKpHITHE HMHTPOHa camTcrenudnyec- . .
KHM THAPOJIH30M,  BOCCTAaHaBJMBAIOIIHM 5mer NI
3‘-konuesoit mykneopun (G-OH); 4-— pe- @ \\ r
aukauzanust L-15 PHK no BropHuHOMY acodouy )
MecTy LHMKJIH3aUMK; & — cafiTcmennbudec- GpACCUpULG GpUice
KM FHAPOJH3 MaJOro KOJbIla HHTPOHA civs

Fig. 5. Model for the Tefrahymena intron

rRNA cyclization and hydrolysis reacti-

ons [8]: I — predominant cyclization re- l
action; 2—minor cyclization reactions; 10 ~|@) @ 4.0
3 —reopening of the intron by site-spe- L AL it (
cific hydrolysis, which reestablishes the 0

3’-terminal nucleophile (G-OH); 4 — re- PACCYPUYS | pULG
cyclization of the L-15 RNA to the secon- -

dary cyclization site;  5— site-specific Con Lﬁ/ Gom UL-’(‘:W
hydrolysis of smaller circle. N~ Ml

CTPYKTYpHOM KOHTeKcTe [15]. B KaxaoM ciayyae peakuusi NPOHCXOAMT
MexK/y ORHOH HHUTBIO KODPOTKOTO yuacTKa asyxuenoueydoii PHK wu ocrar-
KOM TYallO3HHA, KOTOPBHIH MOXKeT OHITh CBOOOAHHIM JHGO HAXOAMTbCH Ha
3’-xoune uenu. ITogobue cyBeTpaToB IS STHX DEAKUHiT NOATBEPXKIaeT
NpeAnoJoXKeHHe O TOM, 4YTO BeCh IpOleCce CIJaiCHHTa KaTaJlH3HPYercs
OAHOH (epMeHTATHBHOH aKTHBHOCThIO. Ecan cyGerpat o6o3Haued JOKalb-
HOH TNOCJEN0BaTeJbHOCTLIO M CTPYKTYpPOH, a He CTPYKTYPHPOBAHHOCTHIO
BCEro MHTPOHA, (hepMEHT JOJIKEeH KaTaJHu3UPOBAThL PeaKLUHuI0 Ha A0GaBieH-
HOW B PeaKLHOHHYIO cMech 3K3oreHHoi PHK.

HeACTBATENbHO, B 3KCIIEPHMEHTe GBII0 0GHAPYIKEHO, UTO AP0 MHTPOHA
npe-pPHK rterpaxumerrl, KoTopoe CONEpPIKMT KOHCEPBATHBHHE YUYacTKH P,
Q, R u S no [12], Ho He comepXUT (JAHKUDPYIOIIUX BTOPHUHHIX CTPYKTYP,
o6aajnaeT TpaHcITepHOUIUpPYIOMEH aKTHBHOCTLIO. Heo6XonuMocTs B MOBHI-
INeHHH KoHueHTpauun Mg++ no 20—40 MM MoXeT oTpaxarbh pasJIHYUA
MEXJAY BHYTDHUMOJIEKYJAPHOH peaKilned HHTAKTHOTO HHTPOHA H MEXMO-
JIEKYyJsIDHOH peakuHed, TpeOyloulefi TeCHOTO B3aHMOAEHCTBHS MOJEKYJIH
(pepMenTa H OTAENTEHHOTO OT Hero cybcrparta. BERICOKHE TeMIlepartypHBIA
ontumMyM peaknuu (58 °C) npH OTHOCHTENBIO KOPOTKHX ABYXIENOYEYHBIX
yuacTKax cyGcTpaTa H KOPOTKHX CHapeHHBIX paioHaX Kopa camoro tep-
MeHTa MOXeT OblTb OGBSCHEH TeM, YTO CTPyKTypa (bepMeHTa CcTaGuau3H-
pyercs MHOXeCTBEHIBIMH TPETHYHBIMH B32HMOAEHCTBHSIMH W 4TO (epMeHT
B CBOIO OYepeib cTaGHIM3HPYeT CTPYKTYPY cyberparta [15].

AyToxaTalHTHYeCcKOe YyJaaJdexHHe MHHTPOHOB -k #
2-i rpynn Okxasajoch, 4To camocmaalicuar xapakteped ansa PHK, co-
AeprKamlMX HHTPOHEl 1-H IpPynnel, K KOTODBIM OTHOCSATCS HITPOHBI Ipe-
pPHK Terpaxumen n ¢usapyma, npe-pPHK u nekoropnx npe-mPHK uus-
iuxx rpubos, Hekotopwlx mpe-TPHK nmactua pacrennii [12—14, 16]. Dtn
NoCJeA0BATENbHOCTH HMEIOT XapaKTepHYIO AJAs Bcel TPYINBl TPETHYHYIO

e
\-\CC‘:CZ By
A

«

g

E\

PSERES

3
1

o

N

x
™
<
Y

ove

BHOIMOJMUMEPEI M KJIETKA— 1988.— T. 4, Ne 2 2% 63



CTPYKTYPY, BO MIIOrOM OGYCJOBJEHHYI0 KODOTKHMH, BeChMa KOHCEPBATHB-
HBIMH BIYTPENIIMMH yuacTKaMu (pHuc. 2). B skcnepumentax c¢ o6paborkoil
HHTePKATUPYIOUMMH KpacuTeasiMu [17], HCOJAb30BAHHEM OJNHIOHYKJIEOTHA-
Horo myrarenesa (uHT. no [11]) u BBeAenueM OJAHHOYHBIX MyTaluil [18—
20] ymamoch noxkasaTb, YTO KOHCEPBATHBHBIE BHYTDEHHHE ClapHUBaIOIIHECs
yuactka A-B, 9L-2 o6pasyloT LeHTpa/dbHOE SAPO YAaCTH CTPYKTYPHI, HE
yYacTByWoLled B COJNHMKEHHH CaNTOB CIVIAHCHHIA, HO OTBeYalLleH 3a tdep-
MEHTATHBHYX AKTHBHOCTL.

WutpoHnl 1-fi rpynnmel O6HApy:XHBAIOTCS NOCJE BBINEMJIEHHS KaK B
auMuedHol, Tax M KoJbleBod (opmax. JInHeliHBle CTPYKTYPH 3THX HHTPOHOB
UMeloT Ha 5'-KOHLle He KOLHPYIOUIUiics B reHOMe OCTATOK IVaHO3HHAa, KO-
TOpBbLA OTWIEIVISIeTCs MPH NpeBpalleHHH JHHEHHOH (OpPpMBI HHTPOUA B IHK-
anueckyro [21]. Jas HeKOTOPHIX M3 HHX (B YacTHOCTH, HHTpoHa npe-pPHK,
Tpetbero M nsAToro HITpoHOB npe-MPHK uLHTOXpOM ¢-OKCHAA3Bl MUTOXOH-
Apuit apoxxkeil [22], nepsoro uaTpona mpe-MPHK muroxpoma b Heiipo-
cnopsl [23]) mokasaHa CnocoOHOCTb K CaMOCIIAaHCHHTY B IpoBGHpKe.

HMmeer u mecro camocmnaiicunr PHK in vivo? Ckopee Bcero, umeer.
OaHaxko CKopoCTh peaKUUuit NpHMMepHO Ha ABa NOPSAAKA BhHILUE, YeM in vitro,
NO-BHAMMOMY, 3a cueT chneuudHyeckux O€JKOB, KOTOpble MOrYT cTabuiH-
3MpoBaTh TPeTHUHYI cTpPYKTYpy PHK, 6aaronpusTcTBys TOYIIOCTH H BHI-
COKOlt ckopocTH cnaaificuura [24]. Takue peaklUUH MOLYT IIPOHCXOAHTH
KaK B 3YKapHOTHUYECKHX, TaK M INPOKapHOTHUYECKHMX OpraHu3Max, HecMOTps
Ha BO3MOXHOe InpucyTcTBHe pubocoMm Ha ucxoawoit PHK. Tak, Korpa us-
Tpon rena pPHK TeTpaxuMeHB BCTPOWIH B ren B-rajnakTosugasel E. coli
H B cocTaBe peKOMOHHMAHTHON MIa3MHABl BBEJH B KHIIEYHYIO NMaJOUYKY, OII
ynansasicss npu cnnaficuire MPHK co ckopocrteio, A0CTaTOuHOH A ompe-
Jejeliust akTUBHOCTH (YHKUIHOHAJALHOH P-ranaktozupass [20].

BosmoxkHOCTh caMocmiaicHira y MOpOKapHOT oOHapyXkeHa He TOJIbKO
Ha MojaeabuoM oObekrte. EnHuCTBENNBI HHTPOH reHa THUMHUIUJAATCUHTA3LI
thara T4 KuwewyHO¥M nasOUKM YyAajdsieTcss ayTOKaTaJHTHUeCKH Kak in viiro
TaK M [N vivo B NPHCYTCTBHH HOHOB Mg+t 4 I'yaHO3HHOBOro Kogakropa.
Ou ofHapyxKHBaeTCss B JUHEHHOH H KOJAbLeBOH (POPMax U COZEPKHUT KOH-
cepBATHBHBIE YUYaCTKH, Xapakrteplible AJsi HHTPOHOB 1-ii rpynnsel [25, 26].
Bo3MOXKHO, YTO HHTPOH e€Hie OAUOr0 Mo3anyHoro reHa ¢ara T4 (rena
pubonykaeoTuapeaykrassl [27]) TakKe BBHIIEIVISETCS ayTOKATAJTHTHUECKH.

A Kax e HHTPOHBl 2-fi rpynnel? DTH HHTPOHB! BCTPEYaroTcsl B Opra-
HeJMJIaX Pelke, YeM HHTPOHH 1-§ rpynmnbl. 3'-KOHLEBEIE NOCAEeA0OBAaTENbHOCTH
3THX HHTPOHOB 00/1aAa0T 3HAUHTEJNbHOH TOMOJIOTHEH, a Ha 57-KoHILaX OHH
uMelor obmmii MotuB GuAGcUYG. B npoTHROMONIOXHOCT: HHTpPOHAM 1-H
rpynmbl  37ech HeT HHKAKHX KOHCepBATHBHBIX IOCJEJA0BATENbHOCTEH BO
BHYTpeHHHX yuacTkax. OIZHAKO OHH TaKk¥Ke MOTYT, NO-BUAHMOMY, AaBaTb
PSAA NOAOOHBLIX CHApPUBAHUE OCHOBAHHI, KOTOPHIE MOTYT CJAYXHTb KOPOBOH
4acThio (DYHKUHOHANBHOK BTOpHYHOH cTpyKTypH [12, 13, 28, 29]. HMurpo-
Hbl 2-# Tpynmel ofHapyXKUBAIOTCS B KOJbLeBOH (OpMe, HO B IPOTHBOIO-
TOKHOCTh MHTpOHam l-H rpynnbkl OHH He MOTYT OBIThb MOJIOCTHIO CUHTAIDI
ofpaTtioi TpaHCKpHNTA30i BBHAY 06pasoBaHHA J1acCOMoA0GHOH CTPYKTY-
pe [30, 31].

Tem lie MeHee II€KOTOPble MHTPOHBL 3TOH TIpynmel (HHTpolr aldc npe-
MPHK cy6rmenununnt [ uutoxpom c-okcunassl [30, 31], urtpon b/I mpe-
MPHK anouutoxpoma b [32] MHTOXOHADHI APOXK>Kei) MOTYT BBILEIIATh-
¢ ayToKaTaduTHyeckKH in vifro. OcTalolluecs NOcJde 3TOr0 3K30HbI MOABEP-
raroTCsl NPaBHJBHOMY JHTHpOBaHHIO. B ornnume oT MHETpOHOB l-d Cpymnmbl
CITABCHHT HHTPOHOB 2-# IPYMIBl He 3aBHCUT OT rYaHO3HHA.

HecmoTpsa 11a HEKOTOpble PAa3JjIMYHs, BBHIABJASETCH OOLUHOCTb MEXaHHA-
MOB OGOMX THMIIOB caMocliaifichura HuTpoHoB 1-ii m 2-i rpynn. OGmee
yucao dochoansGUpHEIX CBsI3ell KOHCEPBATHBHO B O0EHX peaKUHUsX, H OHH
He TPe6yIOT SK30T€HHOrO MCTOYHHKA SHEPrHd AJs 0OpasoBaHHs NPOAYKTOB
auruposands. Hykaeorunausifi xopaxrtop, HeoOXONHUMBIA Ajst 1-ii rpynmbl
MHTPOHOB, CJAYKHT B KadecTBe aKIENTOpa B HAUaJbHOH PEaKUHH TpaHcare-
pudukauuu. KpuTHYeCKHH acmeKT ero CTPYKTYpbl — OCHOBaHHE, a TaKxke
3’- u 2/-runpokcuns pubo3pl, a B 5'-MO3UIHMHM MOTYT HAXOAWTBCsH Kak
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¢pochar, Tak ¥ rugpokena [33, 34]. Hus uutpoios 2-ii rpynnsl aHaJOTHS
MOxKeT OBITL B HCIOJNB30BAHHH B KAYeCTBE aKUENTOpa 2'-THAPOKCHIA COOT-
BeTCTBYIOUIEro HYKJeOTHAA Yy 3'-KOHLA HUTPOHHOH NOCJAEN0BATCALHOCTH
[30]. DTa Moaens mpeanosaraer, uro (ocdar d'-caiita cnnaiicuHra cra-
HoBuTCsl 2’5 -pocdoauadupom u urto docdar npucoeIHHSIOMIEFOCT 3K30-
Ha HMMeeT NPOHCXOXKAeHHe H3 3'-cafita cmaaiicuura, Takum obpasoM, aBe
dochonnsdupible CBA3H Ha HHTPOH-3K30HHBIX I'PAHHIAX 3AMCILAKTCSA ABY-
Ms HOBBIMHM ¥, 3HAYHT, PeakUus AOJKHA OBITh H303HEPTeTHUYECKOi.

Ayroxkartanus npu cnaaficuHre ssgepunx upe-mPHK.
Konceppauus KoHLEeBBIX IOCJef0BaTeNbHOCTEH H 0Opa3oBanke Jaccononot-
HBEIX CTPYKTYpP MOCJe BBILIENJeHHS POAHST HHTPOHHl OpraHessa 2-ff rpynmel
¢ uHTpoHamn sgepHEx npe-MPHK. Koncencycunble nocnenoBaTenbHOCTH
5-KOHUOB y HHUX noaobubl: 5" .. GUAGAG B sgepubix npe-mPHK [34] u
5" ... GuAGcYG y unTponos 2-it rpynnel [35]. OGpasosanue Jacco B siaep-
HBIX HHTpPOHAX JApOMXIKeH BKJAOUaer 5 G-ocTaToK HHTPOHA H A-0CTaToK
KoticeHcycHolt mnocaenosatensioctH UACUAAC, pasmelienHoH Bnepeau
3’-cafita cnaaficunra [36]. B cayyuae MHTOXOIADHAJBHBIX HITPOHOB 00pa-
30Ballde Jacco Takxke sKawyaer 5 G-ocrarok onunronvkiaeotuna UACUAAC
B TOM K€ TIOJIOKeHHMH N[O OTHOomIenHio X 3'-cafity cmiaificuHra [33].

XoTst B OTJIIMYHE OT HHTPOHOB I-fi B 2-fi rpynn HHTPOHBl sAepPHBIX
npe-MPHK He HUMeOT aKTHBHOCTH AJS CaMOCIIAWCHHTA in Uilro U RIS HX
yAajneHHs HeoOXoAHMO 06pa3oBaHHe KOMIJIEKCa, BKJIOUAIOUIEro Tpalcaei-
crBylomne (pakTopEl, MOXKHO XYyMaTh, YTO BBILENJSIONIMECT HHTPOHBI, yua-
CTBYIOLIHE B peaKUHH caMocIvaficHira, npeacrabisgior coboit Gosee cra-
pPHIA THIN, COXPDAaHHBIIHHCS B OopraHuaMax. SlzepHble ke HHTPOHBI MOAHOH-
IUpPOBaJHCh TAaKHM 06pasoM, YTO HX BHIIEMJNEHHe Tenepb 3aBHCHT OT
TpaHcaeficTByomux daxropos [37].

TakuMm o6pa3oM, HHTPOHBL 2-H TPYNNBl OPTaHeNJ MOTYT OBITb KaK OB
NEePEXOAHBIM 3TANOM OT YYacTBYIOHIHX B PEaKUMH CaMOCIJIafiCHHra HHTPO-
1108 K uHTpoHam sinepHbelx mnpe-MPHK. [eficTBHTenpHO, peakUUH caMo-
CIJIAfiCHHTA B MHUTOXOHIAPHSIX in vilro NPOTEKAIOT Me[JietHeHd H NPHBOIST
K BBIIIEILICIHIC TOJBKO MaJ0H GpakUHH HHTPOHOB, B TO BpeMsi Kak
BBILIEMJIENINE HX {7 Uiv0 NPOUCXOJHT OLICTPO W NojHOCTLIO. ITo-BHAHMOMY,
H 3Jechb KaKHe-TO TpaHcAeHCTBYOUlHe (PAaKTOPBl MOTYT NPHHMMATh yyacTHe
B chjlaficuure: silepHble MyTaUHH KOMIEHCHDYIOT MyTaUHH B NOCJAEL0Ba-
TCALHOCTH MHTPOHA; HHTPOHBl COREPXKAT OTKPbITHle PaMKH CUHTHIBANHS,
SKCNPECCHSI KOTOPBIX fBJASIETCH NPEPEKBH3UTOM JJIS BHILUIEIUIENHS COOTBET-
crByloltero Hurtpona [16, 36]. [duas HHTpPoHOB 1-H TPVINB HeHPOCHOPLI
BoOOUIe MOKA3aHO, YTO XOTS HX VAaJeHHe NPOHCXOAHT € NOMOLIBIO TeX XKe
peakuuii TpaHC3ITepU(PUKALMHU, in Vilr0 OHO HEBO3MOXKHO B OTCYTCTBIE
cneudpHUeCKUX PHOOHYKJICONPOTEHANBIX YAaCTHL, MHAH COOTBETCTBYIOUIHX
pacTBopuMbIX Gpakuuit 6enka [38].

Cnnaiicunr MPHK B siipe Takke MoxeT HATH myTeM TpaHcyrepudH-
kauuu [34]. 3aBucumoctb 31UX peakunit or ATP moxer ObITh 00yCJIOB-
JieHa TeM, uTO HeoOXOoNHMa NONOJHHTENbHAs SHEPTHs Ha KaKOM-TO 3Tale
c6opkH puboHyYKJeonpoTena, Ho He npu auruposanun PHK [38]. Karaaus
NPH 3TOM MOXKET OCYLIeCTBASITBCH in trans Monaekynamu uaPHK [39].
Beakosrie kommonentsl raPHIT u waPHII moryr urpath cTpyKTypupYIO-
LIYI0 POJib, aHAJOTHUYNYIO TOH, KOTOpas npeanosaranacbh Aas MHTOXOH-
ApHAJbHBIX MaTIOpas.

HedictBurenbHo, Kak otMmevaer Yek [40], cmuradicaur pPHK » MPHK,
COmEepKaUuX HHTPOHH 1-ii rpynnm, u cmaaiicuir MPHK B sapax K/aeTok
BLICUIHX Opraiu3MOB HMEIOT MHOTO obmmero. O6a sBAAIOTCS ABYXITAINHBIMH
MeXaluaMaMH: cHayaja MPOHCXOAUT pacliemyiedde B 5'-cafiTe cnnaficHHTa,
3ateM pacilenerne B 3'-cafte. Ilpu sToM 06pasylorcss TOJbLKO NPOAYKTHI
¢ 5’-dbochartubiM ¥ 3'-THIPOKCHILHBIM KOHLaMH. B 060HX cayyasix Kax-
AbIH M3 ABYX 3TamoB BKJOYaeT KaK pacLleNJieHHe, TaK H JHTCHpPOBaHHe,
YTO He TNPHBOMHT K H3MeHeHHI0 uHcaa ochoansdupubix cpszei. Xors
BTOpHE CTaA¥d B OOeHX cCHCTeMaX, NMO-BHAHMOMY, HOJHOCTbIO H/IeHTHYHEI,
nepBHIH Tan NMPH BHILUIEMJEHHUH HHTPOHOB I-H Ipynnbl BKJAOYAeT HYKJIEO-
bunpaylo ataky 3'-THAPOKCHJIOM TIyaHO3HHOBOTO HYKJEOTHAA, NPHBSI3dH-
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Puc. 6. IlpeanosnaracMulii MexaHuaM ruapoJusa npeautecTBeHHHka TPHK pulonyk/iensHoBEIM
kommonentom (M1 PHK) PHKasm P [51]. Peaknus xaTaiM3upyeTcs KOMIJAEKCOM Mg —
H;O, nsnavanpno npucoesnneHHHM K docpary M1 PHK. Mg++ dopmanpHo noxasar Kak
TeKCaKOODAMHATHBIHA, HO MOXKeT OBIThb TAKXKE TETPAKOOPAHHATHBIM, KAaK YKa3aHO B CKOOKax
OKOJIO JBYX 3KBaTOPHaJbHBIX BONHBIX JIHraHZOB. B BepXHell yacTH PHCYHKa MOJeKyJa BOXBI
M3 DacTBOPa, KOTOpPas NPHMET YYacTHe B FHADPOJIH3e, OPHEHTHPOBaHA BOXOPONNON CBH3BIO
ra atomnl O umn N B M1 PHK. B cpeanelt u HuxHell yacTsaXx pucYHKA cy6crpar (npeatue-
crBeHnnk TPHK) cBasan Mosexkysoi Boawl, npHcoepunennoit k M1 PHK, u mpoxonut uepes
IPOMEXYTOUHOE COCTOSIHHe Teped OTIIENJIEHHEM &JULIHEro» OJHTOHYKJEOTHAA H A0GaBJeHH-
eM OH k ero Ob’-xonuesomy dochary. ITocne yxa3aHHBIX 3TancB peaKlHH 06pa3oBaHue
MOJIEKYJI0{{ BOJBl PACTBOPHTEJSI CBSI3H MEXAY OCEBBIMH JHraHfzamu Mg++ BricBoGoxkaaer
(EPMeHT /1.1 CJeIVIOUIero LHKJa

Fig. 6. Proposed mechanism of tRNA precursor hydrolysis by M1 RNA of RNAse P [51].
The reaction is catalyzed by the Mg-H,O complex that is initially bound to a phosphate
of M1 RNA. Mg?+ is [ormally shown as hexacoordinated, but may be also tetracoordina-
ted as indicated by the parentheses around the two equatorial water ligands. In the top
panel a water molecule from the solvent that will participate in hydrolysis is positioned
by a hydrogen bond to an O or N atom in M1 RNA. In the middle and bottom panels the
tRNA precursor substrate is bound by the molecule attached to M1 RNA and passes
through a transition state prior to cleavage of the «extra» oligonucleotide and addition
of OH to its O5’-terminal phosphate. After the reaction steps shown here, a solvent
water chain belween {he axial ligands of Mg?+ releases the enzyme for the next cycle
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Horo K PHK, Toraa kak nepeas cTamus npu cmiaiicuure sigepublx MPHK
3aKJal0YyaeTcsl B HYKJAEO(QUIbHOH aTake 2°-THAPOKCHJIOM HYKJIEOTHZA BHYT-
pu nenu PHK ans o6pasoBanus Jilacco, 4TO 4YpE3BHIYAHHO HAMOMUHAET
NepBBI 5Tan NPH BBILIENVIEHHH HHTPOHOB 2-i rpymnbl. O6GHapyxKeHHe Ha-
pPALY C KOJbLUEBHIMH (opMaMu JacCONOZOOGHHIX (OPM INpPH BHILENIEHUH
0ZHOro M Toro xke HHTpoHa (nmpe-pPHK muroxonapuit apoxkxefl), xapak-
TEPHOTO NpeACTaBUTeNs 1-H IPYMNEH], YKasblBaeT Ha BO3MOMKHOCTb NpPOTEKa-
HHMS ABYX THIIOB DeaKUMH TpaucaTepu(pUKaLMH AJAS OXHOM M TOH XKe CTPYK-
typel PHK: cnnaficuar ¢ go6GasieHdeM ryaHo3uHa 4 o6pasoBaHHeM Jacco.
TakuM 06pa3oM, BO3MOKHO, UTO peakuuu cmiaicuura scex PHK, 3a uckaio-
yeHueM pazBe TOJbKO HeKOoTophlX TPHK, 5BOMIOUHOHHO DOACTBEIIHBI MEXK-
Ay coGoi.

Yuacrue pu6o3uMMOB B ADPYTHX peaKuUHsx mnpouec-
cunra PHK. IIpakTuueckd OJHOBDEMEHHO C OTKPBITHEM CAMOCILIAHCHHTA
pPHK TeTpaxumenw rpynnoit coTpyAHHKOB Bo riaBe ¢ CuaHeem AnbTMa-
HoM B HMenbckoM yH-Te GbliiM o6Hapy:KeHhl Katadutiueckue csoiictsa PHK-
KOMIOHeHTa puOoHyKaeasn P.

In vivo 3TOT (QepMeHT cnoco6CTBYeT CO3peBaHHIO 5'-KOHLA MOJEKYJa
TPHK, pacuennsis cesasp P—03’ ¢ o6pazosanuem 5’ -pocdarnoro u 3'-rua-
POKCHJIBHOI'O KOHIOB, ¥ BCeX A0 CHX INOD HCCJAEJOBAHHEIX OPraHH3MOB
3TOT (hepMEeHT COCTOHT H3 JBYX cyObemHHHull, oaHa u3 xotopux PHK, npy-
rass — GesioK, U 06e HeoGXOLMMBI MM aKTHBHOCTH in vivo [41, 42].

Beaxorniit xomnouneur PHKaswt P (fenox C5) ounmawt adpdunboh
xpoMmartorpagueii na uMmoGuaunsosannoM PHK-komnouenrte [43]. AxTuB-
Hass PHKaza P MoxeT ObITe PEeKOHCTPYHDOBaHa H3 COOTBETCTBYIOIIHX 6eJ-
koB u PHKoBux koMmnoneHToB E. coli n kaetok Hela [44] WIH KaeToK
Bacillus subtilis [45].

Oxkasanocs, ytro PHK-komnorenr (M1 PHK) PHKasm P E. coli
[46] u apyrux MuKpoopraruamoB [47, 48] nmpH HEKOTODHX YCJIOBHAX MO-
JKeT caM 1o ceGe NpOSIBASITL KaTAJHTHUECKYIO aKTHBHOCTb [44, 45]. ¥ km-
weunoéf nanouku ata M1 PHK coctout uz 377 HYKJIEOTHAOB H COAEPKHUT
AKTHBHHIA LEHTP B obsactu 5 -kouua. Yaaneuue 120 HyKJAOTHIOB ¢ 3'-KOH-
Ia MHrHOUPOBAJO He NOJHOCTBIO, a yaajeHHe 70 HYKJIeOTHHOB ¢ 5'-KoHIa
TTOJIHOCTBIO MHTHOHPOBAJIO aKTHBIOCTb, O0a KOHIA HY3KHBI M/ COXpaHeHHs
nosHo#i aktuHocTH [49]. Bosee TouHOe KapTHpOBaHHE aKTHBHOIO HEHTpa
3aTpyLHEHO, TaK Kak, MO-BHIHMOMY, B ero (OPMHDOBAHMH NPHHHMAIOT
yuacTHe pasHble padOHbl MOJIEKYJIHI.

Peaxkuusi cusnbHo 3aBHCHT oT cTpykTtypel PHK u npucyrcTBust ABYX-
BaJeHTHBIX KaTHoHOB (Mg++ unu Mnt+), npu stoMm He Tpebyercst AOMOJ-
HHTEJbLHON SHEPTHH BCJAEACTBUE THAPOJNH3A HyKJAeo3uATpHpocdarta u B pe-
3yaprare o6paszyercss NpoAYKT ¢ 3'-THAPOKCHABHEIM H 5'-ocaTHEIM KOH-
HaAMH, YeM 1IanOMHHAeT peaKUHH HHTPoHOB l-# rpynnbl.. OzHako Moxudu-
Kauuu 3'-THApOKCHJa He OKasblBAlOT BJMsSHMS Ha akruBHocTh [50, 517,
yro oTiauyaer peakuuy M| PHK or peaknuii uatponos l-ii rpynnbl, Tpe-
Oyrowunx Haauuus 3'-ruapokcuna PHKopo# uenu uam 3’-ruapoxcuna cgo-
60nHOH MOJIeKYJbl 'yadHO3HHA.

OO6BIYHO peaklHH, BKJAKUAKIOUIHE aTaKy THAPOKCHJIOM 3¢hupos octop-
HOH KHCJIOTBHI, KaTaJH3HpyloTcsa OGenkaMu. DOKOBLIE LemH aMHHOKHCJIOTHBIX
OCTATKOB MOTYT OCYINECTBJSTb MeXaHH3M oGMeHa NPOTOHA, UTO NPHBOAUT
K aKTHBALHH MOJIEKYJH BOABI U CHOCOGCTBYET aTaKe 3TepHUHIHPOBAHHOrO
dochara. MoxHo npeanosoxkutTs, yro npe-TPHK ceasniBaercs ¢ PHKoBEM
xoMmoHenToM PHKasm P Hanogo6Gue Toro, Kax cBs3piBaeTcd cy6erpar
¢ MOBEPXHOCTHIO GesKa M YTO HEKOTOpble TPYNNbl HYKJIEHHOBOH KHCJIOTHI
MOTYT BJHSTH Ha HYKJIeO(HABHOCTb BOAW (pHc. 6). I'mapaTHpoBaHHHIM
Mg++ — KoopAMHATHBEIH  KOMIJIEKC — NpPEACTaBAsSeT  IPUBJIEKATEeNbHYIO
reomeTpuio A peakuuu, Ilpeanosnaraercsi, 4TO TeKCAaKOOPAMHATHBHIR HOH
Mg++ npucoepuHsercss K KaraiutHueckoMy caiity Ha M1 PHK u uro
FHAPOKCH/IBLHBIN JHranj Hona maruus [Mg(OH,)sOHJ* nmefictByer xax oG-
ljee OCHOBaHHe HPH YCKOPeHHH ruipoausa cyGerpatuoin PHK [51].

PHKogasi cy6begununa PHKasst oTBeyaeT BceM KDHTEDHAM MNOHATHS
«(pepMeHT»: 1) yBeJMUHBAeT CKODOCTb DPEaKLHH CO CHHIKCHHEM 3SHEPTHU
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aKTHBAIlUH; 2) HMeEeT BHICOKYIO CNeHH(dHUHOCTb IO OTHOIIEHHIO K cyOcTpa-
Ty H o0pasylouleMycs NPOAYKTY; 3) He TNOBpexJaeTcss B peakKLHuH, T. €.
OlHa MOJIEKYJIa MOXeT KaTaJU3HPOBATh peaklHI0 MHOTHX MOJeKyJa cyo-
ctpata: M1 PHK?==M1 PHK (1); M1 PHK+4npe-tPHK=[M] PHK*—
npe-TPHK] — M1 PHK4-nponyxr (2).

Matpournas PHK TeTpaXxuMedbH —HCTHHHBEH ¢ep-
M e HT. Okaszanocb, 4TO BCe BhHIIIeNePEUUCHCHHble TPpeGOBAHHS K «HCTHH-
HOMY» (epMeHTY YIOBJETBOPSIOT CBOHCTBA YKOpOueHHOH Ha 19 HyKJeo-
THAOB GQOpPMBl HHTPOHA, BHIlemyaeHHoro us npe-pPHK rterpaxumenm [7].

XoTd, KaK ObIO ONMCAHO BHILIE, CBEPHYTAs CTPYKTypa MOJEKYJH NpH
camocmiakicudare pPHK TerpaxuMeHel 06ycC/a0BJAHBAaeT BBHICOKOCHEUHUPHYE-

Prc, 7. MexaHusM mOJHMEpH3aUUH LUHTHIH.IO-

- -
o bor T BOi KHCJIOTHl DHBO3HMOM — L-19-dparmedtom
RRERRA -5 urTpona npe-pPHK Tterpaxumenst [52]. Cau
pubosum (/) mnoOKAasaH ¢ <«OJHFONHPHMHIHHO-

56‘1 BEIM» MecToM cBAsbiBaHHS  (RRRRRR —
() WecTb NYPHHOB) OKOJO €ro 5'-Komlta H rya-
ceoeey HO3HHOM B nojoxelnn 414 (Ga4) coO cBoGOI-
RRRRAR -~ geiM - 37-ryapokcuaom. Croxknrast cBepHyTast

CTPYKTYpPa KOpa INpejcTaBjieHa KDPHBOH JIHHH-
e

Fig. 7. Proposed mechanism of polymerization of cytidilic acid by a real ribozyme, the
L-19 fragment of Tetrahymena pre-rRNA intron [52]. The ribozyme (I} is shown with
the «oligopyrimidine» binding site (RRRRRR, 6 purines) near its 5'-end and guanosi-
ne-414 (Ga4) with a free 3--hydroxyl group

CKHe HHTPaMOJIeKyJAdapHBEIE peakUHH paclieleHHs — JHTHPOBAHHS, HAMHO-
ro HX yckopsd, H, KpOMe TOro, o6ycJIOBJMBaeT CepUH peakKUHH CIiaaliCcHHra,
DUKJH3AUUH, Da3pblBa M CHOBA IMKJH3aLHH, IOKA3LIBAs, YTO AKTHBHHH
HEHTP COXpaHsieTcsl B KaXKAOH peaklUH, TeM He MeHee NPH 3TOM IpoLecce
npe-pPHK He coxpaHsiercs B akTHBHO# (opMe, T. €. He MOXKET CUHTATHCH
HCTHHHBIM (epMEeHTOM.

[Tocne camocniaficuara pPHK TeTpaxumeH:l BHIIeNJIEHHBIH HHTPOH
noapepraerca uenoi cepun PHK-omocpeloBaHHBEIX peaklUUi LMKJIH3ALMH
U cafiTcrenu(pHYecKOro TUAPOJIH3a, KOHEYHBIM INPOXYKTOM KOTODBIX SBJIS-
eTcst MuHeliHas moJaekyjaa PHK, npencrasasiomas co60H yKOpPOUeHHBIH Ha
19 HykJeoTHAOB BHIIeNJAeHHB HHTpOH {L-19). ITocKoJbKY Aajee peakuHH
C 3THM IPOAYKTOM He MPOLOJKAMUCh, OBLIO BBICKA3aHO IPEAIOJOXKEHHE,
YTO BCEe NOTEHUHAJbHO DeaKUHOHHHe CAHTH Ha MOJeKyJe, KOTOphle MOLYT
6LITh AOCTHTHYTH €€ aKTHBHBIM LEeHTPOM (KaK HHTPaMOJIEKYJSpPHBIA CyO-
cTpart), Yyxe ypaness. Jo6aBneHHeM pasiHYHHX cy6cTpaTtoB K TaKOH
PHK 6nuio mokasano, 4ro oOHa crnoco0Ha KaTaJH3HUPOBATb paclienyieHHe
H TNpHUCOELUHEHHE PAa3/HYHBIX OJUTOHYKJIEOTHAHBIX CYGCTpPAToOB, B 4YacCTHO-
cTH, npespanias oauronykiaeotHy pCs (mau moboii pC.z=4) B moau(C)
¢ Km=42 MKkM u R.pt=2 mun—!, Peakuus crnenuduysa: uaer o4eHb IJIOXO
c onuro(dC) u coscem He uaeT ¢ oauro (A) uaun oauro (dG).

Ha puc. 7 nokasana cxema Ttakoit peaxuuu [52]. PHK (L-19) xara-
JIM3UPYET pacllenyieHHe W npucoeauHenHe oJauro(C) mocaegoBaTENbHO OT
IEePBOro 3Tama K YeTBEPTOMY. DH3UM IpHCOeNHHseT cy6cTpaT YOTCOH —
KpHKOBCKHMH CBsI3siMH ¢ 06pasoBaHHEM HEKOBAJICHTHOrO 3H3UM-cy6eTpat-
soro xoMmniekca (II). Hyxneodunsnas araka G4 NPUBOAHT K 00PA30BAHHUIO
KOBaJEHTHOr0 3H3UM-cyGcTpaTHOrO mnpomexyrouxoro coeaunenns (III).
Ecnu B kauwectse cyGerpata Hcnosabdyercst nentanykjgeoTHn Cs, Koa-
JIEHTHOE HNPOMEXVTOUHOE COeJHHEHHe HarpyxKaeTcsi OJAHHM HYKJIEOTHUIOM,
ecad cybetpat Ooubliedt AMHHBL, K 3'-KOHUY (G414 NPHCOEAMHHUTCS OJIHIO-
HYKJIEOTH .

Peaknuu TpancaTepupukauun oOparumbl. Ecau npoaykr C; BHOBb
NpUCOeAUHsIeTC K (DEPMEHTY, OH MOXKeT aTaKkoBaThcs (epMeHT-cyGCTpaT-
HHIM KOMIUIEKCOM, H TOTJa BHOBb BOCCTAHOBHTCSI NEPBOHAYAJbHEIA MaTe-
puan. B Hauane peakuun, ofHako, KoHHeHtpanuss Cs HaMHOTO BHIIUE, YeM
C4: ecau Cs npucoeavHsETCS W aTaKyeTCH 3THUM KOMIUIEKCOM, INOJYYaercs
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Cs u BoicBoOOxkaaeTcs pepment: 2Cs—>CeCy. Ob6pasylomiyecss npu sTom
NpoAYKTILL —.cy6cTpaTtel  ans  caeayiomux peakuui: Ce+Cs—~C7--C, n
C4+Cs—C3+Cs. OrcyreTBHE npoayKTOB < Cj3 00'bscHSETCH PE3KHM YMeHb-
ulerieM CBSA3bIBAlIUA C BUYTpeHHeH MaTpuued.

Taxkum o6pasom, PHK (L-19) Bener cebs xak (GepmenTt, obaagaiomui
tiykneorupuaTpancdepasuoil [nosnu (C)-nonumepasnoii| u pochoauscrepas-
1o (puboilyKJjea3Ho#) aKTHBIOCTSIMHU.

O6e ¢epmenTaTuBHble AKTHBIOCTH OBLIH ONHCAHBl NPH H3YUEHHH Ca-
mocnaadcnira. Tak, nykjaeotuiuntpaichepasnasi aKTHBHOCTb HCIONbL3YeT-
Cs5l NMpH LHKJAH3aUHH HHTPOHA M JMTHDOBAHHH 5K301I0B, a pUOOHYKJeasnas
peaxkuusi poiacTBelta calitcneuugpuyeckoMy ruaposausy uirpoutoi PHK.

KpoMe stux akTuBHOCTEH, VKOpouenueli na 19 HyKJIeOTHA0B HilTPOH
pPHK Tterpaxumenst o6nanaer tak:ke docdorpanchepasiioil ak THEIOCTDIO,
cneluduuHOl A 3°-KoHLIeBoro ¢ochara OJHUTOLHTHAMIOBOH KHCIOTH H
Apyrux onuronupumuinnoe. Qocdar npu 3TOM Jerko NepenocHTCs 1a oJH-
ronupuMuauHoBeil akientop. [lpu kucaelx suayeHuax pH on memneunno
nepernocuTcsl B BoAy, T. €. 3T1a PHK ofnanaer tak:Ke akKTUBHOCTbIO KHCJIOM
docdarassl [63]. Hannune pochorpancdepasnoit unu pocdaraznol akTus-
HocTefl lie HpealNoJiaranoch paliee, NOCKOJAbKY HHKaKux 3'-KOHIOB He 00-
pasyercss npu camocnaaicunre npe-pPHK, tak uto Tpefyemmulii cybBerpar
Jaxe li¢c MPHCYTCTBYeT BO BpeMsi OGHoJlorHuecKoH peakuud. Tpancdocdo-
pHJIHpOBallle OTJIHUAETCS OT APYTHX Karaiusupyemulx stoii PHK-mosneky-
Jofl peakuuil TeMm, 4To cy6CcTpaTOM CJaYKHT dochomonoaphup, a ne docdo-
ausdpup. Ilo-suauMomMy, HCCACI0BATENH TOJLKO 11aUHHAIOT MOIHUMATh, KakK
PHK xaranusupyer unepenoc ¢docgdara.

PHK-k atanusupyemasna penauxauus PHK. Peakuus o06-
pasosatust noaH(C) H3 OJMHIONYKJACOTHAOB, KaTalH3HPyeMas YKOpPOUYEHHBIM
untpouom 1pe-pPHK rterpaxumensl, xXoTd, 11a nepsbil B3rJAsA, H OTJAHYA-
ercsi oT cospementofi PHK-nosuMepaszHoii peakuuH, uMmeer ¢ ueii oblixe
NPHHLHNHAJbIIbIe YepThl [52].

1. Beicoxasi KOHCepBaTHBHOCTb B OTHoweHMH O—P-cBsizelt B cHCTeMe;
TONBKO PHOO3HM HCHOAb3yeT B KauecTBe cyberpara Cs Bmecro CTP., On
BJaoYaer eguHuuel pC B 3'-KoHel pacTylued UenH U BelcBoGoxpaeT Cg,
alnajJoruuno BbICBOOOXKAelnHIO nupodocdara B peaklUHH, KATAJIH3UPYyeMOH
PHK-rnonumepasofi.

2. ¥YanuHenue LUEeNH HMEET MNOJAPHOCTb 5'-+3’, BCE NPOAYKTH HMEIOT
3’-OH, xoBaaeliTible CBA3M — HCKJAWUHTENbIO 3" - 5 -dochoausdupHsle.

Onuro(C), ncnonbsylomuiica B KadecTse cyGerpara, ysnaercst (G)-6o-
raTo#i BUYTpellHedl NOCJAeZ0BaTeNLHOCTbIO, KOTOPAsl SBJSETCS 4YacTbly «TH-
JOBOH» TOC/AeOBaTeNLIOCTH HPH camocniakicuure., TakuM o6pasoMm, 3TOT
VU4aCTOK NPeACTABJSIET KAaK OBl «BHYTPEHIIOI MATPULY» NIPH NOJUMED H3ALUH
OJIUTOLUTHANIOBOK KHCJOTH. BBelsi MyTalHH B 3TY <«THAOBYIO» MOCJENO-
BaTeNbHOCTh, MOXKHO M3MEHHTh €€ CNEeUH(PHUYHOCTH JJIS HIBIX 5’-3K30HHBIX
nocneposaresnbHocreli [14]. C xpyrofi cTopoHH, Apyrde HHTpOHBL 1-i rpym-
NG Y311AIOT OYeHb pAa3JIHYalollHecsl NOCJeAOBATEIbHOCTH 5’ -3K30t0B, IMO-
CKOJIBKY HMMeIOT pazJiMuHble BHYTPEHHHE <«THAO0BHIE» MNOCJAEN0BaTEJIbHOCTH,
CaepoBaresbio, kKak ¥ PHK-nonumepazel, pu6o3uMBl HMEOT PpasiHullylo
cybeTpaTyio CNEeUHPHIHOCTD.

DddekruBHas coppeMenHasi PHK-noaumepasa, xpome cnocoGHOCTH
BKJIOYATHL BCE YeThlpe HYKJEOTHAA B PacCTYIUYIO IeNb, ROJXKHA HCHOJb30-
BaTh K30T€HNYI0 MaTPHLYy, T. €. KONHPOBATb LENH JNi060H JJIHHBEL H noce-
JoBRaTeabHocTH. Takasg cnocoGHOCTh nosaumepusoBats PHK no tuny mar-
PHUIIOTO CHIITE3a OCTaeTCsl NOoKa A pHOO3UMOB TOJNbKO NPELNOSOXKH-
TEJIbHOH.

BoaMorkiio, uto vKopoueHHBIH HHTPOH pubocoManbHoit PHK rterpaxu-
MeHBl OCTAaBJISET AaKTHBLOCTb, €CJH €ro BHYTPEHHsSs <«THIOBas» NOCJAeNO-
BaTeJbIOCTb OTJeJiena oT KaTaJUTHYecKoro yuyactka. Ecin 3ta BHYTpeHHSAS
HaNpaBJIAIOas NOCHeA0BATEAbEOCTL OYeHb TOYHO OpPHEHTHPOBaHA MO OF-
HOLIENHI0 K KPHTHYECKOH KOHCepBATHBHON MOCJIeLOBATeNbLHOCTH H 3’-rya-
HO3HHY, TO NOCJE €€ YRaJeHHS MOJEKYJa MOXKET COEeAMHSTBCS C HK30TEH-
1OH MaTpuuell ¢ o0pa3oBaHHEM AKTHBHOTO KOMILIEKCA,
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Ha puc. 8 mokasan npeamogaraeMblft mexanusm Matpuunoit PHK-no-
J¥Mepaslod peaklUdH, KaTaausHpyemoil pubosumom [52]. PuBosum supech
uMeeT nykaeotun N, npucoemunensnll K 3'-KoHueBoMy ryanosuny (I} u
HEKOBAJMECHTHO COCAHICH ¢ 2K30IeHHOH MaTpHiel, NOMelEeHHOH B MeCTO,
KOTOpoe OB6LIUHO 3aHATO BHYTpPeHHEN HaNpaBJsiioUed NOCJAeN0BaATEAbHOCTHIO
(II). Pnbo3uM CKOJBL3HT NO 3TOH MaTpuue JubO MOKET TO NPHCOENHIATH-
ca K liefl, 10 otcoelMHATLCs. Ecan B pactBope nmecerca Halop TeTpa- HIH
NeHTalyKJICOTHAOB CJAYYAHHOH NOCIEAOBATENbHOCTH, OIMII 13 IHX MOXKET
KOMIJIEMEIITAPIIO  CBASLIBATLC  C

Aonumepusayus Henpabrenue owudox . Y
MaTpulel, COeIUHEIHOH ¢ aAKTHBH-
/1 p 7 . poBaHHBIM HyKJeoTugoM N. C no-
Y A s MOUIBIO TPaCITEPHOUKAUKH NYK-
, JeOTH N INEPCMECTHTCH € 31I3HMA
J 5 na odaurouykaeorun (III). Ecawu
Mempuya, < Mampu- - p N
aampagm\ ga HenpagunH, 3To ocioBadue N chnapuBaercs ¢
sampcbra P COOTBETCTBYIOIUHMM OCHOBaHHCM Ma-
7 ~ » , Urad
7y G 1Y) 5'cuacuizﬂj TPHIBI, NPHCOEAMHAETCS  APYLOH
'G'IU(?{?!’/OH ) Y ' 3apszKellllbli pHGOBPlM, H 3JIOHTAa-
F' G CACCAY-ch TTIGEALEAL-Z-5 WdsT MenmH npojoarkaercs. Ecau

-

(@) N 6o ~ Sow) Puc, 8. TunoTeTHuecknii MexalmaM MaTpHy-
& - NP noit noaumcpusanuu PHK runorerHueckus

P BUGCYon ) pubosumox [52] (em. rTeker)
= GCACCAY-- GCACCA U--- Fig. 8. Hypothctical mechanisms of temp-
7 late-dependent RNA  polymerization by
Ecrull=p, Eomu WA, hypothetical ribozyme [52] (explanations.

NPOGLANEEINCH ucemns ¥ in the text)

CTapuBaliua He IIPOHCXOANT, TO mpafiMep GyaeT ouelh NJIOXOH arakylomel
IPYNNOH AJd Aaddbliedllel NMOJHMePH3allHH, 3aTO OYellb XOPOUIMM peareH-
TOM Ads1 3apaiku (epmenta mykiaeorniom N. Takum ofpasoMm, obpari-
MOCTb Mpouecca o0ccreulBaeT PaBHOBECHe H B TO JK€ BpeMsl TOYHOCTD
MaTpHUUIION NMOJHMEpPHU3aLHUH.

PubosuMB H BHPOHABH. Eme 7m0 OTKPBITHA SBJIEHHA CaMO-
cIlaficunra BBICKA3bIBAJHCH MPEANOJIONKEIHs 0 BO3MOXKIBIX tenH(opMallu-
OUITBIX  (YIKUUSIX BBILCIJCHIBIX HITPONHBIX nocieloBarteasiiocteil [54].
Brimenvienne B KodablieBol opMe 0COOEHHO HHTPHIYIOUIC, HOCKOJBKY MOK-
110 OzKIFATh NOBLILIelHst c¢rabuiblioctd Takod PHK K BosgefcTBHIO 3K30-
nykseas. M xors ofuapy:KeHo, UTO CylIeCTBOBAIIHE BHIUCILICHIOLO HII-
TpoHa pubBocomanshoi PHK reTpaxmmens BecbMa HENPOULOJIKHTENBIC
[65], »TH pe3yJibTaThl I1e MOTYT HCKJIOUMTL BO3MOXKIIOCTH TOFO, UTO HE-
KOTOpLIe BLIEIJIeHHble HITPOHBl MOTVT HMETb MNOBBILEINYIO CTa0HILHOCTD
H BBIIOJHATL KAKYI-TO QYHKIHIO.

HenaBuo 6bl10 06rrapyxeno, YTo BHPOHIAB (OAHOLENOUEUIILIC KOJbLE-
Bole PHK, narorciuisle Aast pacTCiilit) U BHPYCOKAB (KOBAMEINTIIO 3AMKHY-
Tl OZHOUeNoueulbie catesanutHsle PHK pacrenunit) umelor ofmue xoi-
celncycnble y4acTkd ¢ uurTponaMu l-i rpynnel. Ol colepiKaT XapaKkTepHYIo
aas1 untpouoB sigepublx renoB pPHK u Mutoxouapuanpuuix remos pPHK
n MPHK d¢uaorenernyeckn 3aKolCcepBHPOBANHYIO NOCAEI0BATENbHOCTD H3
16 HYKJCOTHAOR, a Tak¥Ke TPH 11a60pa CHAPUBAIOMIMXCH KOICEPBATHBHBIX
nocJef0oBaTeAbIOCTeH. DTa KOHCEPBATHUBIOCTL B PaBHOH Mepe OTMevaeTcs
Y BHPOHACB M BHUPYCOUZOB, XOTSI 06111asi TOMOJIOTHS MEXAY IIHMH IIeBeJHKa
[56]. DTu dakThl AaiH OCHOBAIIME YTBEPYAATh, YTO BHPOHJBI H BHPYCOHAM
npeacTasstioT cofoil BBIIENHBUIHECT KOTAA-TO HHTPOIBI [57].

XoTs B penJHKAUMM BHPOHAOB TIPEANONaralnoch YyacTHe o0paTioi
tpanckpunTassl, npomexyrouinble JIHK-npoavkrer e Onuinm ofiapyikenst
B CleLHaJblo MOCTaBJENHBIX 3KcnepuMmenTtax [58]. IMTo-Buaumomy, penjiH-
Kaliisi UX NOJUOCTbI0 ofeclneuHBaeTcs KJETOUHbIMH OelKaMH, NOCKOJIbKY
HeT IIHKAKUX JaHUBIX O KOAHPOBAaHHH IOJHNENTHAOB BHpoHAaMH [58].
IMpennonaraercsd, 4YTO peNJIMKalHs BHPOHAOB NPOUCXOAUT MO NPHHLUUNY
«KaTsllerocsi KoJecas, Ila YTO YKasblBaeT NPHCYTCTBHEe B HHGHUIHpOBaH-
HBIX pacTenusx Mmosexyn supouarnoi PHK (+4) u xoMmiaeMmenrtapnoit eit
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PHK (—) sunauntenpuo apaumiee, ueM cama ciunuua suHpouia [59, 60].
BaxiibiM 3TanoM 3T0T0 MeXann3Mma SIBAsieTcd CcnelHdHUECKHH NPOIECCHIT
(unun pacumennenue) maoc W Muuyc PHK-mogexkya Goabiueil MoJdexyasip-
HOH Macenl ¢ o6pa3oBaHuCeM JAHNCHILIX BHPOHINBLIX MOHOMEPOB I MOCJAEAY-
IOIIHM JHTHPOBAlHeM B KOJblesble MoloMepsl [61, 62].

Okazaaocs, uto wmoc H muHyc PHK-monexyusl, cunrezuposnaiiisie
in vitro PHK-noaumepasoft ¢ara SP6 na marpuue xaonuposannoid k IHK,
IIOABEPTATCA caMopacuienyeniio 6e3 yuacTHsa kKakoro-aufo Gesaxa. Pe-
aKIKsl HMEeT MeCTO ITIpPH TPalCKPHMUUH H HIKYDAUMH OUHILEHNBIX Tparc-
kpuntos (ptl 8,0 n 37°C) B npucyrcrsuu noios Mgt+ ¢ ofipasoBatiueM
3’-xkonneBoro-2°,3’-unknuyeckoro Gocpara u 5 -KOHUEBOH [HAPOKCHALHOH
rpynunl [63, 64].

Sakawuenune B 1968 r. na oclopalyuy 3uaiius MIOXKECTBENNOCTH
¢pyuknni pndonykaentopelx xkuciaor — tTPHK, pPHK, mPHK — Kpuk cie-
aaa suiro/, uto PHK — panuuit xoMnonenT B 3B0JIOLHMI 1 UTO coXpatelilie
nndopmannn B suie HIK paseunocs nosxke [65]. Msseunas npofaema
siifa ¥ KVPHUDBI YTO paliblle — 60K HAH HYKJCHN0Bas KHCAOTA, MOX0XKe,
pewaercs B noab3y PHK. He uckawoueno, uro PHK-kartaauzupyemsle npo-
Hecenl upesBbinafiiio ApeBHHE, BO3MOXKIIO, NepBLlIe GHOJIOrHUECKHe KaTamal-
THYeCKHE IIpouecchl. B paullux npHMHTHBHBIX CHCTEMAN XatadHTHUYECKas
¢pyvuxgng PHK moraa 6wte npeanaznauena aag permankauun PHK. Takoit
JOBOJBLIIO TNPOCTOR MpPOUECC MOXKeT OCYIIECTBJASTLCA B CHCTEME, COJlepika-
e roibko PHK u puboHyKkIeoTHIBI.

O6aanast paclleNIsIOWE-THIHPYIONle aKTUBIOCTLIO, cnenudHuIon K
CHIITefile}'EMOM}’ [IpOIlyKTy, TagKast pengukartupliast cAcreMa MoOIJIa p83‘
BUTLCSI B cHCTeMy camocmiaficunra [66]. Bosmomuo, nosisienie rparc-
aciucteylomero gakrtopa — HAPHK — 13 3710#t XKe caMocnaalCHPYIOILEHCH
PHK jiaso pasBHTHe CHCTeMBI, ¢ KOTOPOH MBI BCTpeuaeMmMcsi NpH CHaai-
cunre npe-mPHK sBeiciiunx opramusmon. [loao0neim obpasoM MOIJI pas-
BHTLCS JIPVTHC »Tanel npoleccuira na 3’- u §'-koHnax npe-PHK,

C peaxuusmu, xartanusupyeMeiMn PHK, cBasviBaroT caMmo nosipaenne
IIITPOIIOB, KOTOPEIE MOIJIH BO3HHKHEYThL B pe3yJanTaTe 0o0parnblX peakiHi
caMocmaaficuira, T. ¢. MHCEpUHeHd BLIPC3alHOTO NPH CaMOCIIARCHHIC HI-
tpora B apyryio PHK. Kak noxazanu Cynaupan u Yexk [67], Ttaxas
pcakLysli paspeuleHa TEPMOIHMHAMHUECKH M OHa JEHCTBHTEALIO MOIKCT
uMerb Mecro. Marpnunas PHK ¢ ulicepuupoBau#bIM HHTPOIOM MOKET
OblTh TpanckpubupoBana B npe-xJIHK u sateM uHTerpuponraia B 1eromo-
JOTHYHDIH Y4aCTOK XPOMOCOMBI JIMOO B TOMOJOTHUHEIH MyTeM Telllod Koli-
Bepcul. KoanpoBaHHe HHTpPOHAMH 2-f TPYNOB MAaTOpas, cnocoOCTBYIOLINX
CIOJIAHCHNTY, M HaJHUHe Y HHX Ke MOCJel0BaTeNbHOCTel, TOMOJOrHUIIBIX
reny pol, KoAHPYIOUIEMY peBepTasy y peTPOBHPYCOB,— 3aJI0r BO3ZMOXKHOCTH
raxoro npouecca [67]. OO6patuasg ero cTopoHa — yaaJellde LITPOIOB U3
OPTOJOrIMNLIX  TEHOB TNpeICcTaBicia B CTPOCHHI NPOLUECCHPORANNBIN TeC-
imos [68].

Bosimnkiosenne 06eJKOBOH MallHNepHH BCerja o0CTanastoch 3al'aikoi.
Kak cunraior, coorseTcTBywollee pacnogoxente TPHKoBLIX cyGerparos u
matpuunofi PHK urpaer ocuoBnvio poap B 6eaxkoBoM chutesze. KataauTH-
neckKasnd q’)}’]IKHI/lH IpH 3TOM MoOTJIa Obl OCYLUECTBJAATLCSI ﬂp}-’FHMl/l MOJEKVIdMH
PHK, nanpumep pPHK. Cornacuo stoii runotese, pubocomasniibie Geaxku
VAYYIIAIDT W TOAAEPIKHBAIOT CTPYKTYPY M aKTHBHOCTH TPalCJAHPYIOLIETO
annapara, KoTopuii B ocHoBe cBoefl — PHKosas wmamuna [69].

B cayuae 2,5S PHK, nykaednosokuciaornoro xommnonenta I,4-¢-D-ruo-
kaH:1,4-a-D-raoxan-6-a- (1,4-a-rioxano) -tpascepassl U3 MBIUIEL KPOJH-
Ka, BIEpRLIC OblIA NOK43aHa CNOocoGIOCTb MOJICKYJBl HYKJAEHNOBOH KHCJO-
THl KaTaJu3npoBaTh PCAKIHI0 ¢ CyGCTPaToM, Iie SIBJASIOLUHMCS NYKJEHHO-
rofl kucaoroin [70]. TloxoGHON (depMenTaTHBHON aKTHBHOCTHIO 0OJagan i
Goabwof (parMent, npeAcCTaBJASIOIIUI cpeaHIol0 uyacTh 2,58 PHK, nony-
nennol nocae ee rujgponnsza PHKazot A [71].

Hy»x1no nopuepkiyTb, YTo coBpeMeiiible pHOO3UMBL 1@ MPEACTABISIOT
coBoii yMHpamomux HckonaemelX. HanpoTtus, yuyactde puozuma B camo-
cnaafcunre no cneuudHYHOCTH lie YCTYNaeT, a MOXeT GbITL H NPEBOCXOAHT
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OenkoBble (epMenTH. XoTs uyHCIO 060pOTOB 3TOTO PHOO3HMA HEBEJIHKO IO
OTUOMWIEHHIO KO MHOTHM (PEPMEHTATHBHBIM DpeaKUHAM, OHO TeM He MeHee
npeacTas/sieT OrpOMHOE YBeJHYeHHe CKOPOCTH IO CPaBHelHI0 C HeKaTaJsH-
3HPOBAIHBIMH PeaKUHsIMH THAPONH3a ApYrux Qocdoanspupos [72]. Cko-
pOCTL THApoNH3a puOO3UMOB Ha 12 NMOPAAKOB BHIUE CKOPOCTH THAPOJAH3A
numetuapochatos u Ha 10 MopsAKOB Bhlille TEOPETHYECKH PAaCCYHTANNOrO
THApoJu3a HopMaabHOH Gocdoanaduproit csizn PHK [41]. Takum obpa-
30M, OTHOCHTE/NbHO Majlasi pacnpoOCTPaHEHHOCTb PHOO3NMOB B IpHpoOJe ce-
rojHs OODLACHSETCRA CKOpEe OTPAHHMYEHHOCTbIO HX MHOTOCTOPOHIIOCTH, 4eM
Ae(PUIUTOM HX TOUYHOCTH H 3P (PeKTHBHOCTH,

Aprop Buipaxcaer Gaarogapuocts M. Il. CeMmeHsiKenxko 3a 1oMollb B
MIOATOTOBKE 3TOH CTATHY.

RNA-ENZYMES

V. M. Kavsan

Institute of Molecular Biology and Genetics,
Academy of Sciences of the Ukrainian SSR, Kiev

Summary

RNA molecules which have catalytic properties are called ribozymes. They were first dis-
covered when studying splicing of Tefrahymena large rRNA, and later it appeared that
fungal rRNAs and mitochondrial mRNAs as well as T, phage mRNA are spliced in the
same manner. The present-day data permit suggesting that similar processes may be ba-
sic for splicing of all pre-mRNAs bearing introns excluding, probably, some pre-tRNAs.
As it has been shown both steps in splicing occur by transeterification, an exchange of
phosphate esters, that produces no net change in the number of ester linkages. The abi-
lity of RNA molecules to serve as a catalyst of other reactions, including maturation of
5%-end in tRNAs, viroid formation, has emerged. The possible role of ribonucleic acids
in catalysis of RNA-polymerization and of biosynthesis of polypeptides in ribosomes is
discussed. The review depicts modern state of studies aimed at evaluating the catalytic
functions of RNAs.
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