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Nuclear export in insects

WU Yi-Hong'?, CHEN Guo-Qing'?, WANG WenXKai'", FENG Guo-~Zhong” ( 1. College of
Agriculture, Yangtze University, Jingzhou 434025, Hubei Province, China; 2. State Key Laboratory of
Rice Biology, China National Rice Research Institute, Hangzhou 310006, China)

Abstract: Nucleocytoplasmic transport plays an essential role in diverse cellular activities. The protein
balance and the transport of RNA from the nucleus depend on the nuclear export, which is closely related
to the life processes of eukaryotes. Pathogens also take advantage of host nuclear export mechanism to
interfere with host immune response or hijack host nuclear export proteins for viral assembly and
replication. This review mainly introduced the mechanism of nuclear export in eukaryotic cells, especially
model insects such as mosquitoes and fruit flies, and described the effects of nuclear export mechanism on
physiological activities and signal pathways of insect embryonic development and immunity, as well as the
utilization and destruction of insect—related viral proteins on the nuclear export mechanism of host insects.
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AP, Ay RE s — P T Bk
H 1 52 BEL i 3 26 2 42 2R 1 Y T e 1l 52 ™ E R,
AR 5 30 [ JC i Ak S i, N R A
MEZET- ( Mason and Goldfarb, 2009)

FEARIBE 5508 LW TE 4= A B 1L 20 i O i 47 1
B, AL 2F AT T AR 2 A0 A% LA KA T e s
e BT B A FDUR) SRR AZ I, ) et 25 410 o g
TS TG T K T mRNA (1) 33K 5843 it 1 £ 4%
AR 1 20 3 LR TR A 3 40 L ) 3 5 A
AL FE AR L s 450 8 A B B R
B B SR g 25 B e rb B 0 A DD RE L AT A AT
AR BE S — 26 5 B 55 X0 B He S5 A 3 A LR AL
il A4 1) P 1 2 o

1 ZAERKE

FLAZ A0 ) 200 RO A 5 A A0 B, B DR 20 AF 7
TAMAZIN, Bl 1B ALY T R E k. AL IR
23 8] b4 e F 20 MO A 5 40 L 5 1) 4% R N S, OF
TEANML o3 2L JR OTH 2%, X2 AR IX ) T
JRAZAE W ) — A PO RRAE o LA AR W) DR 7 5 o
FEIEAE FRR S R v, AR B AE o £ vl
T2 DU A A Jo 52 8 1 A% A Y 2 A P b iz B BT
Po, DRAEN M A I 5 i = Rt AR e e AN ]
A2 Y 4 P JROTR 25 R B T, A ) R I A ) 4 YD
WL Z W fE B ag . Wik, 707 Z [ 25
FHAT S AT S s, N BT 2Ok iR A s
IR BEAG A0 e A% i i AN [ iR AR R AT AR B aS i,
FEAR W B Fem R 2800 A . A0 A% A
RO 22 1] 614 3~ 65 A% F5 3 iy 3 3 3 88 4 7 A R
FaZFLE 51K ( Nuclear pore complex, NPC) 5%
e NPCRE—FPE RWEHRE G, KM 30
ZMARRIZALEH ( Nucleoporin, Nup) HXE 16
395 DU 8 — A~ /N T FR 1 fe R &5 4, Az 120
nm, 5 70 nm, M4 F =K~ 50 ~ 110 MDa
( Devos et al. , 2014; Guglielmi et al. , 2020) . 7EM
MBI )2 ( Annulate lamellae, AL) | i7F
TE—LE2R{L NPC YZ5HE, FROG ALPC, {HREEA
% ( Nuclear basket) 5 fv .0 18 10 %5 45 ¥y
( Hampoelz et al. , 2016) . iz R0 Lk
Iei] 7 AR B PSR 43, [ E AR NPC P Y Nup 4045
Z R TR LA IR 5 45 A d8 Y Scaffold -Nup 1 &

KNAMR-HZAMR (FG) BEFIIH FCGNup, ]
Foah 5 MR 2 % /K2 11 ( Karyopherin, Kap)
S G % FGNup Lt . Bim etk
Saccharomyces cerevisiae WP I 431 Nup i F NPC
i Nup FR7E TAZAT BLHORE S A BT ) 45 45
¥ Hrp Scaffold-Nup #4 5 NPC FYZEFHERS, &
TERNE b, B — D NAR K ZY 50 nm 1Y 57 7K 38
8, FGNup 454 Kap JF5] 3 Kap48is & [ cargo
BEEMIZH (Rout et al. , 2000; Denning et al. ,
2003; Hampoelz et al. , 2019; Mobbs and Hoelz, 2020) .

2 BERFEIEER

2.1 Ran E£H

Ran ( Ras—related nuclear protein) J&—Fj) {2
FAER/ N T G, TENSFEAE Rz PR
HE PR TR, B A A R £ T AR A
e, 2 %1k n RanGTP [ i 7% & 1 ( Ran
GTPase-activating protein, RanGAP) ¥EH HE3h ¥+
P B K AE ) v 18 28 B R e 9 A W B B 1) 1 AP AR
AR K 22 5l ( Mahajan et al. , 1997; Quimby and
Dasso, 2003) . Ran 32 % 5 #% i #% 32 #H G, [A] i
Ran 75 5414 (4 H3/H4 Z54{2 3k NPC (413, £F
BRI L B U8 B 3R 45 25 O T B AT 1 2 R P 2
AE, IS 2200 2 DR R AR B HE S5 N
PHPE AR G, 3 i R i 25 B AR 2H 3% R ¥ ( Spindle
assembly factor, SAF) 45/ 22473543768, Ran 5
4y A2 T A0 R I R R R DA G, R EL
3t ( Kahana and Cleveland, 1999; Dasso, 2001;
Chen et al. , 2015; Wu et al. , 2019) . B HFEHE T
1 Ran 82 35 3E 1M 8 4% NTF2 ( Nuclear transport
factor 2) > S W K A, & 2 AW E
( Cyp4d20. Cypdael. GstD5. Sod3) ik zkZER
AR XS V5 5048 g 55 25 W) A r 38 /E D ( Lia et al.
2016a; Karamipour et al. , 2019) . AN LN
2 ( Bombyx mori nucleopolyhedrovirus, BmNPV)
FIH 15 B 80 £ M 1K 3 ( Autographa
californica multiple nucleopolyhedrovirus, AcMNPV')
TR 15 T 0 B2 Pl i 2 % microRNA ( miRNA)
FEAE F Ran SR IA, MM 1 32/ RNA
NPT ( Singh et al. , 2012; Karamipour
et al. , 2019) ,
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2.2 RanGTP-RanGDP &I}

Ran 5 Kap Z[H] BAH BAE AT 298 iz
Hy, Ran 5 GDP & GTP 20 i A [RIIE 19 Ran 2
R TR WM . RanGDP 3= %43 15 16 240 o )5 v
RanGTP 3 %431 76 240 ML A% v, 76 A% 5 5 D E 1
RanGTP ¥ J& # B TR 58 B 51 % 32 19 75 18] ( Quimby
and Dasso, 2003) . 7£ RanGTP 5 RanGDP fE# &
Bk, Kap SA0MBH e E A4S EA
A%, 5 RanGTP 455 Rt 1, Kap-
RanGTP &5y -0 A\ 40 I B A6 205 A% i s 1
RanGTP FI%2 ¥ 8 H 73 i 45 & Kap, fE%° g NPC
J&» RanGTP 7821 g Jit K fif il RanGDP, 542
SRR, Bttt E A . 41T RanGAP
% 7% RanGTPase 7K fi# RanGTP, 7=4: % RanGDP &
it I NTF2 #52 A K%, RanGDP 7E 40 g £ A Y
Ran S5 IEM A% H R 3 K T ( Ran guanine-nuclear
exchange factor, RanGEF) L) Kz i 45 Y (6 1K vk 45 13
5 K+ ( Regulator of chromosome condensation 1,
RCC1) {2 # T 5 GTP # 4k & RanGTP K GDP.
RanGTPase £ 40 4 VW45 45 & FIRE Y 32 3h 42
Pt B B dm SR 4 b o — RO BE R A OA, X Fb
RanGTP-RanGDP #4 A [7) X 38 1 ¥t J& RanGTP #%
Jo A A JRE A IR 2 7 A ) LUl ( Weds, 20035
Mosammaparast and Pemberton, 2004; Fan et al. ,
2011; Hampoelz et al. , 2019) .
2.3 #BEEZH

BT AN T B 45 BE B FG-Nup YU A
YERI/Ny 25 B B AT DOl s 9 BSEd NPC, Bk
R AL LA KT T Ha AT B RG 2 BR 5k A B 2 1Y e
B R ( Timney et al. , 2016; Frey et al. ,
2018) o MAH R T IA% o 248 52 FR TR R 5 75
THREKN —BER/NT Sam 80FK 755 /N T
40 kDa (Y H Bl LA dl it NPC, 7 Fi K
F 40 kDa fFE 11 B —28 RNA %62 75 AR
B Z A Kap (PEI. Kap J& T8 BEORSF 1)
Karyopherin-8 ( KapB) # % %, A [A] 4 # 2 [
Kap MECEABANSE, B A0 7F FR TP 2 B P A7 7E 14 Fh
Kap, TMiMfiFLsh#hA77E 20 FL2L 4 Kap ( Gorlich
et al. , 1997; Tessier et al. , 2019) . Kap 43 &=l
FEl7E 90 ~ 145 kDa, Kap 4135 — N &5 HH T
%54 RanGTP, JfATLLE S NPC i) Nup AHEAE
e Kap a3 ¥ A2 A E H - ( Tmportin) - 5 4%

sz E E (Exportin) il 1 U BT M 1 B0
ki AME5 ( Nuclear localization signal, NLS) B
i {E 5 ( Nuclear export signal, NES) F %5
JEEY) H HAH B AR . Kap o n] 38 o 4% Sk 8 H
( Adaptor protein) RGIEY), H4 ISPz A0 A%
Bz 4 i 4% ( Mosammaparast and Pemberton,
2004; Xu et al. , 2010) .

ki X7 ( Nuclear export factor, NXF) J&
T3 —BORSF B s B, NXF 2206 R B
mRNA iR G W) S 7 19 RNA #4132 1 4 g i,
NXF #9 3 G 4K #i T NXF 5 NTF2-related export
protein ( NXT) A3 IR — RIKLE 4 ( Black et al.
1999) o NXF 5 B A () 2% i s 52 AR AL, g R
FG #5277 5 JF 5405 Nup #HEAEH], M4 &
mRNA B &K E) s ( Izaurralde, 2002) . 7
MG B Drosophila melanogaster S2 i, NXF1
BRRRE, TR & T SOTEIA poly (A) + mRNA
Joik iz fan 4 e R ( Herold et al. , 2001) o #| ]
RNA #RICH AR L B NXF2 5 NXF3 HA 4+ 5 mRNA
FORZH S PR, (B AE N TR P mRNA IS A% i i
B THEE M A B ( Herold et al. , 2000; Yang et al. ,
2001) o A, TEBERE S B AZ AW, Mu2p.
Yralp. EJC. Nab2p. Sac3p. Gle2p %% 19k iE
Z: 5 RNA His ih i o B A F BB, BARE )
fieiE I, ( Erkmann and Kutay, 2004) .
2.3.1 Importin 4 AR iz

1t KapRanGTP #iz#iflh, Korf 8 H i &
shizkim it AN, B A A A i LR NLS
VERRBIME S, BRI 2 1Y 2 2 SR 5
& (classical NLS, ¢NLS) , JAMNEATEZ IR
BOENES, 4G RIBEENE S AR
SENLR T2 B E AR 555 . ALY oNLS J2
TR B SV40 KT $T 5t b — B H 4 AU eNLS
( PKKKRKV) K #% & B b — B A 53 B cNLS
( KRPAATKKAGQAKKKK) , H2 48 1o B4 45 5 33 57
NLS i 2~ = (& 1) ( Kalderon et al. , 1984;
Robbins et al. , 1991; Marfori et al. , 2011) ,
Importin a X FR A Karyopherin o, Importin g XFR N
Karyopherin B, B cNLS 5244 H 5 Importin o
9 A %% # 2 ( Armadillo repeat) J3° 51| 45 &,
Importin o ) N ¥ 3R 5 Importin B ) 45 & 4§
( Importin B binding domain, IBB) Hass, B
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Cargo—Importin o~ Importin B &G, 2 NPC fiiy
FGNup PUjI]Ji5 8 M 5T BR 4T 4E 4 A b0 i, i A
M HEA%)5 RanGTP & Tmportin B £55-45 53 ¥ 85
AR R R Ok, SE R ER YA s A
( Conti et al. , 1998; Goldfarb et al. , 2004; Kimura
and Imamoto, 2014) . FHH A SRR MK 1A B
No TE % AL 4 L, Importin B 7E & A #5 4
Importin o 1§, Cargo HIGAMERE RS, X HELIAIK
T Ran A7 U2 HEA AL ( Kose et al.
1997) o Mg B b 3 ZAE A = FP Importin o
( Importin a1+ Importin o2 Al Importin a3) , =& HH
H A [P AR 42% ~46% 2 [6), Importin ol Fil
Importin o2 &SRB T 7F7E B FG, Importin a3 2
WFEY A 1R E 2 WAL T ( Goldfarb
et al. , 2004; Ratan et al. , 2008) .
2.3.2  Exportin /} A A2 L

Exportin 475 (1 H 2 ML 5 Importin 4F
B AL Z ML RS A ANF L exportin YU A 5% 4 2
F# R W &5 8 (Leu) 555K M2 25 R 1Y

Nucleus

NES. A NES fiz 52 WA sk ae 1 5
( Human immunodeficiency virus type 1, HIV) [
REV & H FXEM 2K ( Meyer et al. , 1996) , HHj
C &7l 300 Fp (1 rp 4 5E 21 NES [ 41, k%
SR AR ORI BE AR AR, R X L
NES 45 i f5 8)— 80 5812 (19 NES M EVRRAE 7 51
B dX, ;- DX, ;- dX-D (D Ky L/I/V/F/M, X
RFEFFEEMR) (F£1) (la Cour er al. , 2004) .
5 cNLS R[A], NES BT 25 A UErf, NES GELA
R 0k it B B D 2R i ) 7 11 485 G (LR 4R R
( Chromosomal region maintenance, CRMI1) , fifi 1§
NES HA ZFME (Fung et al. , 2017) . =0E 4
¥y Cargo-Exportin-RanGTP 28 NPC M 40 i % 5515 &
M P, Ran 4545 % B ( Ran binding protein,
RanBP) %45 NES K& Ran %454 3§ % RanBP1 %
RanGTP A =05 & 1K i fige 5 BEJif 12K, RanGAP
JKfig RanGTP J5 Bk b3 Wy 25 11 50 U 1 5 9 HE A e
iz (K 1B) ( Fukuda et al., 1997; Floer and
Blobel, 1999; Koyama and Matsuura, 2010) .

1 Bk nER
Fig. 1 Schematic diagram of nucleocytoplasmic transport
TE: A, & NLS B2t Importin-o/Tmportin3 — A FHI AR L B, & NES 8 11 228 CRMI
. Note: A, Importin-o/Importin8 heterodimer mediated nuclear import of NLS-containing proteins; B, NES—

containing proteins were mainly regulated by CRM1 for nuclear export.
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%1 NLS f0 NES =7 BB 456 R HR R IEF S

Table 1 Consensus and representative sequences of NLS and NES

255 Category

{5751 Consensus sequence”

fRZFEM: 751 Representative sequencel'

PR3 NLS

Monopartite NLS

KR (K/R) R, K (K/R)
KRX (W/F/Y) XXAF
(R/P) XXKR (K/R)
LGKR (K/R) (W/F/Y)
W47 NLS
Bipartite NLS

KRX,,_,K (KR) (KR)

NES DX, _; DX, _;PXD

RK

(P/R) XXKR ("DE) (K/R)

("DE)

KRX,..K (KR) X (K/R)

PKKKRKYV
PAAKRVKLD
AAAKRSWSMAF
RAAKRKYFAA
SALGKRKFA
KRPAATKKAGQAKKKK
KRIAPDSASKVPRKKTK

LPPLERLTL

T XARFAEAT —FPEIERR, "DE WBRMRME LM ( RLAEMMAEMR) MR, © K L/IU/V/F/M" JF51KE
( Dingwall and Laskey, 1991; Kutay and Guttinger, 2005; Kosugi et al. , 2009) . Note: X, Any amino acid; "DE, Any amino acid

except aspartate or glutamate; @, Leucine, isoleucine, valine, phenylalanine or methionine. " The sequences were from ( Dingwall and

Laskey, 1991; Kutay and Guttinger, 2005; Kosugi et al. , 2009) .

3 ExLYEBdERKREANR
Thie

RNA 14 i 42 20 8 NXFNXT 45z
¥, SRIMEAE R I Z R E Y exportin WL REA T 45
25 RNA iy i, exportin (1) “634) 7 HMZHE.
HAR—LE /Ny F 1B R H B NPC, {H 2 —
26 5 FGNup 2118w 19 /N 388 F e B s A5t
HHIE L NPC, X R W] —2/ N+ g o FG-
Nup B} exportin 4%, 2 H P H A% 55 15 3 2R
R, A B2 A A 43 45 B exportin 11 ) g K ix 4
exportin AR EE .

exportin 7E /5 55 HAZ AE W v 3 A7 7E, H HT7E
PRElg L S e NS 20 v © & BB A i 1 A2 iR A
A7, Hh XPOl (W F CRM1/EMBL) . XP0O2
(Fk CSE1/CAS) . XPO4. XPOS5. XPO6. XPO7
1 XPOt 4 ( Kimura and Imamoto, 2014) . NG A
exportin 73 il B0 Bl A [6] 28 Y K 43 09 ¥ o &% iz,
CRM1 & FE W 2R B, 3E R R
M AR RO R R A 4R 2 A
T st E A4 h CRM1 B0 S,
Leptomycin B ( LMB) F — b ik 7 g 5
CRMI 25 & Ml ixX —i& 4 ( Kudo et al. , 1998;
Kang et al. , 2006; Hutten and Kehlenbach, 2007) .
HE LA SZ AR 5E 5L, Csel /CAS F2E
A Importin o ¥, FHFSHEEMRNHE, 2

E

A 225y 3P AR B BRI T LT Y ( Scherf
et al. , 1996) o CAS &2 JLFPHIFHIE - Fe ¢
DRI~ 8 Ak TR i g 41 of) Bk A 7 W dn pS3. Al
BRCA1 %% b= ( Behrens et al. , 2003) .
xpod QLJE—Fh I I BE DN, 5 NS S D) AH
Ko XPO4 BEXL M §5 iz, A3 HAZ B E LG N ¥
elF5A %5 5k [F T SMAD3 By H 4, % %A T Sox
FIG R IS = i B HE L5 44 ( High-mobility group,
HMG) #% XPO4 PUnll HAEIF /v T A#% ( Lipowsky
et al. , 2000; Kurisaki et al. , 2006; Zhang et al. ,
2014) , xpod ISR I Z A R )G 1 41 i v % s IA 5
Sox FKIKFEAL, 10 NIRZ 704k, ] i 4 il ol 22 A1 i
JZH0E ( Sangel et al. , 2014) . XPOS fig#% iz 41
MR N Y pre-miRNA 2 40 B, 8% 4 K A 1
eEF1A Bl i 2 Bt tRNA [H3E45 & 2 XPOS .
XPOS5 GBS t(RNA K s RNA (9 4%, JF90IE
525 RNA 255 8 1 STAU2. HI/ R EI0R 7455
T ILF3 19 4 #% #H 3¢ ( Bohnsack et al. , 2002;
Gwizdek et al. , 2003; Gwizdek et al. , 2004; Macchi
et al. , 2004) . XPO6 TERTLF4ETE 1 ( Profilin)
PREDR, AR N L Sh A A s = A
XPO6 2 Profilin-Actin & & 4 i ME — 19 A% 2 (4,
xpo6 & [R Bl BE Y SR R 5% 8 AR B M BAE Y
( Perrimon et al. , 1989; Stuven et al. , 2003; Fiore
et al. , 2017) . XPO7 ( RanBP16) i j&—7FpEA X
5 IRER Kap 22—, XPOT7 X Il 40 i Y 41 2 4>
B %RV E ) ( Hattangadi et al. , 2014; Aksu
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et al. , 2018) o Y 73 B K20 M 7 A7 53 A 25 B
XPO7T Z A SR E N T, GBS
Smyd3. Sufu. MetAP1 FI Sestrin2 S5 #) 8 A AH H.
EHIFHe s % (Aksu et al. , 2018) o JFil 70 Hr
B XPO7 §E/5 elF1. elF4Al. p50RhoGAP. 14—
330 LA Kk iz A5 ( Retromer) H Vps35.
Vps26 Fl Vps29 WAL %0z . A3 CRMI 3R
SR NES, elF1 M p50RhoGAP ZE462 )25 H UL & &
1E L fif AR R AR AR (5 59 XPOT 51, 1y HZE A )
A ( Haft et al. , 2000; Mingot et al. , 2004)
XPOU i T 5 RanGTP 454G, Mm 2842 T NPC,
FHE 5 RNA B RE G . XPOr U510 LAY
IEH 3 & 19 (RNA, 5 (RNA 1 = & JR W5 BE 36
( DHU loop) . S FEAR AN TYC 55 LA 55 )
454, (RNA By =AM BIR 5 A 5L iz 32 B A
(Arts et al., 1998; Kuersten et al. , 2002; Cook
et al. , 2009) o {HJ& B vt = XPOt 1 [A] 5 )
( Lippai et al. , 2000) o — 263 ) 2 & L B A
i hhg, o Importinl3 S MY X ) 2 3 £
Fl, A& Mago-Y14 T R AR, B K B i R 2 K
( Glucocorticoid receptor, GR) . ¥ £ 45 5§ 9
( Ubiquitin conjugating enzyme 9, Ubc9) Z£7E
Z&i A, Importinl3 /& elF1A. elF4G2 Fl 5T
HE A HMG20A /9 % fi i % 1R 8 H ( Mingot
et al. , 2001; Bono et al., 2010; Fatima et al. ,
2017; Baade et al., 2018) . 7F 5 g % b o,
Importinl3 558 fil B 285 (] HEAH G, 52 0 #if 28 WL I 432
AT R T A 223 BT ARSI, T BB AR AL B G
BT RE ( Giagtzoglou et al. , 2009)

4 ERppzEHilgk g

By EamiGshh, B AT GHE
BRI S5 25 Tl A B S MO T AN 7] 55 X i A
RIKRAF T I, X B IR AR T EEAH 9
T N7 2R AT B B 5 R B B Sk Y mRNA
miRNA. piRNA Z£45-Fh RNA pUtZ . =5 E%
A AR oy 2, AR AR S AR TR N S
BRGS0 265 7 =R, L&
1 A5 B AE 50 WU B H A i DA LA 1N 53 5 1
A% FERT 2 XPO6 (1 ( Stuven et al. , 2003) .
B o 2% 1 AR i 0% 2 5 A% i i is B R IR R
R 1 ) - A AN 1 B AR A TR s B AN ]
s ERIVER . FAb KT B ( Transforming growth

factor B, TGF-B) &I T AMMIIGHE . AL FNI 1Y
M ( Upadhyay et al. , 2017) , 4 TGF 15 51
FERY N W T Smad 5 Wt 5538 P R A%
Z & B-Catenin 75 ZLAK AT RanBP3 fig i 4% S K 1
AR T IE B, Smad R EE AU R
WA [F) i A i 1 SZ AR R A P B, Smad3 Y
Zi it XP04 /% (Dai et al. , 2009) . 5 ik
15 KT o HEF Sima #O NLS I NES 2 52 bt
A 5T 5 42 ) 7 40 Bk E0IR 2 ( Romero et al.
2008) . A E W ZE B ( Cyclin B, CycB) 7£ NPC
WA A CRM1/Emb F1 Nup62 5973 T i,
ekt RIE T AR BT h Cye BRI A PG 1
( Cyclin-dependent kinases 1, CDK1) & 1& 1 A1 &
JG, 3R SRR S B I B A OB
( Okazaki et al. , 2020) . [ BPEE40 0 B BR
NGET AW B AR D R D e A 7 b AT AR
FHAY Dorsal . Mago-nashi~ TIMELESS #1 Hox & [ 4§
H s LM TAZ B S RAT AT DRE , NES 8 NLS
XX e & AN AT D) ( Micklem et al. , 1997;
Xylourgidis et al. , 2006; Duffraisse et al. , 2020; Cai
et al. , 2021) ,
4.1 RNA pZEH5RHENZERIR

B HUR & &R E 5l I 0 5 = RO
H T EE B (0O PR A A A%, BE S A N R
RIZRIA ) RNA #0075 8 0 A% AL B AR 18 32 AR i B
BB T4 . £4 mRNAL piRNA Fl miRNA 45
%25 RNA (i R il B AT I s, A
[ S [H 7R RNA I A e i 9 2R AN [R], E 3
A1k F CRMI #45, @B B FE Csel. XPO5 Fi
XPO ZE1E N Z %4 Hh 2 IR

piRNA ( Piwi-interactingRNA) J& 3 ¥ A= 8 48
L —2 22 nt ZEA5 PR/ RNA, 7EJEAR ) 5 i
W, sk E hERMEEER, Ry ani ki
LKA e e 1l Ok 1Y 4% Fh fE T ((Avavin et al.
2007) o piRNA f R 7 R A B, i p 5 5
f) piRNA WA FE A B o 2 SR A LR I 1 O
B, RARIMAY piRNA SR I8 T XUEERE, XUEE#E M
WS BL P 20 4% 77 4 piRNA . 7 5% i B9 55 114 A= 7 4
M AEAE Z A NXF iz ik, H i T NXF3
i) piRNA FIRTE NXTL (BT, &6 Wit
fL Iy CRMI1 2z B4 sirh, Fff5 piRNA FE 11
B A E AN A% A AR nuage HEAT T — 2 T
( EIMaghraby et al. , 2019; Kneuss et al. , 2019) .

FEMB AT HESI Y, XPOS 4 pre-miRNA LI
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pre-miRNAXPO5 RanGTP & & ¥ 9 =X it 51 40
Jf S P I BT, pre-miRNA iy Dicer #f— 2 22§,
BRIt Z 4b, XPOS if GE4EHF pre-miRNA 4544 1Y 12
FE, XPOS5 ol FRiAHT g3 98 miRNA A1 Short hairpin
RNA ( shRNA) 4 & B RNA T 4 ( RNA
interference, RNAi)  ( Zeng and Cullen, 2004; Yi
et al. , 2005; Shcherbata, 2019) . CRM1 #] DI/ &
BEAR) miRNA AT 4R, LMB A A 3 EY crml
B R B S 2 pri-miRNA 75 40 i &% 9 B R, pri-
miRNA £ pre-miRNA /9 i0 T.i3 2 - 7 ( Buessing
et al. , 2010) o RNA ¥ 5 UL B & & f& ( RNA-
induced silencing complex, RISC) ' £l $§ Agol.
Ago2 K RNA f# il ( RNA helicase A, RHA) 5
CRM1 AAHHAEA] ( Castanotto et al. , 2009) , RHA
5 NXF1 A A HAEFH ( Tang and Wong-Staal,
2000) , FB] CRMI1 A GEf & 9815 RISC & &5 W)
Biheis, P75 miRNA JE SGE
4.2 ZERHEERRENN

B RO SR F8) 200 L [T A S 58 S I 1 8 95
HEAEZ A K b, AR 2 K, 4 % 40 i
B AR 1A mRINA F % St XS T4 32 X699 SR A
RSN R e A e I fa), e
B9 IR A 56 43 T 4 2 ( Pathogen associated
molecular patterns, PAMPs) #% 20 Jitg Py 455 = 1 51| 5%
A& ( Pattern recognition receptors, PRRs) iH%5l. 15
FARBIRIEAR IS 30 H 20 W R 55 53 W e R S (55
AL IR AR R, R A By
FEFIPUE R RS ( Kingsolver et al. , 2013; Kuss
et al. , 2013) . WFLAWILE FATRG B ORI, LLT
PR G AR HEAT 2 S L, T B A B U
Yemf, R B RNAL TR EE. WA 2E A
BLAE R 0 BN B SR SO, IMD Toll L K
JAK/STAT ¥ AR F2RE b &5 T AT e 2 4E H
( Lemaitre and Hoffmann, 2007; Herrera and Bach,
2019) , M3 28 G 8 3% 42 W e W SR 1R R 1 R
CRMI1 254 325 i - SRs SOCS36E. Fz Rk
i dUSP36-B MV 255 53 B Y 0 R 15t K 5 2 & A
NES fEid #f exportin & 42 Hh A% JE 47 71 4 45 2l B
( Thevenon et al. , 2009; Thevenon et al. , 2020) .

B e e EE LG M BEE R PUA
JIK iy SEC AT R 8 T Tl 25 5 S U I ) B A T B A
HER LR 53 g mRINA 75 2278 4% By 32 R 19 B
B IAZ A BERE— 2L BT DIl Bk, MiAY SEBEAE R
o B A 25 % 5B Bl 2 4R 2l 251 A7 LA v 1 B 95

WEo LAREHUAY R S thBESE R ((Lectin) Ry fAi,
galectin £ R 7E L 75 IF Arabidopsis thaliana~ 5.
AP T 8% Xenopus laevis FI N 25 20 M o #B 77 15 -
Galectin3 (Gal3) RE—FhZUREEH, HEAE
S E0 SN/ 1 0 oy 1 T SR S AN 1 9 N
M4 A AT mRNA 45 2 0 A Y) 4 D . Gal3
TEAN A% 55 200 1 o 9] 389 A A7 A sh 2817, Wi 1k
) Gal3 fEAE TANNET, AERERRALAY Gal3 f77E T4
W%, Gal3 ROBERR 1k K AZ i i i B2 X Gal3 f2E%)
WA 8 G ( Takenaka et al. , 2004) . Gal3
1 C % & A NES, @it 5 CRMIL 46 A 5~ Nup98
MEAEFHMA R H4% 5 CRMI 4545t 54z,
H 4% 52%] LMB g9 ( Haudek et al. , 2010) .
4.3 REEAERRMAERPIZEH
4.3.1 JHHEHIERTR

B S 2 — A RIRMIR R, 2
T BE B Gy, — S0 7 0 B U= O PR
AT — 6 B LA B HON B 1% 15 25 5 A 5 ) F
Y- W A SRR SR AN A 45k, (et
A7 85 I 5 R A 3 B 4 B A% 5 T R 1 2
JRAAZ R - o 75 78 UE A TP )™ A — S J 2 M Bk
( Short linear motifs, SLiM) 4 NLS 5 NES, Xt
SLIM A\ 828 11 5 10 B AR is B AR ELAE T,
PomL 4 35 1 32 A M % i % izl % ( Davey et al.
2011; Via et al., 2015) . 4 B &Y 3 & g% &
( Influenza A virus, TAV) [ NP EH. A E 41055
72 ( Human cytomegalovirus, HCMV) #Y UL94 &
FIFERFGEE ( Rabies virus, RV) P EAZR B EA
NLS 5 NES, 75 /g% g% ) B A7 X ) 4% ot 28 42 D g
( Liu et al. , 2012; Oksayan et al. , 2012; Li et al. ,
2015) o XA R BRGNS B U RE A A S 20 A i
SEWAT D) BUAERBER C4 HE A Faiefh
M57E ( Tomato yellow leaf curl virus, TYLCV) )
CPEHZMAIMFRE N, X TREETEMY AR
Hg A A% N B AR B A AT kDY (Kunik er al.
1998; Mei et al. , 2018) . EHAFIRIERE DNA B4
fiti LEF11 3588 1 HAT NLS, /3510 E RIS
% Spodoptera frugiperda 1 Importin o A HEAER, %5
AN, X AR 8 5 2 ) = OCH # ( Chen
et al. , 2017; Chen et al. , 2021) . ME53 Fil Ac34 2
ANEAF A NLS, (Hl Rk 7 51 Be e s A
¥, XPREEREETE A H R B OCH N (Liv e dl.
2016b; Qiu et al. , 2017) . BmNPV {9 BRO & HA
2oy NES, F K 42 iy CRML 47 i #% 5% iz
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( Kang et al. , 2006) . AcMNPV #1745 98 /4~ ORF &4
FiE PNiE A RE NES (Mu et al. , 2016) .
4.3.2  JEp1E A T

R 2 A BEAh . 45 K 24 DNA 5 8 8
PEIEAG EROAIMAZ N 2T E ], & RNA g0
6 T UL ELAT B AL R RE ), TE AN A% N A2 A
H4%8 (Kuss et al. , 2013) o JFEETCIEETET FA00
Jrr S R A A AL T A ), 2o i A T A
JL mRNA A% St DLk B i T A A5 S Iy B 4 35
KRR T 1Y 4% B 18 4540 5 B i 8 mRNA A%
( Kuss et al., 2013; Yarbrough et al. , 2014) .
BmNPV i 4 #% miRNA ( bmnpv-miR4) i EL75
FA T RanGTP [y XPO5 4r 51475 & miRNA &
JRE A, LA XS B R & RNAL T 3 R
( Singh et al. , 2012) . AcMNPV 1E SO 4% N &
il 2B AZATENS , A Ac34 A0 1E £ CRMI,
FELAS WL sh 85 A R 85 1 2/3 ( Actin—related protein
2/3, Arp2/3) ik CRMI1 &2 A%, fi Arp2/3
AN B 20 (Mu et al. , 2016) o F
HZE (Interferon, TFN) 3 J -t 206 7 XT 1 0%
B IS B Bt 57 A, T AN [) 9 2 IO X 4 8 2 I A AL
HIAA AR, BEEh A T 2R TR
HH, MEREFR PR AES 1 NSS ke &
WK R, Ve B W55 ( West Nile virus,
WNV) NS5 I NES (% 28 48 i 3K 9 2 (0 &2
( Lopez-Denman et al. , 2018) . % FL & T J% &
( Chikungunya virus, CHIKV) 2 —Fp i i& 1% 1
JRE, CHIKV @i nsP2 # A fEEE 3= STATL f94%
By A 1SG A9 EL s, MMTHLELAE TR
N ( Goertz et al. , 2018) o {H 23X Bk di {E5 5
JEAT LATRIAE A 22 A2 400 ol A 1A B At i) B0 928 B N 3 Ay
o -

5 g

S =|

~,

R 2 240 i A= i 1 8l P e B L
WRRZ —, 4P AL AR B AEAS R =S A e %
PRI e B AR RIR A, BB i% s i 7L IR

SRS R A 15 Bl o AR SCLA R S A XA )
1, g3 % AL 2 Al B i ) A2 R SR b AF 5T E e
I8 T s AL e — 2 B AR B SRk
R ERRUE, B A0 N L AR T 5 AR
IR RV B AN O A SO P s Rl A S5 i ol i AN A
SRS RNA HEH R RAEIE, SRR N

P SRR AR BRI T, T8 SR A ALY
AT EA T / OGP AR N S IR ) 3R 35

EHRRIRMINRE I, ANFH RO 7 X B dU2
HOw kR, T2 RO T Zika viruss 8 N T
Dengue virus 55 5 55 Rk 224> B 51 LI A T 2 38
AT 16 7, L KRAR 2 48 W s 38 2 LA K &L
Bemisia tabaci~ KB IAAE 0 H 0 X H 28 R
HUORARAERE, X 2L B 25 B2 T AE S5 VEY 0 iR
T BT T R BRI U 5 PR e B R A T2
R H ML BOAIE FH 55008 B AR A M/ i 20 P
SO B OIA O, R RE AR M/ i SR A 1 3 B
WETB, ATy mla] DUV R TF A 8T B %5 25
Wi SR R LARZ S A 2 AR R Tmp o/ B
MEFIPAER R (VM) o Tl B o T2 1)
PrarA: 2y, IVM RE 2 10 6 S 25 78 1 4L
DI Aedes albopictus PRSI, 42 16 o 75 1
et o /AF CRMI AYMHI5R] LMB Xf AATR i i 25
P, (HW RPN T .
HAMHIF Verdinexor ( KPT-335) H A AE M HUK
#1F A, Selinexor ( KPT330) . Eltancxor ( KPT-
8602) Il BIIB400 ( KPT85) Z&&hAa i HAHPLAY
2y AR Ak AR AU BE I R OT & B B BF
FER K AL ) AT 5 o 7S 4 BHLARE 5 R 200 PV 3
EFE L P SRR AR I B R, WA AR R S TE
TR R T 1 R IR AR R PR A, X S 5 o
ISR B S e AT R B A% LT ) AR 4 v S B
AR KA
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