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HE Az — BAHIA A R RAZABARA B Fodo 04 3 P, 42 R 35 S AR EILE BA A8k,
BA= R —A B E AN B @AM, BFH L TR G R A ARG FR T A FHEK
RYIE 4T, 4278 A0 RL MR BT B AL A= AR A 4a I L 9 84 B % 25 (cell stress sensor), A A=& & AHA=
MM AL A R A K, Bl A AE R o) 66K, NF M6 KR AL

Xia %A NG BEERBA

BARARAEZR ALY, BAE17814F
Frontana 7 WL £% 8 £ & - 1 40 i i 55 — IRk T #%
1=, $| 1839 4F Valentin WEF| K L XM MA A H A
# T /Ng5H) “nucleus within a nucleus” Har& T
“nucleolus”. HZF| 1898 4, BEE RIMZI KL
7 100 %5, Montgomery KE T —R &k, BB—IK*
M BEGE TR RAD. BEULER 253
- BEHRNIAS. X TRIERTHR, B2
1960 A4 IER ¥ B T H 2554 RNA & 5 LA B Az bl
HARRZHY. BEEBRAFERAR) KK
&, B BATC R BB KL 700 24, 228
Rt A R IR Z . KPP REBERICE
HRZ 5B EHERSINTI, MRs—%lz5H
fbiE3h. i mRNA. tRNA K0T, DNA $if5
BE, Sk )R, 78 340 M Pl % 50K 5 RNA H)F
12 UL K 40 i PR W A, 4 PR R AL, A R 2 A
L S 38 . 4% 28 b 2 B ) 4 PR AE A TS 3T

5 Ah gt i 8 4 L &5 F A R R BAZAZ HEA B
BN, FEAREEHEN. BG4 T
HEEFRINT, XAR—A O E AR
T8 it L DA R e B AR AL I ST R BRLTE o e A B
RBKER 4 R, BB A& BN TiEK, {8 E
WL, ZLTRMERSRCEAREZLC T
KM B EDIHX. BB WHRERR, &%
A= FT e 40 R A% PO AR IR (1 DX, 7R X R g B R
AT LAE B R k45 20 B B i AT AT DA K $5 4 A B
HEH5HMZBEARSFUBSAHEER. 448
WFB LS RERE, KERICORER
EfL, HP—SEHRIMARETHLIR.
T 24 410 i 3% 31 40 B 41 '

{55 RIEN, — SR EB RS AP B

Bem, FAEThEesR. FEEARERICEME
B2 BB RIBLEN B2 e SE A 3 B B 2% D BEE B AL A A
BRFURIHAR, BB AR A5 i XMk —MERE
e Y R '

1 BERESTHRICEBRMEN

AR SCERIE AN, B2 28 B REERZ A sE AL
HARE AT RDENIIR. H—REH
A F BEROARRE . — S TR FURTEAZA- N I T R 7 T
SRARTE; 57— UL I TR A A A e —— SR A
bREBZCEARN M 525 . FAEEST
B BAM AR R LIRS, A B A RE X
7 P 7t A O 4 T
1.1 KIZEBRNEMEFR

— P R IR R A AK A P B D A 7 T R AR
INATERA X — g MR, BLe -4 .L:(NOR), &
00k RNA UUR OB 4R 194 Bohn T2 15 R0l
AR P 4 & 2E— ik, # B4R A 9 /T R Sh e b
(IR R S, XA TR R R
PAT XA ETHAEM . A% B L AE— AN T
PRHER T, e — ML —H: B 5 AE
W45 AN B BRI B P ZE TR T R R B
S A R R, IXSTR RBE S SO A O
REBIRA= RIETHAE, P B2 B0 ) PR BB VAN T
R 7 S A2 0B 1 B R o R R B R
. EXALED, B58EEE S NINER
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HRKIZAE B RAEZCASM B R FRIEZ) .,
i — P RN N B B R R AE R ——R A b
KR EA R EM SIS A8 A
FEAAT— B B FAE 4 L A EREEAT B iy R, =508
BT 5 ZER K T A SFER AR — K8

- B BUHEERRE], RGBS, REETER T B

¥ #ussh. FRUATBRNRLCEORTEER SR
RNA UK R A2 MR R AEAER S
AR K N R EHER R RS . RiE
B MSE50 45 R4 & GE T F50E tohx AN A R 4t
TiEHE: —®Z{-E B %A RGG. RRR. GRR %
BERE X, X5 F B X8 K85 rRNA
FMEERBX". BER—KEIEARETHZLA
KIThEEHF NE R E R SR D MTIRe L %K.

BT CATG 18 2 A ER 9 ) T BB A2 A AR I SR 3,
H B AT LR E B R R B LT SR R— EEAZ M 4k
BEK, MR FTRMFTR . Lam SEEEZ5E
TR—FBREMTREEEEERED, 481
0 fa SE R S AR AR 4 i SR GFP Rl & 10 R 2R
H RPL27, #E#iCR T & A S 30 HI R E LR 77 .
UF B RPL27 72 M i & i 5 3RO #3128 3 (import)
£=, T MAZ A= 33 H (export) AR X8 — L&, X AT RES
BE B U B 0 B4R R BT R 2 S T %
BAEAE Y EEsERETFREX. FMERN
XU A RN AN FAR, T AEAZ = NiE3h
HEEE, 5 RNA i REEHBRE S rRNA K4
BEERE X

B, A PR S FREECER R EE
TR R 40 B B B AR A o RE B AE O K ]
W, 3 AREEEZAPHTIEE, B SELR
A UM R B HRNESR. HEEZLCER
JRFERZAZ I AL XA — AR, TR — AN B
B 40 B A U T A T AR IZ B T R .
1.2 2% - EAMERAZUPS) 5SZICEBRE
L5 F#®

2006 %E, Stavreva ZECHF B, 244F S F 2K E
R AT, LM SSRAENR, JFHET
RAFLEMEZESZ LCEBEARRINEZIPEER
#F (ubiquitin). A EIRE MG-132 (8 lactacystin)
B2 B N S R A — R RS
i AXEEATEITEERERE: Hf, 85
RNA M THEAFRILIAZEN; S 5% 4E
AR TR A ERE A% RGN EH R

(B23 %)WK, T2 18S F1 28S AL ALHE (4 T 3
EHRERD. Lam F7E 2007 FE ) L EH HHRIE
TIXHEIRE, B DUt 7E W SR A 0 1 B B i N S
IHERRAE T BRI HIFIRE, AR W&
DREFHTERRIEEAEOERTFHER
. BRI RO PAEEEAMAN 19S AHTE,
HEFRAHEFEERBAENRE. miziF
W EHRWEHEZ RIS SR Z FhR
g, FrlZ R-EABARZEUPSXY TRIEAKK
DIRETTREfFfEE M. (HEFEME, A MG-132
J&, ~SEAREHET HEEMAP, ME L
) 7% BH S I BE 5 (bright nuclear foci), J& SR UFEFX
SEHASE R BE 25 2 5 Cajal 448 PML 3L 719,

iE & B R UPS %, W#BZI-EA
AR LT HNEERY.. F—, WHZEL
MR ZIEAREENEIRE S, Wi e
TE; B BB ERETERLCEORTRREE
AL BRI B BEAR, =, R—ARARIMZIE
H % 3| UPS M AU FBUE A e e 2 3|
P, AT RE R ECENTEALAS R E TR A D) RE R
M0 40 i % A 14 % [X 45 (nuclear domains), Eb i, PML
5. Cajal A% 5%4° 2 BB ] BEA7 76 A0 B %%,
BT X 5 B R B A R0 AR B4 F S0 M N R
A,

2 ZIZEARMNBALS MR R N

EEHFRRIR, BT, UV B, &
v RBEERIBA T, RO EBa IR ER, %=
EHRABA . HEXLEORMBAX R T4 1E
B FRIZS), e RNy 8, MEEMRT &
H BRI DIRE R SR, HIERIIZAZ A G Th e
R s 0 P S R N (I B g o A R — AN BTG 3
B4y 5259 40 M N UK 3% 3 (cell stress sensor) 11,
2.1 HHEBRCRE

V2 S RIS B . R RS
U rRNA 1A%, T rRNA BE T FRAZESH
REFMZICEORMEMIETEE. JEHEMAK
L FE D (RNA KE8 1pHI5R) R, FIH P Bmss
MERZA— LT e h L (FC)FE 757 T RPA43-RFP DL KB
AL 53 (DFC)Ta/R 7t TR 4 5 -GFP Fi kY
I I ZRAIE L . IR KLY AN/ BT AZ R U TR
RSB K AT, PR T4 A AT S R L 6
HIREX RE, B 3 ANDE, RAME, B2 TF9
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MAEZTP . RAEERZLCAEEN -GFP &7
RPA43-RFP AR —/ 8 (cap) & 1912, X$ii=
FRRAs) S EHFRRE, LMEREN, 52
RNARGEHXEFB B AT RN %, 3
BRIX L 55 S E L T A T ST 428 A B e Rk S gt
TR, BREEZHBEICERARBMREE L
FILLRAERHATERE. B aTrar RN 24 40 M N 8
I B 1 R EIAZ A= N B R B S R IR AR
XK. Hean, A400 DNA B, ZCEARTES
TS HEE A (alternative reading frame, ARF) &4 B il
BLSFBERRRAREE L, REKN, IR
Pk 3 BUZ A= & B A% B ER 2 H (nucleophosmin,
B23) 4L, Rubbi 250406 B23 (X R A7 32 Bh 1 b i
BRABAENRE. FE3H rRNA A RS 230,
AR T R B A S RNA Z JAIVEH, 1%
FURAREIE® B0, BI-MEARE A BEHHMEN
2, BRI ERERE.

240 Ak T T, A SRR R T H I
RETRERE 2 R AR AR, TIX L Th RE R SRR 1 2 thig
BRELEHIBAEATFTN 30,

22 FESENHRNMZICEAR

Rubbi 20435, 24~ F EiE L E#E P53 MIThAE
SCILAR B PR N R, e AT B B RARFR X M
CESHfEEE. L9 REFH RS, PS3Ets
HyZ FiEEA MDM2 M EAER, $EAMIHZ BLPR
WAL P R A R GERRAR, TR FRK
JKFEP53 & 0 24 40 52 B [ i B R 0 B DNA #7t
6, %A- A i ARF BB EIZ T 5 P53 #4,
M5 MDM2 &5 & 3% MDM2 45 [B]#% 1=, BHIT T P53
5 MDM2 I EVER, P53 18 LIRS e 3 /3 3h Rl 2
Bk, f0HI40 MR #E, (240 M DNA $i45 18 B s
SHMREZBET. Fit, Rl EE S P53 52
SEFHREBRKINGE, S50 M A PEN RN,
ARF MIZAZ A RS 7 B R I SR B R SR

BAEEAB3 MM A T S RIEEEE
B ED. SHMRE CEIRIE B23 5B RAE, H
MI7E UV S TR AT F R XU, Chan %06
RIRHMBZIITHY), MELER. BHEH

© XD, EWR. FMERFEAN, B23 AMELHE

B3 B H A7 75 RE R 25 7 B R AR B 1R B 2K
. BT AR LI UE S B23 1 N M E T B A=
Bz, HHEWE Jurkat 1 F B23 B BT
caspase-3 WiiE, RFET M MM E B (poly

ADP-ribose polymerase, PARP)# ) LA & & T-HI & 4.
LA, Chan %542 H T 48 GFP-B23 B AL 1R A A H
BT AT ENFHE. BRiCERN B2 EE
YER G FHABTERZAS - R - R R, Ef 8L
KRB E AT L5 ARF. P53, MDM2 ZHE/EA,
X5 F o1 FIAL T 40 B B AS R .40 i X k0718, 7
¥ 7 B23 1] LU 5 MDM2 45 & T4 P53 k2 5E, 1B
ARG FHIHIFAEE. B23 e EERERE
REFEVMTEN, KON F L4 e R A
R EARIC T, T A B 2 7EIX L B23 M FUE AL
HI40 B ARF AT 8 A0 F 1% A2 i 2 (R e 31
JERo2, [FFE, 7F B23 BRI ARF thRRE
EMBIZI-CY, RRB23 AIREELS N FESUR
ARF [HIEAL AT § P53 %% 2 18 40 MU AE H B 380 R
ARF. B23 A7 225 7 5 4 i 384 581 hn 3 0 S 385
MEEYIFSR, o] WA= 5 B AN T H IR R
EXREE. '

BT ARF. B23, ¥ Fi2hF -1A (transcription
initiation factor-IA, TIF-IA)t B AZA- N & 5 N U Y
HKEEAR. RN, TIF-IA 955 RNA B& 1
(Poll) LA & TIF-IB/SL1 (TBP-containing factor)fH &
YRR, IR RAE IR P 2 W E A ik
RS 5 IDNA MEEFRIES . S490 RA T 8N
B “A%BE RSN B (ribotoxic stress)” Ff, INK2
BooE, TEALE) INK2 BEER 1L TIF-1A 58 200 £/ Thr.
BRI )5, TIF-IA —J5 THI AN fE-5 Poll LA K TIF-IB/SL1
FEE1EF T FEET T rDNA B 31T LB E SN
FERk, IR BERR LA TIF-IA WA B BT+, &
#t— 5 RNA Poll 4} B, ElIt rRNA & e s
Wb, HZEARE 200 A7) Thr B, % F40 S 5]
&M IRNA & IEASRE. EXN TR,
INK2 e 15 54683, Ti%{— & B K TIF-IA W &%
hOMERS S T X T NS F FIRNA R R LU
Bl AR T KT B T T 220,

CHBERERE R CEBREANS S N
WA, 1X LB R R R RS2 O PR R N R B
JR, BSR4 FHLHIX S B R B AL
BXERES 5 R MM A amiES .

2.3 #Z{CEBRENM R MR BT BALRY AT &8
FHLH

20054, Tsai 24 (1T 2 a8 B T A2 A 2R
nucleostemin #%A~ 527 KA 1AL . Nucleostemin
FRHIR N S P X e T AR g, HRR
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IE¥R7E nucleostemin 7] ATERX = A S F AR EN R P51
L+ GTP 44 . GTP HIfaH/+F T nucleostemin %
CRMEERBE. BiHEGTP 44K MUE
FRAP HARAE#: 24%%E GTP &4 r, F5I_ErHH
SE R AN N s P X 384E nucleostemin 1R R FI7EAX
R 8, RNEERZAZ RS E; T X445& GTP B, 04
Ptk A R T, N skt X 35k T DA A& B 8] F S5 A% A P %
BAEASMHEER, BEZLC. Fril GTP @
FHIE B AT LA 2 A# nucleostemin B 8] 55 B A= T
FEBEMEEZ. HXHIERSAMRA GTP &
BEYIMRX. B GTP 4 Al IMPDH 30417
MPA i, 4ii GTP & B, %t BN
nucleostemin #&/>. TMXTT B23 ki, B TFHFF L
ANTFFE GTP 5& 4L B8] LLZ B GTP K F I i
SESH e, BT T B B HLH] Snucleostemin
RE, BAESFHSIFAER, Fi, 408K GTP/
GDP##t (R 7] fig R A A ME K A5 5 T 088, M
i 51 #2 nucleostemin A= WM F R 15 5 KB 26,
Nucleostemin S RIE) 72 77 THEAR BoiAE T4
Fig, 7E— 1 i B T R ) R A R P R RO, T BRI
nucleostemin 714 BT LA 3§58 & 7~ Hoo T 1458 B
B, FHik, BRSS9 T GTP 1
BT nucleosteminiZA— BN F] &5 T nucleostemin
25 K40 M 335 58 AR AL B R R VAT .

2008 £E, Yogev 4B T 41 i 52 3| DNA #i5
if, ARF. B23 B M RBALH S FHE. &
R4 FH UV BEH41 R, ARF 5 B23 ZEAZ (- 56k
FEX TR B REE, P, MAETHE
(ionizing radiation)fU5¥ i A% A= A% L) 53 10 A2 38
b o 3 I b X T R R R TS B R = R R IR,
INKE R EES T UV RS ER M. HizH INK B
I SP600125 B, UV B AFH{f ARF. B23 H
BAZ A RBAL, 3R UV BT S 2 DNA #1538 i
#UE INK 3 ARF. B23 fIB 4L, #EidHF% INK
TS TR, c-jun ZEE BB LA B23 LS
% INK BER, FHE T @M c-jun K, Fithig
T c-jun 5 B23 FAEAEH. INK KI#GE F
c-jun FI3E 91 193 £i7 Thr B4k, BERRLIZF c-jun
LLE AR S & HIB23 - B AL 2% K, T ARFALIE T
5 B23 HEERBE R HZT. ERZHRHAM T, INK
B c-jun () FRIk B E R PEARAY, W ARF fERZ1- R
HHAEZH UV A ARGEBALEIZ . Yogev &
B SEIE R Hb R T INK fKH8if) ARF. B23 %%

BB 3R T DNA B EE - BB RS 5 H
a8 P o FAR B

Tt & GTP/GDP # ¥4 Fik £ BB N
BRI EARBAL, XSRS RERKHEET
MNP EARGENYE RN EEINA. BRE
B KA FHLHIRFFRRIE A, BEX T4 FHl
HIRBRFUR A R B A RS 5 N B %
. 3 HBEE E ARG S A SRR R K
B, USSR EARBEMEEEMEZ CER RN E
iy BALURAARDIBERISER P L EEEEEE
WS AEA
2.4 NMHERZREBREZCHBA

20 LA PR R B A= B B R B L %A,
R Woo 2V I i B 1 i RECQLA 78 A0 R 3 i
] AL 2#%1~ . RECQL4 f5 Rothmund-Thomson
LA E(RTS)FM X MR IERE, URERTNSIHE
Kb, A5 51 KME%. fE4H+ RECQLY FE
EN TR, OB EMERIL. Eid RECQL4-
GFP #8530 K I, N s ¥ € 7 RECQLA4 W% E AL
376~386 ML/FFIRE T EMBIZEL . LAEHK
DNA 5 RFIERER. REFLFURUV R
5.y ST RS, RECQLA BRI R AEKZE. B
2 IS A S B R R LB R RECQLA R&E
BA—. Wi T7 MEEE A R fiE R 4K B RECQLA
5 PARP-1 i E/EF, PARP-1 /22 5 DNA #ifits 5
HIBE. 4F5E FHAEIFFE PARP-1 B, RECQLA4 1)
BAZ A Z R M. #ESE R HIA T RECQL4 /Y
C ifEAASNAT LS PARP-1 AHE 1B, PARP-1 (RE T
RECQLA 5 FEMNIK A B RN F5MaHE
RIR PML 7640 B 3 R B 78 8 A A FRIER & 20,

B] L, 740 M ORI B A= H R AT LU
R E AR A . HEXES TBE
BA-HERKIETIRE, S 5HEXARATIED), -
HABAR B —ANE R R, TR — PR
FNBEHIE .

3 B4

LR, BRI HENEHE. BT
ANEA RN, 7E50r BOTFIR A —E R, Frid
B HRCAE R ZHZ L EARA¥EBRHANRE—
MM AL RS . HECHBRES KNERIEE
KRR, ARAE A RIS BN AR Dh RERIRR FTERLER,
b, B BER. ERFE. EHRKN R
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Nucleolar Proteins: Their Location, Translocation and Nucleolar Functions

Xu-Xu Sun, Jing Yi*
(Department of Cell Biology, Shanghai Jiao Tong University School of Medicine, Shanghai 200025, China)

Abstract T he nucleolus is traditionally known as a place for ribosome biogenesis. However, various
unexpected roles for the nucleolus have been indicated by the research during the past decade. The nucleolus is a
highly dynamic subnuclear compartment in which various nucleolar proteins are transported in and out accompany-
ing with ribosome-related rRNA and proteins. While under stress conditions, nucleolus’ serve as the cell stress
sensor. Many nucleolar proteins change their location and distribution in and out of nucleolus, and alter their functions,
to mediate response to the stress.

Key words nucleolus; cell stress; protein translocation
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