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SUMMARY

Ciliated protozoa have two functionally and structurally distinct nuclei, a somatic macronucleus
(MAC) and a germline micronucleus (MIC), in the same cytoplasm. Nuclear dimorphism is one of the
most mysterious puzzles in Ciliate Biology: how these two distinct nuclei are formed in a single cell
remains to be solved. Toward this end, we have studied structural differences between the MAC and
MIC in Tetrahymena thermophila and have found that the two nuclei have distinctive nuclear pore
complexes. Importantly, this difference affects the nuclear entry of nucleus-specific nuclear proteins.
This finding suggests that the nuclear pore complex together with the nuclear transport system may be
one of the key factors that generate the nuclear dimorphism in 7. thermophila. In this review, I will focus
on the differences between the MAC and MIC nuclear pore complexes and discuss how these difference
can cause nucleus-specific nuclear transport leading to nuclear dimorphism in ciliates.
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FLHI

WMEDRFICET DIRAAEWIL, MENICKE
(macronucleus) & /% (micronucleus) &9 2 fiifH
DOfIfasE (LU, B &4 W) %R (Karrer, 2000; Orias
etal,2011) . KB L/, ARIBART LI ICKRES
WEWDRH D, ERLSMCE, BEShTnH%E
RO, 7 v~ F » OEHEE, BEIEME O A I, DNA
BROZA I 7, BOROFKRE, a7 i TR
o TS, KL, TRTOAEMBLRIIRE W CEIR
FOEFZH S TWDHDITKR LT, /ML, i
TITEBEIEMED 722 <, AFEIERIZ 350 T O HBBH
Db s, BEALERE & AR K MR
\F % 2 M (nuclear dimorphism) & FEEND Z D A
T A, EREN b o= — 7 R BRI O —
DTHY, %< OWERFEE OB A5 & D17 TV
5.

O EDOMPANT 2 FEOEMEW T oD T
DITIE, TNENOBEOEE LEREEZE S & g
KA, BEIOEA~E LS BESLD Z EBANETH
5. BoORmIZIE, BB (nuclear pore) & FEIEILD

(&7 DEBAFEL TN, & MG DM owmE
fsix, ZOBEILEE L TfThd. Bxik, Ki%
BN B KIigG~, /IMEH R0 B R IME~IE LS
OV T 272 DI, AL & 2 ORISR 22 E
BUNETHAH) EEXTZ. £TIZT, TR 1
Tetrahymena thermophila D K¥ET ) BT — 2 ~<— R

(Eisenetal., 2006) 76, 7 I/ ERECHIOFHFEIMEE
LT, BEALETE S DEEALEGIROMR Y Ry
BEREL, TNONEDL L OBOBELIZRET D
MERARTo. FORER, KiE & /IME OIS B
TERZRENE R L, ZOBEWRERICES o7 E
DOEOFFICESEG LTS Z 2 X LD, =
DI LY, BERPES 7 B a2 2~ Ey
JAHAB DO L 9 AL MNT I o 7. KA
WIZ2FEOEEZ R ST-0I1I21E, b &Rl IZa b
LT OHMBPNUETHY, TDohTEM L o
TWD DL, BE L < BEIEFLIEE & BN R O 25
fbicdh 2 Z LIxEVNR V. rDBIRo7 T
thermophila OIZNEAAEGRIZBT 2098 &, BT 2
RO R A L, 2 BRI T 2 i
it (nucleocytoplasmic transport) OfLFLAIZ DN THE
L.

BEAEEHLEXY LARY > (HEH)
BB AR (nuclear pore complex; NPC) 1, A%

FlICFEET A E R X 7 EfEEERTH D (K
1A) . 204 &1, BYHE TR 125 MDa

7 8T b AT OEREIEAE

(Reicheltetal., 1990) , [#RECTIE#H 66 MDa (Routand
Blobel, 1993) {2 3 L O, BEEDSME & NI A HiE L
T, MIRE & BN & EAE 3 5l C do DAL & TR AR
LTW5%. EFHMETCTHESND NPC T 8 D
HESH AT, SMRITHEHEE MG CHY 120 nm, FEREC
#9100 nm T 5 (Fahrenkrog et al., 1998) . T. ther-
mophila ® NPC DAMRIL, K-/MEE HI2~80nm (&
RiTH, KFERK) C, MEOZNEEEHICXEIT 5
Z LI TE R (X 1B) . T thermophila D% BT
% NPC /B EEE, Witk e b 45 fHum® & BALD
53U (Iwamoto et al., 2009) , M FLEASE ML D 3-4 {#/
um?® (Daigle etal.,2001) <2, HHIERERFD 11-15 f8/um?

(Winey etal., 1997) £ VX521 % <, Xenopus JiHE
RO 50 f8/um* (Maul, 1977) OAEIZITV. ZDZ
LD, T thermophila TiX, FEF TG —HE
LS B Z b TnD EEXbND.

NPC &S % & v /)7 i, ZHE T B
L EFRERE (Saccharomyces cerevisiae) 72 & TH) 30
HEARIESNTEBY, X7 AR Y~ (nucleoporin;
Nup) E#FrS#% (Cronshaw et al., 2002; Rout et al.,
2000) . ZN 528 OREEE T OEA L THERR S
R BBEREES> T 5. NPC i3S |, i
747 AN, FULHSER, BIOBENAZ Ty MZ
KAl a (K 1A) . D HEE RN O 8 B @ k2 1,
3FEBEOBEEMX 7 L AR Y > (Poml2l, Ndcl,
gp210) RE/E L, NPC AR T I — LT D (K
275) . BEENESEIR A I P L DAL VAR T 1 —
T % Nupl07-Nupl60 #HE A & Nup93 G AL E
L, SBIENBEEKRDO LI, 7= T T =00
U (FG) PEETHERTL2FG Y B —habo
72 FG-X 27 L AR Y o (Terry and Wente, 2009) 73%4%
ELELTHROAEFLL TS (M2/4k) . gk
ICHEREE 2T H00, 2D FG-X 7 LARY T
HY, BTHBRT LD, Fxr BRK/PETENE ZNE
L7 Nup98 & FG-XZ LARY DO EDTHS.

FG-X 7 LARY @ FG U v'— MMk, Soifsk
BEEMORNT LRV TARYMET, 70T A0 M
OFEFERT (K 1A) . ZOIZ2 IR E LT
F A MR, BZ2OFEENSTFELTEY, Th
LOFHRELL S LRBKIICHEGT 22 & T, LS
WZ3MITA v ¥ a EEDER SN D. Z OREEN)1
5BHNELTEE, K 60 kDa Ll EO&ESTHEDA
HIERZHIT 5 EEZ BN TWD (b 5T
T IVDEA JID O & O; Frey and Gorlich, 2007) . Z4u
T 72 WG OEMRIR TH D importin-p (XZ 1L H
HC100kDa Lh EOKE SITb b b, Biila
HBTE5D7EA 95 ). Importin-f R°F DA —/3—
77 Y= 1L, FG-X 7 LARY O F ik & fk
BTELHKMERTry FEboTEY, ZOMKEICEK
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X 1

BNEALEATR (nuclear pore complex; NPC) . A) —f%72 NPC DET /v (FEEifia) . A MRE,

{23 E%N. CF HIlE 7 + 7 A2 b (cytoplasmic filament) , CS; F/0METE R (central NPC structure) , NB; BN/X A7

I (nuclear basket) .

OSSR DA D BEIFEALN & FLERLHENE, 7 4 7 A2 MED FG-X 7 LA R Y IZilii=&n T

W5, B) T thermophila DFEBMEE. 5 UV 1L NPC ON#E AT

D7 LARY CHOBUKRESEZTEL, 51550
EIRSHNCHF LA 28 DAL Z @R 5 LB %
5T 5 (Frey etal., 2006) .

NPC & X7 LARY »OMFFEICIE, ZNET S
cerevisine £t NEEMEAZ AL, BIFEET
SEEAEY, B, 7O OISR B AR 4y R

(closed mitosis) & 33 Z 72 5 AWM OET VAR E LT,
BB LB FEEE AW, 2, 785 QNI R SR
3% (openmitosis) IR HIEMDOENE L TEN
FRONTE . BIEFHRMELE L TOHRNT
I B S cerevisiae \ZBITHWEN Y —FL, €D
#%, HeLa flifid/s & COMFEIBEL TELERH D.
Wi O NPC ORFRIE & STV eedh, ZHET, B
MRS D EEBE T, SEZEYMO NPC IHIZ
ERERORER TRV > TWnB EEZX LN T, L
DU D, BEREE ZMaEhL, LRI
—OREHTHDLIAEA ha v X IIET L0, miE
D NPCHERAELICTWADITERDOZ L L2 D725
5. FEEEDO L Z A, NPC DAL T, LM%
FOBENI Lo TR BRI TNWD Z LRG0 o
T & 72 (Mansetal., 2004; DeGrasse et al., 2009; Iwamoto
etal.,2010) . NPC HEiEDE MV, BEHEREDEWRZ D

HI IR OB WICESRE T 2 ATREME A @ W 2, KV IR
WHELPH D AT OV T NPC fEEE TN, 2 bzt
R L TV ZENEETHD. 20 LI 75
X, A ORFECE(CREZ 2R 5 FTEET
B DIENY T, @mEEMOZHRE ORI OB
fRIZ BN D L Bbh s, FAAEME, TOEER—
BEHIEY S AT HENH T ENTE S,

T. thermophila DX I LA R >

2 lX, T thermophila DKEEY ) LODOT — X <—
2 (Eisen et al., 2006) 25, ¥Ex 72 AEMFEDOEEMD
X7 VARY v EESIFEEEE b o 2851 % AT HE
IRV IWH L7z, T thermophila DX 7 VAR Y
%, MREICESIRFEEDNRWIC S 2 0b 63, 7
I BERCY 2 D LI LICRER T, 9 30 D D &
WHBILTWAX 7 LARY D55, 13 HOBIET
FROTHTZ LN TE 7= (Iwamoto et al., 2009)

(X24) . 20550 4 {#iE Nup98 O IFEEF

XZar) by, YLD 9 FEBEITEED R
SEDOBARF Tholz. TS DBIGTEYE GFP [l
AR E L CTHRIESYE, MIBNBEZR LA,
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Metazoan T. thermophila

o0

lup: up
Nup133 Nup43
Nup107 Nup37
Nup96 Sehl
Secl3
Nup205
Nup188
Nup155
Nup93
Nup35

7 Nupi60 Nup85"
Nup133 Nup43
Nup107 Nup37

Nup96 Sehl
Secl3

Nup96 Sehl
Secl3

0

X2 NPC NTOXZ LARY OBRLER. A& %H)
WHIN D NPC, £1% T. thermophila O NPC &R, Zf
ORy 7 A%, BEEMX 7 LARY v OEAK HE
1%, FG-X 7 LARY v &KT. 72721, Nup214 LEEK
ZIERT % Nup88 1% FG U v— M & #7272\ . T thermo-
phila \Z3B\F 2 7 L —FRELOX 7 VARY %, K
EDyFRiERT. FT2, T thermophila ® Nup308 1%
Nup358 (ZAHY T 2R DO FREME S H 223, BIfED & =
5, TORY Y a VIFAWHTH S.

EHEBE TR RO OV 9 B, K E/MEm
F OB E - I3EICRE L (XK3) . Ziucxt
LCHAWI &2, 4 FEEHO Nup98 /X7 7T, 2
FREDS KAZIS, oo 2 FEEL IMETRE RN RIET
L2 ENShotz (K3) . ZoOfEEIE, #EHROK
¥ - /MEED NPC 1, BEEEIIAE T2 00, %
N OHRENTITA L NRENRDH D 2 & &Pk
WIRTHOTHD.

IEEIZIET B X2 LAY

W ICRET HX 7 LARY D55, Nuplss,
2p210, Nup96, Nup93, Sehl, Secl3, Nup54, ¥} L O
Nup50 [ FFERAEMILSRFESNTZX 7 VARY &~
THY, BEDHYMROALY e St T ohiz 2
URUBHEZOEEMMA LIz, Sehl & Secl3 LiFh
DY R BHIMFTOENTHTFIEL, v hALryne
7 O4r 1 (kDa) #KLTWDH2d, Zhbid T
thermophila DX 7 VARY v OEEO Sy FmaE R L
TIIWeW (B2 T thermophila @ Nupl55 (% 235
kDa, Nup54 13 37kDa) .

ZHUZRE L, Nup308 (308 kDa) (ZIIFHY 7 2 BER
DX LVARY PR YT-5R0WT=8, T thermo-
phila Dy TREEZMTE. ZOX 7 VAR T,
300 kDa ## 2 5 K& I T, FG Y E— b &F2 LW
O REEUT, BV OMIE 7 4 T A 2 N AR

7 8T b AT OEREIEAE

% Nup358 (RanBP2) (X1,2 &) LIiET25H0
T 5N, Nup358 H4F-> Ran-binding domain, Zn-
finger domain 72 & OHEEENEREIE (Wu et al., 1995) 1%
Nup308 [ZIEAHNT, F72 FG U v— MMEOALE
75 Nup358 Ti% C KA TH 5 DIZH LT, Nup308 T
N RUNZFET D70 L, gL KREREVDA
b, THHEOENNS, Nup308 1T Nup3s58 O
AR 7 v —X— N TlX7e <, T thermophila \ZFF
BPeX 7 VARY B Z 5405, Nup308 I3, #ik
ERRFE OBERRIZE S LTS ATREMR S 5.
JEEER X 7 LARY D gp210 1ZEMMIICEF
EL, BRICEALNZWVWZ D, SHlEiic
BAOKRDEEZLNTE . BEEILICBT D
gp210 Do FRERRIZ L < 3o TR WA, mEEH)
WTiE, WL O OMIEBTE DI L CIXIELA
T 5 Z & X (Eriksson et al, 2004; Olsson et al.,
2004) , FHMRIC Z o CRBUCKRERENRRAOND Z
L5 (Olsson et al., 1999) , FHFFRN 2@ %2
DHLDTH->T, ML LTI SIFEEETIER
WEHEZLNTWS, L LARNS, in silico DHF
JeiE, gp210 PEEREZBR<S IZE AL DEBAY (£
< OHEMAY O R Z EiTe) ([CEEICRES T
oy CThdHI LE B LTEY (Mans et al,
2004) , ML~V CEBERME XA L TRV E T
EzIZ W, BIFEDO L A, T thermophila 1% gp210
DOIFFEN EBRINFEN S =M — O BT LT
HY, ML LT gp2l10 OFEEED 12D D
W FERRTHDLENZD.
WRICRIET DX 7 LARY v oficiy, Kige
INETCHEE RS T2 0 OJRERN R D b ONFE
T5. ELED GFP O NBEE LR LSS,
Nupl55 & Sehl 1Z/MED M &5k (K3) .
72 Nup50 DAL, BEINTTRSRFELREZR-T
W5, IMETIREBEBER RSN DM, K TIEl
BIZRAEL, BEECIIEELRREZRONZR D
(X3) . Lo, sy & vz £, NPC
WD BT KL &/ ME TR > T D FTREMER &
L. ADEZA, ZOREOEWD NPC OEEEIC Y
IV BIREFFODNET o TORNWA, [F—0
EWNT NPC HERIR Y DRI ABEZ D LB TE D
L ERBT D ZOMEIE, WEAEYD NPC DG
LHEREAE XD ETHRAWEEEZRE L T D,

BEERIG 22X 2 LAY > Nup98

Nup98 OBEFFEIT—AEDL>TnD. £< D
M, Nup98 EfnF1E Nup96 i+ EMa LT
D, OESOBBTHEmE L THAHEND., £ L
THEIRZIZ, B CYIWEM (autopeptidase activity)
IZE VB &, &2 Nup98 12, HHUED
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B3 T thermophila X 7 VAR » OMIENIHTE. WIiLh NARMANZ GFP ZFl G L7 b D& R I . RENT/ME
DAfEZE, TAZY AT, KEONEYZNEIAT. MIROREEIZ L - T, digestive vacuole PHHZ L MBIZE &

#U%. Iwamoto et al. (2009) @ Figure 1 % (%,

2% Nup96 (2725 DT 5. Nup98 1%, N KMIZ FG
U B — M, C RKIBICRIFMED LV Nucleoporin2
RAAL Y BFESZLIZLoTERSIND (M4) .

Nucleoporin2 (X H CUIBITEHEEZFO N AL L ThH
D, RALCHNBIBIAEIET S RAARSIE ATF V0~
Trx= VT T =v—k1 (HFS) ® F-S fZLIkL
T, 2 KORYXFF FEEAE L SHE S (Fontoura et
al., 1999; Rosenblum and Blobel, 1999; Iwamoto et al.,
2010) . AP OAR Y T F KA Nup98, # il
Nup96 & WO BERERIIC R ST X 7 LARY &7
5. Nucleoporin2 %, H & D R A A 1% % Gl
T 578, YT Nup98 @ C RKEALE S5 Z &
2725, —J, fEYHINE Tl Nup98 & Nup96 135!~
DB T RIS LB Im & LCENRERa— R
ERNTW5. T hTEAFD Nup98 /RT 1/ 4 FifH
DHH, KM 2 FEE (NUP2, NUP3) &/NMER 1

fE¥E (NUP4) 1% Nucleoporin2 N A A > DE I
a RUBFEL, %AD Nup96 2 R\=kih 2 A 7
DYHDE ST, GO 1 FdE (NUPS) 1%, UIkT
WAL o> HFS BlF ZFH, #4:0 Nup96 (2272035
FEMA A TOLEDRE S (K4) . BARARIT,
NUP5 OO H % 3Bl S 72 Nup96 (Nup5p_C)
I RE Lz (K3) .

KL NEE TS Nup98 D U E°— ML
KEEZIRIET D Nup98 &/IMEICRTET 5 H DDk
TER 7B, N RBICHFES DY v — MRS H
% (X4) . BVMIfRCEERE 72 & OBEAI O Nup98 T
%, FG VE—hDOERTHL T Y v r-mAf -
Tz=NT T ==Y v (GLFG) VU E— k24
B THY (Wente et al., 1992; Powers et al., 1997) ,
Z OE4r T importin-B (BZ VR % D IEIEAK) < ex-
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Nucleoporin2

e SRR EH
MacNup9sB ——FHiHHil———om
 E—)

PETTY FTETTY 4
p F=HHHBE B t
HFS Nup96

MicNup98B /s

MIC NPC &</

4 T thermophila ® Nup98. A) 4 FiH Nup98 /X7 1

MAC NPC\ /

7. REIWZRET 5 DX MacNup98A (Nup2p) &
MacNup98B (Nup3p) T, /IMZIZRTET % DI MicNup98A
(Nup4p) & MicNup98B (Nup5p N) Th 5. #HOFHEHR
1%, GLFG 7213 xxFG X IIRFFEDT 2 / EHRT)
EF— 7, FOMHFRTNIFN £ 7213 L O xxFx TF—7
DB ZRT. 7L —DAR v 7 A%, Nucleoporin2 N A A
Y EF L, MicNup98B @ K A A NIZITH S U1 b
Td % HFS Bl ONLE % B OHER T3, MicNup9sB
DYWL E L 0 AN IE Nup96 DECHI235E< . B) NPC N
T® Nup98 DO PEL{E. MacNup98A, B & A4 L v ¥,
MicNup98A, B Z# H B TR LTV S.

portin (BZSh ik O EME) & #5A 75 (Radu et al.,
1995; Yaseen and Blobel, 1997; Fontoura et al., 2000; Oka
etal, 2010) . 2 FEIHDOKEE L A 7D Nup98 (21, Hht
AIf)78 GLFG U ©— MAMELE LTe2d, 2 B O/ M
24 7O Nup98 121X GLFG U v— h&EZ AD, FG
EF—T7TTOIFEAEFE Lo, Ll
Do, EWE L OFEEICKEAD F iREE, MEX A
7O Nup98 IZH GLFG V B— h LIZEF L E v FC
FELTNDODOT, FEXEZFMNILTT 74 Ay
FMLTHDE, TARTF YR, ~-T 2=
NT T =2=T AT X (NIFN) £720%, BV -
AV v=-T 2o VT T2 =T AT X
(SIFN) ¢ W —mEbol=EF—7D I E— |k
(NIFN U &— k L EFE) BHEET DL B0z
(Iwamoto et al., 2009) . ZIZEhO VU v©— ~HElg %
MRk 327 I 7 BRI, R CTIIAHEEE D
PG Y vF (KED) £ENY vF (UME) A
R—Y—FFN ORI, BOKYED LF (KE%) £72IX IF
UEZ) B —ERRTHEET D & v 9 IEFITRIE -
bDTholz. MEF—7IZHBET D F FRIENE

> iR O EICE

7 8T b AT OEREIEAE

WKL DFEAICAVERD EEZ BN, W
oY v— MERLERKEFHAETE L LTSN
DN, TNENOEF— 7 IR T D ER
ERFET D00, F RILEHOT I/ BRI A E
DHET LD ERN R ENS
<, INHIEFABRMMLENIREMETH S

BlA D722 U B — MEEIIZ E D L S RAEYT
RI7RBEBRH L0759 D KiEE Nup9s IZR LD
GLFG U ©— MZ, SRR 84 B2 o
VEEY® Nup98 AEw ZICHE L TIFEET D, &
Z A, Arabidopsis % HE & B D Nup98 DU
v — hMX GLFG Tidi<, 7rl)r-77=-"7=
=NT T == U v (PAFG) £F —7REE T
5 (Iwamoto et al., 2010) . L7=23->7T, GLFG IX
EEMAEYO Nup98 IZHBD Y v — FEF —7 Tl
R FT, AR INTWDIRALEY D
Nup98 # RIEL THDL L, FAEMIHBEB LD
HRLNT, SEIERVE— NET—TIDBFET
%. GLFG (¥, #FHRLFUELTAAT =225
XD Theileria, Toxoplasma, Cryptosporidium 73 ¥
OTEaryFL I RERBIZAR LS. T thermophila
DAMIR MDA LY CTh 573, B HAEIEEOH
DY) AR TN EbH Y, GLFG £
F— 7 EFFIEICEERH D ONE S MIED L Z
Aahbipv. —JF, BRAEEOBERTH D
Paramecium tetraurelia DT — X X—AZH21% 7
FEFHD Nup98 FiEfs+12i%, GLFG EF—7134<
ALY, NIFN YV E— &Eob o0 5 i, FG
VE—FEF2b00 1 FEEE, ARV E— L%
Fiz7e b o 1 FEFAT D (Iwamoto et al.,

2010) . THNOHMKREEE/NED EDL LIZRET D0
RGN TW WD, ERICEETIET—7

i, #H¥) 72 GLFG TiE72 <, NIFN © XL 5 Th
L. LD LR s, EBEHRIZHITS Nupd8 OF U ¥
TN Y E— FEF—71F NIFN 7200, Zihve b
Paramecium J&N GLEG U B'— M &k o= DO % it

WAL, MOMER, S HIIETARE T —F
E%mﬁ/Amh%ﬁ% T L IR A 1T O
WENDD.

Nup98 DFEEIE 7060 Tl 5 22K

T. thermophila @ Nup98 ORZIRINMEDREIL, 2 £
HAEMORY I L2525 LT, KYVEENTER
REETH S, AW D Nup98 1%, Nucleoporin2 N
AA gt C RO globular 72581 T NPC & FHA.
VERS 2 2 L0337 -> T % (Hodel et al., 2002) .
7 7t AF® Nup98 HRIERIZ C RHMIT NPC IZHE
ALTNDEEZLNDN, BHBERIEL C RKMTHR
EDHO0, THEHBERNNZY E— MEKROH D
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Putative MAC-targeting domain

/—/%
MacNuPOSA JEEHIEHE I —H I ———

109

X5 MacNup98A & MicNup98A D
A 7 4y F. BigMic ¥ A J7 X

Putative MIC-targeting domain

MicNup98A ===HHHHlHHIH——FF—"T—"
Chimera BigMic (il HHFHHHHF—=HHHHHHHHIH———— localizaion

MacNup98A @ N KMl GLFG VY &°— |
& MicNup98A @ C RlFH % b 5,

o /MEENPC IZJRifET 5. BigMac % A 7

Chimera BigMac =.=mmﬁmﬁm=:|::pf‘géﬁzam

N RUTREDLZOEASL I . ZOMEEMRL -
IZ, MacNup98A & MicNup98A @ N K]V &°— K F
W& C RMIBEE A 51 Tl E B 2 72 Nup98 O F 2
T EERL, b OEEILRBTEICE T 5 Bk
PREEF AT, O&Di%, KREEA MacNup98A @ N
KM GLFG Y v— RE & /MEAL MicNup98A ¢ C
KB EF>H O T, i, /MEEL MicNup98A
@ N KM NIFN U v— hE & KiE%AD MacNup98A
D C KAESZHFSLDOTHS (M5 . ZHbEM
JANTRBESERZL 24, WY C REESNICH
WekTa ORI > T2 RfEE R LT, L
72Mo>T, T hTt A5 D Nup98 I, HEEICKHE
72 C KEEHIA, FRHIEGERMEZ BIRE LTV D
TENGM oL, L LRSS, C RKEROT 2/
FERLFNL 4 FEONT v JHCERE il EIC R
o TRBY, KEREZITMIREEZRET S X
2 7R A ORELY B B VIXERIEE T I AT 2 &
X TERhoT.

Nup98 DRZEIRVEDY, Nup98 Al DR 771F Tk %
2 L3 E 2 ¥, NPC HIZAFIET D Nup98 DFEA
N—= R = K EETES TWORERD D,
A ¥ T, Nup96, Nup88, Tpr, Poml2l 72 & A3
Nup98 OfEHF/S—hF—LLTHESNLTWVD
(Griffis et al., 2003; Fontoura et al., 2001; Mitchell et al.,
2010) . 7 h 7B AFTIE, Nup96 (TMZICIFAEL
TWAB7D, A= M —Tho> THERIMED
WER - TIEAv, 2k LT, Nup88, Tpr, ¥
L Poml2l 1I7 T B AFTHERRIETHY, =
NONREENETRRS>TWVWT, 2O &R
Nup98 DIEERMEZRTE L TWHDDONH L7,
H LI, M@ T 2 X7 LARY ot
o TWDZ &M, Nup98 DIZIRIRVEITAT S 0
WEEEZ TOAHAREELS .

EIRNGEE A1 B 575 Nup98

N K& C RUZEEEZ7-F AT Nup98 41
i, ERORRELCOREZH LT 5720 T
72<, Nup98 DIZ—Hfa B s IZ 33 1) 2 HRE & fif T
THHEERMET S, PR OEY, Nup9s i N Rl

X MicNup98A @ N Kl NIFN U &°—
k& MacNup98A @ C KMAIELH] % ¢
5, KEENPCIZRET 5.

DV v— MEEZ N L CEEBEOERATH D im-
portin-B EAHAANEH TS, ¥ AT 5Tk, REEZA
7O GLFG V v'— h2V/ME NPC IZRFTREL, /b
% A4 7@ NIFN U &'— b 23K NPC ([ RATRET
. ZOX DR TR BEANBRET EDL D
KRB EZ A0S D) Nup98 O U v'— hiEg
DEENTET TR IRI A NTHE DS LT 5 & LT
5, ¥ AT TERET LM T, KEHEIT/N
B bk S, MEEIIRZIC b E]E SN D I
PFTTHDH. LU bEEICE, BRIRNEY
VONTEN, M OEA~EES TR ENS Lo
ZEiFEZ 542572 (Iwamoto et al., 2009) . Z D
FERIE, Nup98 721) IR 22 8% PN ik & R L
SHDZEFTET, MEMEEENA~TEIATIC
X, B E 7 NI ORGSR IR 72 R S L E
ThHHZLEZRBETLIHDOTHD.

L ZAN, X ATRIMIL T, BORIRREN
BRI TARA D BB H -, ORI 2R KN & s
ZEDORENF A T HF ORI L > TE L I
ENoThsd. Tobb, KEHRARY v h—
E ARy Hl R & hr H2AZ, KEZ~ER B 6
RENDERIELY 7T @iICER) 2E1E, K
B NPC \ZHPTRET 5/MENIFN J B — ML 5T
KEE~OEEZREN, FHFEIS, PMMEIRFRNRY >
J1—k A M MLH IE, /M% NPC IZEFTRET 5K
B GLFG U B— MZ X o TME~OlREZRENT-
(Iwamoto et al., 2009) . Z OFERIL, Nup98 DE%iE
P72 ) E— NEIDS, )7 OB~ DM E O
JEEFLAE M 126 L CILERNCHER 2 [Egh R &2 5o
T EERBELTWAD. Nup98 X, NPC OHA D Off
WALET DX 7 VAR U ThHED (X2, 4 &
B, ERSERR R S B IREAL A R T A E AT O 5T
RoTWhEEZLND. BE L, KEZEMRKIT
/ME NIEN U B — MIxt L TE o 7= < Btk s &
<, RIS, /DEGEWRIZREE GLEG U B — Mk
LTCTEo=< BfENENZD, X T5TDRE
WL > THEBEADOHEAY AT TN TLE 9D
MH LR, ZOZ L xHENDDHTZHIT, GLFG
BELONIFN U E— b & s iA & ofs A8
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FG-Nup

6 WRSILEL, RSHEMRIE, BLOFG-X 7 LARY v
DOFfR. A) BaEFE (cargo) b OERTE(LY 7 v
(NLS) 1 importin-o. | & > TFR#k 41, & HIZ importin
-a 73t -2 IBB (importin-B-binding) E:%17Y importin-p 127
WIhsZ LT, ZHABAEERERET 5. B) Importin-f 23
FG-X 7 VARV DT 74 =T 4—%H DI L T=
FEARIIEEAL L BRATE 5.

PEEELFNCTRRDLER S 5.

DXk OV ¥— MEIND & B FERER) FIX, 2 K%
PEOMEBREMENC LS ZZ AT Z EnTE
TDOTH-T, 1| BEOMTIILERND, KIZE)
ERFELIZELTY, TREERNICAHTZ L
FREETH- 7o BEZOND. Bk EMEORLR D
2 DORENE—MENICFET HERIE, ZEok
1 L BERE & DRI E A D 12D D4 72 in vivo FEBR
DARERENT-RTHDLEVZD.

RBROGEAMZICHDETEDOMOER : ERE
EHREL T

Nup98 DV v'— MEM DT I/ FEHLAR OE T,
KIS DIEPRIA CTH 5 importin-p & DFLAINEIZ A
ERIFTEEZEZ LD, importin-p DEZJRTEMEIL
2B TEWVWAR OGNS THSD. Chalkaer 51T,
importin-a BXW B 77 I V=L FPHINDZ N
7 EOMINIFHIEZ #E LT\ b (Malone et al,
2008) . &SN L7z 13 #EEHO importin-o (215,
KIZFERPNZRTET 5 O 2 FlH, /MERFRNIZ
JFET 500 9 FlfH, MREZRILVHLON 2
FEEAAFAE L7z, Importin-a 1%, #EIND ¥ "7

(B EE) & importin-p #E ST X7 ¥ —[KFT
HY, FG-X 7 LARY v EITEBMEIER L7220

(Ke6) 7=, Zi o Z#EMT 5 importin-fp 7 7 I
U—DMETHD. Chalkaer HIE, importin-f 7 7 I
U— L LTI HEE QFEHEO exportin Z&Te) Ol
RN RTEZRN, 0 OHICKERRENL b O
FEET D0, IERRAR S DIIEMEL ol
S LTWA. INEERRR 7R importin-o & TEMET

7 8T b AT OEREIEAE

Imb1p

7 T. thermophila @ importin-p 7 7 I U — % > /7 /4,
KL /NED T IZRHTET 5B D (Implp) , IMEIZTZNT
RETHEIICAZD LD (Imp2p) , BLOKEE TR
ET2E9IC/ZDHD (Impdp) BFEETH. 727201,
Malone et al. (2008) D5 TiX, Imp2p O/ NMEZRTIEMEIZ D
WIS THRY. WS N KRS GFP Z @l é
L7cb D& ST, RANT/MEONEE R T

% importin-f (Z/MEFFRA R R/EEZRTIEZTTH
5. ZDOFEZIZHESNWT, FrxlE Malone et al. (2008)
MEE LT 11 FEEO importin-p & > 737 'E OFHT
L, ENDSNOFT- T importin-f F > X7 B O LR
ATV, R R A O R EZ D T D &
IATHD (NTHH) .

Importin-B 23MEN LT DA LE I, BRE
{7+ /v (nuclear localization signal; NLS) & FEiE
AT I BRICE A TERR IR B S DS FE L T
% (Yoneda, 1997; Lange et al., 2007) . Wi, %
WITEZRH LImilo L5 R b0 TH D, #ARYAR
NLS (3% 97 & 7% —® importin-a |2 & » TRk
AL, T importin-B 2%, #EEIE & importin-o O
GERERHLTHEET D LT, ZFHEERBIEK
&N % (Rexach and Blobel, 1995) (X6) . %7
NLS O FIZiE, importin-o %/ &3, [E## importin-p
T IV —HUNRTBIIREBEIND DO LM
LRTWA. (B RMAEO NLS (21%, KEITX %5
L7ebDENEAITERR LT bORFET HDEA
D7 BUE, 7 hT b AT OMBANT NLS & LTH
BT 22 LBMbNTVDHME—DRSNE, v I7
T AIA SV40 DT — T HURICH KT 5 classic
NLS (PKKKRKV) T 5 (Kalderon et al., 1984) .
ZOEINE, BRx RAEMECERERY e e L
T Z eéRmenTHBY, T T AFTHE, Z
DOELFNZ AN LTz & 87 BT REE AT T ik &
I, NEASITEE S 72V (White et al., 1989; Raha-
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man et al., 2008; Iwamoto et al., 2009) . L7=2->TK
BATE 2ET 5 NLS &, Thzimdsd 5 RaEiR
MRS RIITFETH LSO THD. LonLaens, /A
i NLS 28, T T AFOX LRI EIZHEKT
% NLS Bz &< Mmoo TNz, KE& NLS
L/ME NLS OB E 9 W BN H > TIT & Jen
DN DOPEIRHTH D, ZNOHNRFREI NN
X, BRNZ VR BOREXHRAIC2 Y hr—LT
DT ENFEREERY, BENY Xy OREREREITIC
BNLOTT T, REE L /IMEDO SRR N BT
5 ENTELLIITRDNE LiLZeu.

WERICETIREARSHEFARDO I D

WEREMFOROEERMNOOE DL, 2
HERED LS AT - RSN EWV)
ZEThD. KL/, BABRETERIND
1 DOZHEEN»LHILLTAEL D, ZHFE 1 o
2o l=Emn, (T thermophila DIFH) 2 [IHH LT
4 DTV, FD 2 ONRKEEIZ, VD 2 OWR/NE
Wb+ 5. 2 oSMLiERE TA U D KB O
EH e N, EO%ROBHEREROE NG| ST
BV WA, b OPIHIBREICE Z B 0%
fEIZ NPC & REANEIER O O - /&) 23 &
DEICFEETINEHLLCTEZ LN, 5%0D
REERETHS.

LDEZAFADPRIETE X LARY Ui 13
BETHY, KABEBETEVWSRAH SO
Nup98 O/XZ7r 77217 Thb. NPC LT HX 7
VAR %, AW L SR 30 FEIXEET
HEEZLNTNDZ EnD, BBXE 20 fEENE
RETHDENIZLITRD. BobofMELEE 2
5 ETH, NPC OIREREZMHET HZ LNEHET
Hb. INETHLNLTWDHREMEREICE > TR
W2 ENTEEX 7 LARY AL, RN D Eoi
BEWHLDOTH Y, NPC O & HEEED TR 72 56
NEBEILOTHDLEEZLND. —F, HEhE
OFEFRVEICARD D b O, REEMEHEICR-
DD IR WHRIFEE D 20 I A E D AR F
ZOHITIE Nup98 D JRTEEIRMED 5y 7 Hellk & 72 o T
W5 NPC ‘B#MOFEEG/S— b —b & Eh 5 alRetk
NdD. BUE, NPC =2 R—3 2 N EAEFHTE
TEUL L, B3I EEN DS BENICERET S
EEZMED TN D, K%L /IMED NPC i % 56 2R
AL, &arR—xr ORI Z1T> TV T
ETHD. WHERD 2 BHEOIERK & HEREHIE D1
B fRE N THNE, NPC OIS TV D
LERITE 2 TEDRR .
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M

7T T v AT OEEABEEIR L kO & 1T
INTHTZY, BRI THRE TR WZIEWTIND
JR DL (FFHemErseiss) &oEM B L Ok
PRR5e) I LR, 72, Fafhicidkk
MOPEICHT>TCIHEWLEEE LI LES
PETRHH L EFES. &51C, ROEEE{TICH
B <728 o T D IEHEIE eSS 4
ICT WF9EEE AMIER T N —T D A L R— T Tz
LET. od, AR TERY EF-EHFOMRIL, B
R 5122 (B)  (#21770224) 38 X OV A4 1%
RFFE (#23128514) IZ X 2Bk &= CTiThiliz b DT
O L EEERAET
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