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1. FU&IC

VARV —NEY NV EOEREEE L TEHEERB X %
HoTBY, EFELRY)EY— 20, Mlabiame, 4
RIS U7 B F B L o TIREICEETH 5. BEBA
WO ERY—LIZ4HEDORNA L TOMHBED Y V82 8
PORBZERGZEEETHY, TOEEMITIE, RNA D
ERBIOBEC T VT, YRV =L 7 VT ED
e, IEMERAREEOK, 2 SHMBE D% %
Y, S OBBIELELTWDE, OB ESBEED
KT 7B OYTH HHABE & 1dfREE S 7
BWNTITbI b, ZOBBTELLRER ) KRY — L0
ERfRkix, fifgEIEshb 2 ehl, BNTHHINS
ZEHMBLNTWS., L L, EEBBEOR 4 ZRERET
HUBLHE R R ) R Y — ARiREZ, MFAEMT
LEMBIBCHARMHO T TH o7z WA, WL OhD
TN—Thb, VRV —LAOEEEHEBTOT = v 7 KA
Y, 2FE DY RY — AFTEAR O SR PSS 1B 5 it
ERBENT. KT, Zhbo@E 2L, )R
V— AOEAK, MR L SR B CB A ROE O
R RRNT 5.

2. URY—LOEESK

VRV —2OESEIE, TRTOEWICE >TRD A
VE—ZHBTIEANY bO—DTHY, WEHEHHLI O
R 1 MICH 2,000 b DY RV =22 /KT 5 & W
BTV D. ZOHAAMIIEE T, b %K
Y DO—>THhHHFEMBEDOY KV — A TE 2 200 FHELL
LFOEEENRT2#LELLTWEY. VRV —-LDEERK
DG S TH HH/METIE, RNAKY X5 —E T

BAL R 22K 2 e 22 E ZE BB AR T W 3822 5 1 (T 980~
8578 EHHILALAT HRER AT HF R 6-3 C305)

Quality control of pre-ribosome coupled with ribosome bio-
genesis

Yoshitaka Matsuo (Graduate School of Pharmaceutical Sci-
ences, Tohoku University, Aoba 6—3, Aoba-ku, Sendai 980—
8578, Japan)
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nE FkE

XoT, ZDO®DRNA (18S, 5.88, 258) &Hr—2DK
& 7 BS IRNA FiBR A DS IZE S s (B1). BEIh/:
35S rRNA (ZIFRIEE I L B DB /IMEIK S5 F RNA (snoRNAs)
DHEE L, #5100 @ rRNA R OB S, FEEICSL
SDVRY =17 7 EREARNT AL, Hik
35S rRNA, % Y378, B/MEESTF RNA 5% 5EK
% 90S M BRAR A S AV (K1), F 72, RNAK 2
I —FIMIZ L > TEEENLIUDHDRNA TH 5 5S rRNA
bIORMICHY AT hD L PHEND. T/, BTHEM
BEHWEENS, ImE S/ 358 rRNA O 5 K2 Bk
RO EPFERSINDL Z Y, TORKREED D DR
408 AT ERAR, & L < 1% 408 miBRAR & 60S HiBRAR % & T 90S
RIERARICHI NS T B L Z 2 5N TWD. G S 7z 90S HifbK
fRIZE& T 5 35S tRNA (2, 20S rRNA & 27S rRNA (287
Eh, FNZEN40S HibRIK & 60S A ERIA L S I 57
(K1), =B, —EDEET3BS RNA DIEEDNETT 5
A OYK2HEZ 5 2 & RSN TWEY, Bl sh
72 40S FiERIRIZ, CORERTIEEAED Y RV -4 7~
A7 kEA&@?%ahfwéfb ZDF FRH A
HRENDLEHEWMSNTBY, RIS I THRELAS
T35, —J, 60S mibRfAkI, B/AME, BHE, MR
'\tlﬁz?ﬂ@iﬁ%%ﬁ‘é%&#% LR HRAEREE R
. B @ 60S FiERAR L FERIICK AT 5 Rixl ¥ %
BOT7 74 =74 —WETHSNS 60S Ak (DL Rixl
AR & FESR) 1218, AAA-ATPase Td 5 Real, GTPase T
5 Nug2, WDV U= X7 THD Rsad IEH I
% EENTVDY, Real 1ZA52D ATP #EEGEMH S % 5
) v 7 4EIg &, MIDAS (metal ion dependent adhesion site)
KX A Y EELT A VD SR SN, MIDAS KX A Vi
Rsa4 @ N 2K ¥ $H 38 \2 A 18§ % MIDO (MIDAS interacting
domain) FAA Y EMEAEMT LML), 72, HER
TBAMEE & H 7z Rix] BIBRIROENTIZ, Real ®) » 7
735 60S R BRAAR D 5S rRNA HIBICHER T2 DI L, T
A VHEISIE Rsad DRGSO EE & AHHAEH $ 5 W fg ik
ZRLTWAY. 61T, KL 7 Rix] iR E ATP %
UG S5 L, 60S HibRAA 5 Real & Rsad O kAL
ENBZEND, Real Ik - T, Rsad OIEHEZ £ 9 60S
HIBRARD R & iAW ATF | ER I ENLET IV (Real
12X % 60S HIBRKDO FMIK) A RE SN T3 (K 1).
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feal |msmﬁwmﬁﬁm
‘-Rsa‘i

m#eosH 71w b

35S rANA / ) { o -
35 (DNA o \ s
2 @ m7G AAA
- OB 5 F b

57\ N /

R ’ 40S giEMED RHEEE
{83 | L | FR#4 40S 721 =w b
408 FiERE —_—

A B &3-5 — & o

> A 605-40S HiER{K
%8

HmRRE
1 HFRBEBOY XY — 204K

N O 608 ARk, B OHEN T (Arxl, Bud20,
Mex67/Mtr2, Npl3 72 &) L& L, wmEMIZIIBENBAT
VIFNEFOWRT T E —F V87 Nmd3 & HEA
AYV(1). Nmd3 LA L7 60S BiER{AIE Crml/Ran K47
FNCHIRE A Lk S, 2Ok, RN % %
TO0SH7TL=y bANERHT L7 (X 1).

3. BAICHIT 5 60S RIBRFDOREEERIE

BTl _7z X 512, VARV — 2 OEEHRITIER 1B
THY, ERETOBRVIZEI-T, SFEFLRFUXR
V-2 E AT LEBREZEIOATYS., Z0720H1E
i, ARENLRELRYRY—L22KRIBL, 2R T50E
EAMEEZIEZ TV 5.

2005 4E, Tollervey 5D 7V — 71, BNO G KA T
H U 72 5% 7% rRNA 2%, TRf4-Airl/2-Mtrd polyadenylation
complex (TRAMP HEMK) 12X - THEWARY A% 0
EN, TNANHHERY)ZF Y Y —2ICX > THHREND
TEERFERLEY. TOBE FHIE60SH Ty O
HEEEHFTH 5 Sdal OUE KWL (sdal-2) %
72T T, 525 60S 7l BRAR O %A i % ASFHE S
TRAMP &k & L%V V — MMRIER IR E (RNA 2555
RENDIEEZRELL. sdal-2 DIFFFRETICBT
YRV =% 828 L1 ORI T, 60S A BRI
BHDIHEEICERL, 0%k, B/MEHN O No-body &
IFENZESICEDONE L) THBEINTNE?. &
512, No-body (21X TRAMP A& E T X%V v — A b

ENTVDLIENPBREINTVWSE I L5, 60S FibRIAD
No-body (249D HINME SN TV B REEARIZ S LT W
57 Lo, BERY KRV — ARiEMEO R B A
DEFTho7.

4. HEREICH (T B 40S AR D RE EEEE

2011 41T Karbstein & 1, %2> 5 #iet & 172 408 B ERMA
IZI60SH 7=y FOKEEICEODELSKEATF
(Ltvl, Rio2, Tsrl, Diml, Enpl, Nobl, Pnol) %% % IZ
HWELTBD, ShH2mLTH<Z LT, mRNA &
DGR 0SS T2y FEDEAEFMEL TS ET
VERZLZY. S5, FORED 2012 412 Karbstein
& Tollervey 5 1&, ML IZT, 408 BBk & %2 608 4
TILZy PR ETLIHMAROSELWME LY. En
D% S 7z 408 FIEFAIE AR A Z 208 IRNA HZATH
D, AT 57201213 208 IRNA O 7a kY r 7k, Hic
WARZZEGREAFORELZRET EELLERH L. —DO0D
TV —TE, ¥h Sk S 7z 40S R ERAR & B 60S I
Ty "BERETHIEICE 5T, 20SIRNAD STt
Dy EEAEBENTOREN TR, Fih L R 408
HERAKD S E ST bR A EFVERBLE (K2).
Ml @ 408 /i A O AL IZE Eab L7z o DG
HTFLAHZ D WL o BB SRR T2 GEET S, Ch
5 OHTIIEEIC 408 HIBRR ISR G L T inZ e b,
LOoDAERRTOREICLETH L2 WHEELSEZ SN
7z F7:, ThIETIASGKREATOTEEEIZIE ATPase A
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BRETF
g GTP GDP
408 ﬁm%ﬁi

A3 60S-40S HiEEAE

2 40S kAL 60S 7=y PDORE

ATPase Fap7
VHEHIIND.

BELTwaHRL L #HEINTWAZ &5, Karbstein
5% ATPase TH 5 Fap2 DG EMETICBWTHEY v —
LN R AT 572, $HEFRICKLT, 80SY RV =20
BB SR, FHENZ80S VAR Y — 2 OHIZIT R
60S 7= MIIMAT, 40S WEADORER K F (Tsrl,
Diml, Enpl, Nobl, Pnol & 20S rRNA) 25 K®EIZ&H TN
TWwWe, 72, Z?80S Y KRV —AIZIEFIG RNA A3 E
FNTVRWIEDL, ¥ U7 EEREBIERVE & LR
ENTWBY. 512, FIRBALGKE T eIF5B A% 40S fi Bk
ERHMO0S T L=y POREERET L EDHIEL
TWw 5" —F Tollervey & i%, Nobl iZ & % 20S rRNA @
Tty v TR, elF5B @ GTPase i 1 B & UFelF5B &
25S IRNA DA ICRAEL TWB I EER L 512
Nobl 7 7 4 =7 4 —FHIT L - TH O N EERIC
40S BiERMIC H3k$ % 20S rRNA & Bk 60S 7= » b
ICH% 35 25S IRNA & FNTW72Z & H» 5, Karbstein
5 L AR 40S ATERAR & B 60S T = v P LA
HZLuERLEY. DLEoO#RD S, elF5B @ GTPase i
PEARAE L 72 40S BT BRIR & 60S 7T 2= v P DOEHI
;ofﬂm%%wmﬁgﬁ%lyﬁéhé:k,éBK

EDHERTE72A1%, Fab7 @ ATPase i PEICIKE L T
&Qm@%#ﬁ%L,%@%%Nwlu;éﬂmmNAm
Ty VIR ERIENDIETFTVPREIN TS
(X 2).

5. BSHEIERICHIZ U /- 60S AR A D R EEERE

FIZBRI2 K91, 60S BibRIK XL T 5777 —HFT
5B Nmd3 EAEET B2 LI o TRIBITRRZ RS 5
DI EH, BN THE U728 7% 608 mi b4k, A E~
kI Nb T el nMans. ZoZEHh»b, Nmd3id

2L 72 60S HTBRAA 235 L CHEE T 5 2 &P

I Twizdy, EnEZoipEfiiigicaincn
7z.
FAITINFTIZ, 60S ATERADO A L 72T Tk <,

12 & % 408 HiBR IR D &
(D eIF5B @ GTPase I P IZ R AE L T 60S 7= » b & 40S B BEfA A3 &

jayesil
735 @

X o THEAREFAERES NS, B Nobl 2 &5 20S rRNA 0)7”[1 Y v
*ITS1 (Internal Transcribed Spacers)

ZFOHERNIH T 5 Real 12X % 60S Bl BRAK 0 F-# B AR 12
DWTH RN 247> CT& /2. ZOMBTOMBIET, Bt
BATHE % 439 2 AT O 60S RiBEIARTDH % Rix]l HiEEARIC
I¥, Real & Rsad {212 T, GTPase T&dH % Nug2 2SIEH 12
ZLEENTBY, SHIINug2 IICOAREL TS
ZEERWZLTWREY, Z£ZC, Nug2 A 60S Fi bRk
ﬁ%ﬁ“%@ﬁﬁ G LT LTINS EICL

T, RNA & ¥ U B OKAHE % PLE T 5 CRAC
(cross -linking and analysis of ¢cDNA) %% H\ T RNA L
\ZB1F 5 Nug2 & Nmd3 DMl % 45 &#HIR %2 2 L, 60S
RIERIA EI2 BT % Nug2 & Nmd3 OSSP EHE L T
ATl RWEL ZORKEIE, Nug2 & Nmd3 2%
2 60S BIBRIRICHEATERWI L ZRLTEBY, Rkl
Mei: 2 OB ERIRNT 5 b COMBEZ I RE— T 55
ErfEoniz. 2FD, Nug2lidNmd3 7L — X &)V
F—L LTHEL) 2WREENELZ LN 22 THKA
i O Nug2 i3 ED X 512 LT 608S Rk & ElES % 0

>, @ Nug2 & 608 HiBEARDKE A A5 Nmd3 Ok & % Bk 3
é@#,@N%Z@KE#NmBk%&ﬂ&&EmKW®
MEEBEIELONE V) ZODRMEHL IZT 57
WIZ, ELRLMNEM#D L. AOIZ, 2FEEHO Nug2 &
PRHEERRZERL, R Y =LAV Ry =25~
737 4 RpL25-eGFP D JR1EffiHi 17072, §56&, Thb
ZODOERAKIT 60S RIERIA & D REA I RFFT 525, 60S D
HEREB L OB R EHET S 2 LRI £
7z, BEERFIBNTIZ X T, Nug2 ® GTPase {ii AT K 12
IoTREEENL L, ZLTO0EREKD ) H—Tik
GTP L D EREE Ko T EREKTH L DITH L, MFIX
GTP & O#EATEIZR © TW 5 2% GTPase It % 5 o 722 2
KTHHZ L MR LT A IELLET, Rsad & Real 298
M O ATP \ZHRAFE L T 60S R bRk 2 & TelES 5 2 & %
in vitro DIREFTIZ K - THE L 72V, T OEMAT Tld Nug2
DOTEHEIBIZTE b o 728, AP ATP 7215 T
CKPZWMT A2 & T, Nug 7% 60S RilkfAD &Rl %
CERRWZLAY. 512, 2HE O Nug2 ZRKTY

Ak
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B3 Real I 2 FMipB & OB =I5 L 72 60S Hil BRAK o> i B BB

(D AAA-ATPase Real |

X % 60S BIERARD MBI AL D M A HRATIER I S b, @ Nug2 A HEMKIC & 2 HEEER 2 R L,
H & O GTPase iGtEA LA 9 5. 3 GDP BIA~ZEH# & 1172 Nug2 A% 60S i BR A2 & Tl 5 2 & T Nmd3 D #

EHEBASEMD L,

Nmd3 25%5& 3 5. @ Nmd3 OBIEAT Y 7 F V% Crml/RanGTP A58k L, BAN Ll S5,

T 24T o 70458, GTP RSEREASRAE L 72 Nug2 ZRIK T
I3 Rsa4, Real, Nug2 DT XTOFEHEAFLE SN, GTPase
THEPED A DYVRIE L 72 Nug2 Z 54K Tld Nug2 OTERE7Z 1) 23
FHESINLZERHL IR 572", DL EOKEIE, Real
12 X % 608 i 5RO T8 K % 7598 3 % 1213 Nug2 & GTP
%Q%#,%LTN@Zﬂﬁﬁ~iKWTﬁ@GWmHﬁ
PEB X O ATP ITHRAE L 72 Real OFMRBIEEDLETH %
ZrERLTWA, 72, EEL7: 2 WO Nug2 ffﬂﬁﬁ&
A3Nmd3 & 60S iR RO G2 HET L2 L, 5612
Nug2 D Hfi7g A% Nmd3 & R # 7% 60S Fi BRAK D& G & 355
B LD invivo BITICE o THLMIZLZZY. ML
DFERDS, Nug2 2’Nmd3 D7 L —AF NV F—& LT
&, KRM# % 60S HiBRAARIZH > T Nmd3 2SI Y A b
CEEMIETAIE, E 51T Nug2 OTEHEDS Real 12 & 5
60S i BRAR O T ik, 3B X " ZE N I2HE 9 Nug2 @ GTPase
WEHIREL TWBZ EZHLIC L (R3).

6. &HYIC

VR =L F VNER) RV — L OEERICEET 5
EERAT-OBIZTERY, 8F 8T RBEHOVARE
PE ERESEAERICGEoTWAEI ER, URY —2DE
BREEICL > THAMEERE T TH 5 p53 DEElL, B
LFOT7RF =V AOFEPBRERINTwE &b,
£, PARBICBILAEO Y -7y PELTYRY =4
DESEZEA AP THEA ST A, BFEE TIC
R —=20EERE S =7 v + & L72AISERSE T, CX-
3543 R CX-5461 &\ 72L& W A3 25 AR SRS 1912 RNA
KYVAFG—FIRMAEL, p53 DREIERN LT K b —
VARFIEZRIT I EFFE SN TVRESY, wihoqt
EWH T TICHRAEBRICA-TBY, BAHEBENOIGHD
MEshTns

HEF

AR TR L7z "Bhbima 2368 L 72 60S Hi BRAK o i

PR OIFRIZ R4 YN, TPV 7 KEEA LS E
U —DEdHut ZIZD b & THo72d D TY. BRED
EWRICERHEE L ET.
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