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TE: R HRRMEEL, SR AR ATR R, 7 3 B RS0 8 B 5 R 050 T8 %R
TR A U AT AR B 25 AR EBOR RO BB LA S . Wik, #53 H B R SRENEET R B LA E
B, 16 B AR SRS RGP B Y R P A ST, X A R RV RR B S RV . AR T R
HUFEI AN T i X B AR B BVE L 98 S e AR R I L T A I 0 G AR S 2 RV, LA B RNAGL 4
ML A WE STy Tolly Imd. JAK-STAT F1 STING 553 B% 55 HH OC A PU 8 S8l 42, I XT B LB 23 S e koY
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Advance research on antiviral immunity response in lepidopteran insects
LI Jie, LI Jie, YU Qiangdong, ZHENG Guiding, ZHANG Bin, LI Chang-You ( College of Plant
Health and Medicine, Qingdao Agricultural University, Shandong Province Key Laboratory for Integrated
Control of Plant Diseases and Pests, Qingdao 266109, Shandong Province, China)

Abstract: Lepidopteran insects are diverse and have a major impact on agricultural production and human
life, the interrelationship between host insects and viruses is important for the use of viral insecticides for
pest control and prevention of viral diseases of beneficial insects. Therefore, the research on the interaction
between lepidopteran insects and viruses is particularly important. Insect innate immunity plays a key role
in the process of antiviral infection, which produces different degrees of immune responses to viruses. This
paper reviewed the defensive roles of insect peritrophic matrix and midgut against virus invasion, the
cellular and humoral immune responsed generated by insects after virus entry into the haemocoele, and the
antiviral immune pathways related to RNAi, autophagy and apoptosis, Toll, Imd, JAK-STAT and STING
signaling pathways. We also discussed the constraints on the study of antiviral immunity in insects and
future research priorities for antiviral immunity in lepidopteran insects, which would provide a theoretical
basis for biological control of pests and prevention of beneficial insect diseases.
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AOTEIR R L. B H B fon] bl 2 Pl B R gy,
rh— L B 2 B BUR TR, R UL anAT RO 5
B} Baculoviridae [ 1% A Z 1 K S5 B
( Nucleopolyhedrovirus, NPV) £ i ki 1K 55 2
( Granulovirus, GV) . FFfz 955 8 Bl Reoviridae By
JRPYZ R RE ( Cypovirus) . — 73 DNA i 7 B}
Bidnaviridae f\] —. 73 ¥ #% 9% 7 ( Bidensovirus) . %
WIR EE R Ascoviridae PYE ISR EE ( Ascovirus) I
J5 5 B Ak Poxviridae f) B W 5 K #H
( Entomopoxvirus) 5. [Kit, B AR LAERE
Yibiia i) E T BORBHG IR 24000 F R, AR 4%
W Helicoverpa armigera~ & 3¢ 7 W& Spodoptera
exigua~ ALK W Spodoptera litura ¥ Hb 5% 7% MK
Spodoptera frugiperda FISERE K Cydia pomonella %5
( Sosa-Gémez et al. , 2020) , AR 25 45 F ko,
BRTHE, Aoyt Sre s, KMEME
A S T HORE R B e 1 AT A HE DT S B
WAl Froeyh (2 24, 2015; Kergunteuil
et al. , 2016) ; F3—7J5ii, MHTEEP R KRG 4 R

S I 2T R, IR AR A A R
B FE PR L 3 2 (Jiang, 2021) o (U,
WFoE %M B B R 505 2 1Y AH B.OC FR6T 3 2L By
AR AR AR AU O B, UHE R
i s, RIE TRAEMSY, S5
BHESIYIAH LE B IRIGVEE R GE, AR AR
R BE AR R S R PUAA, TR TE S R Y K
YERIE T — BRI SE R e R g, EEEE
T R B P2 R 240 P i g I TR IR A B 1 A= e TE
WREES T EREAEE R, R EE AT LA e £
BEDR AT H TR 58, W] e 1 0 H g 7 AR Y
EORGEFEE Ty, A 1 & Mt ki 42 ( Misof
et al. , 2014) o ez, ZAALBIPOIRBREIR AR LMK
R REXT i AR A T AR A ) B s R
PBEM N PRI, Sl 5 e 32 R 2 E] Y B
YEWTSE, AT AR T i H B 0% 2 e iR
B2V ARSCHER X883 B B 2 AR
BRI AR~ 2 B 92 AR B 988 B Vg~ B 5 R 9
AR ML T RE P 3 T 5T i il 24
R SER W I Ik AT 250k, LA N IR B
B 3 R i BB 1Y) Bl 8 B A BB AR I

1 RHRXHESNEHEE

WP ) W53 H R HUR RE BRI 242 1A

X

HALTE AR T s, ik 8501 7 58 3 [ A2 50
W b e AR, T Ak R M R, S U TR Y
Sl HAEFBMAE SR Bwdfbd 7 —&
0 S BE e B AR B9 vk, bl AR 7E B
Fe RGP Wy A8 ke 2 F AR T, SR AR 7 Y
B RARBERE, T A BN AR AT A
B A R A R P A

L1 ERENEEER

FIE R ( Peritrophic matrix, PM) J&J ¥ /046
TERAP I NEE, 4T by b B A0 A g i N 2
Yy 2 [B] i — R e P ok PR AL, S 1 v B T 3
fEFEEYEL. AR SEEN. BEBEbhg
il — B AE A 25 . AR A B R 98 il =X
A s S i e o, T E
FESIERE, 1 AREE, 2L THBE.
B B e H . 538 E B R H 4h s
T3 —28 FR T U A S R R 20 L0 A LR RS,
TR 5 i 2 ) PR 24 4% 0 55 TR A 1T A [
B, WA FHA. 92 H Wi
FARGH H4h 4t (Hegedus et al. , 2019) o Bl £
ARJLT . EARMEEARNEEY, LT
B e B Y B AR, 2R A R SRS S L
WA R A 2R U, TR 2 R
BB LB EERN EEKNE (Yang et adl.
2010) .

JNEERE A AR b ML, 2k B T IR
Yl g e EE N B MR 2 — . AR e ) R
il P 27— T ) B B, P AR O A B R AR 2
BRI YLy TH R A B AR R I 25 A
PETT LS ) B2 X g 2 R e A U, S U
WAL, PutE AL SR ik Anticarsia gemmatalis [
BEAIX )R, LT R, 5ERERER
IZE-Eae I ( Levy et al. , 2007; 2012) .

Bl B AR Sy B Ak P — 3 4y L DR 4 o e
HAFIR ) 450 4 OV R E F 2 A ) 6E .
NR T B T R py A BT RE, AT LAGA 3
P R H A 22 M 5 18 20 AT LUE i
6] 77 X5 P A MR b R S A6 e 45 6 B O ik L £ M 2
HAULT BT, MR BB R i 4 4y, Al LA ik
REENT B B A YL ( Erlandson et al. , 2019) . ]
m, kA TRAAE R SER, 2—MeE
B, A8 AR F RS R 8 A ( Invertebrate
intestinal mucin, IIM) , i & & 45 ¥ 57 2 0% 3R,
15 Bl B AL 2E A A ML, e R e
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( Wang and Granados, 1997) o Z&GHE 5% m] UL 5a 4
PEss 2L B b, SEEERER SILT R
FRf RS, T RO HE A% B 22 A (4008 3 X 1 32 0 AR
( Wang and Granados, 2000) . JL'J Jofif Ak Bi ) &
ks B FL AR A AR BT, Bt Ak BN R B SE G, X
PR B MBS DR AR R A B e, AT A B R A B &
AT RE XS R A%t A P 4 B BOPE R B (0] SCEE
85, 2008) o LA F RIS A4 15 B R R 0 B AR
BA—2mpi e -
1.2 HigRs#EiEA

B i 2 o WA T AL B T AL B Y A OICE
FEY T g I, (R R AR AR TR
Bro Hhl ) A 25 AE A R A B D BE o X ik B
A BA — R BT BEE R, BEE I
HAMEhn, W 2R 9k Holiothis virescens 41 U3 B 15
FREU A R Z ARG ( Autographa californica
multiple nucleopolyhedrovirus, AcMNPV) JE&YL ptHi 4
AWrsEsR, 54 WAL, 5 kel dig O R
R EANE 12, putE T BB th T bl 40 M i AN
[F) A PR S A, S W4l RS I B P i 4R i 4654
SRl R H ) R A 2R R AR TP i
A RETE 4l HUOR 9 DU PR % 3 82 3 7% ( Kirkpatrick
et al. , 1998) o FEFEMWL Lymantria dispar Fr Wi % 69
4 1% 4y HUXT B B MO R 2 AR B ( Lymaniria
dispar multiple nucleopolyhedrovirus, LIMNPV) [
LD IR TG 2 ~3 d JBPR TR S . eob,
Wi R J52 ~ 3 d kg (Y 4y R T I 1 R 1 4 e
AT 2 1 ARG g kL, BURR G i i 48 i £
/D ( McNeil et al. , 2010a; 2010b) .

Hh i 1 2R X B 1 AR B S, ik
PO BT o A X vk K% 7 b B AR ( Bombyx mori
densovirus, BmDNV-3) Pk KM R I i 8 A
ki, e BEILAE LS ( Glycosyltransferase) |
BEELEL FL S ( GleAT-S) . 21.5 kDa /N 75 2K
1 (21.5 kDa small heat shock protein) . V-ATP [if}
( Vacuolar ATP synthase) A% & B2 I fiff ( Arginine
kinase) 455 MR FITEDUIE M R AT AR B R
o TR A R AR\ 35, A LG 78 I FBE B B
Fil=S AAEDTVE b B PR AR, RN BT AT RERE 53T
WAIRTEA RIEA (BJ75%, 2007) o FHITTK
eX) AcMNPV 28 18 gy BoA i BE TR, (B0 i Jie
PR ZFE W (BY) MR A 5T R
AcMNPV gyt B 35K 1 (ODV) TGk £ HE
TR b o A0 N 5 o ST R R, X R4

U AR B E R, e BE 1Y 48 L T RE A2 3
EERL T 5 B B A 45 BRI B2 R A L T
b 5% Wk A% A £ KK 7 ( Spodoptera frugiperda
multiple nucleopolyhedrovirus, SIMNPV) , AcMNPV
ODV 5% i 5% 73 1 4y L rb iz 40 g 1) 535 70 0y IR
{X K SEMNPV 1 15% - SEMNPV ODV 1] 5 AcMNPV
ODV RE5E 1 I A Z AR 255, X T REA B T
HEEH H B sh YL e /1 ( Haas-Stapleton et al. ,
2005)

FH, NG 1 TE A Th Ay B R AR AL 8 5
Y& H ( Red fluorescent proteins, RFPs) | ZF &g
FilE1 ( Bombyx mori lipased, Bmlipased) . K 4x
225E 2 ( Bombyx mori serine protease—=, BmSP=2)
"% NADPH £ fbiAJR & H ( A soluble NADH-
oxidoreductase-dike protein, BmNOX) . F&BFE A
fiti ( Bombyx mori trypsin, Bmtryp) Z& LR as X
T, REEEAARE B W R LR (e
4%, 2018) .

2 EHRHAmSEIEREE

M RE R ER M RS, A RK
JEEIT, B U B e 2R G R R Ah ke B T i A ) B
ST . B R e R 8 AT 43 O At e
FVARHE S i o 0 B f i 0 S5 5 S A0 R 4 i
AUV N O R 121 0 = I < 3
( Phagocytosis ) . % %5 ( Nodulation ) #I fu &
( Encapsulation) 2834 G R R ( Lemaitre and
Hoffmann, 2007) . A& ¥ % & = 2L )2 38 1 Toll.
Imd. JAK-STAT 45 {5 5 il B ™ 4§ @ K
( Antimicrobial peptides, AMPs) 2554 )i 43 F Al IR
i L fi ( Prophenoloxidase, ProPQ) Z5— 2 %] fiff
Z 5 8 %t 45 ( Coagulation ) Fl (A aI]
( Melanization) ( Christensen et al. , 2005) . B R
B SRR R G2 I 73 A9 4 L e 5 AR TR e 2 T
HSE, TEARAR R A= g i ok AR b, AR S g
W e PR LR A, BRI RAE— R
TSR EVERT, kX AR (S SR
A2 R AR RIL A 25 3 A 58 JORT i S ) 1) 2% R AN o

TER R AR e e i rh, 1 S th B U R
[ ( Pattern recognition proteins /receptor, PRPs) iH
SIIE5E I I W) 2 T8 AR 1AL 2> 7 ( Pathogen—
associated molecular pattern, PAMPs) . A5 5{H 5|2
P15 53 A1 78 IR 7 14 40 i A R 1ff g 2 4 i 35 T



1082 W5 B 2424 Journal of Environmental Entomology 43 %

sCHE TR R Utk b, &% iR
MERTEEA B, 3FARETUNNER (B4, 3-
glucan recognition protein, BGRP) m¥# 2% [GFH M40
W 45 4 & B ( Gram-negative bacteria binding
proteins, GNBPs) . JREBHRBIE A ( Peptidoglycan
recognition proteins, PGRPs) . 2% 4 & ¥k & H
( Hemolin) . C B %EHE ZE ( C4ype lectins) 4%, A
] A U 2 B BAT AN [l iy a A 2 g, ml LA
PHA I 45 & A6l ) PAMPs ( Jiang et al. , 2010;
Hughes, 2012) o 44555 54 F A B 2 Py 4 A
KPBIZ R E PG, 4k — R £ 2R
A P Tt R 22 2 T A P T A 10 ) A P A B T e
W, PR Tollv Imd. JAK-STAT 48{5 544 1@ g vk
0 GEII O 1 [ o EU R T NS e e S Y O 2
( Christensen et al. , 2005) .

BPERN 7y T FEAFE R BER I
PR, 105 W B B9 A KR BR - 50 ik 2
—R/N TR K, BT RS PR
BEXSAN IR S B i I 0, 0 T IR0 7 2R AL o A
JEARTE . B HAR Y B Hy Toll Al Imd 45 3% 423
TG AN [ A s PR, R A [m] e R JOR B AL A 3
KT 2 5 B R A I SRR S e S v ( 5k W B 4%
2012) o FRAk Szt HY 22 B2 R A 1 Tl IR A 4 1
22 3 TR A 1 T 2L A T Iy AL I, B A T
PER I A AL T, SRS AL By 281 o (T s TR)
AR EIE S HEILEY, RE RSN
Bz BRORGHEMITRNE R 2 S350 0K
PR, X HURP R EE T B, B LA
ZEANBR B I A, 2R 00T A B W Y B L R ¢
( Popham et al. , 2004) . P4 Ak i [R] B 8 300G 7R W
TR F A, RIEFOREEAEN (Lu e al
2014; Yi et al. , 2014) o oAk, HRAR N ) A4
IS5 R R A, 16 PR R AR
)77 ( Lemaitre and Hoffmann, 2007)

KT R HUR AR S 8 32 48 1) i 52 RN iR 3R A
RH TR d R, (H—-2efiE s, 853 H
B s X 75 5 A R BL A SR R B A R GE . SEUNAR S
. Helicoverpa zea FIVNH 215 Mk W] J& T3 H ¢ 1AL,
{H2E YRR 4T AcMNPV (4 S50 M: LA 28 7 ik 1%
1 000 £, JEH1 T AcMNPV JEZYLSE Yl A 5% HUBE A% L
1 0 AL AN SR, DA R AR o 2 75 1Mk
L g3 O 0 o e R, T A 2 R b Y
X— LI ATEEK ( Trudeau et al. , 2001) .
WG IRk Spodoptera littoralis Xf AcMNPV Ja& L H,

HAREMDYE, BT e A UK s 2 0 25 7E
BAAE AN R, e ke I R i B P R R, T
T TR (Rivkin et al. , 2006) . W5 32 B 40
B2 IR F 33 76 B M 0 7 ad R vp & 48 FE 2L
ER, XA K2 A mpsiiis, 0T 3.

3 ERHERMREREER

3.1 RNAi g%

RNA T4t ( RNA interference, RNAi) J&—7Fh
FEAE T 20 L N R B PR~y 1 B IR O ERPIL AR, 72
AT PR 8 TR AR BT 1 R Gl vh R 4 AR,
SRR M E B PR FE L IR 42 ( Kingsolver
et al. , 2013; Chejanovsky et al. , 2014; Carissimo
et al. , 2014; McFarlane et al. , 2014; Zografidis
et al. , 2015; Swevers et al. , 2020) . RNAi 2354}
TR % YR A dsRNA ( Double-stranded RNA) 4§57
PERY 7 T (A P55 PR 5% S J5 TR, 38 dsRNA
PIFATE S35 A B IR Y BP0 5 RNAL U TR
Horpr, A RHEEATAE A RSB RY /N RNA,
Bl siRNA ( Small interfering RNA) . miRNA ( Micro—
RNA) H1 piRNA ( Piwi-interacting RNA) ( Morazzani
et al. , 2012; Aguiar et al. , 2015) . W %5 kK ¥
siRNA 7 B U ST S ke 2, s i
dsRNA % Dicer 51 RNA FigI#I AL 21 ~ 23 nt [
siRNA, siRNA Hf{)— 5545 8% Argonaute ( Ago) FK
WA 2 A RO I LB, T2 B RNA 353
UUERE A% (RISC) , 7E siRNA [195] 5 T 3R 3 5
RNA fF%f# ( Kim et al. , 2009)

TE@EH H E Hir, B RNAG s A2 b it OB [
b Fk ] LIS B A e s e dE R (L, £ 1) o
ltn, fERBc gk Trichoplusia ni High Five 4 g rh
11 %3k Dicer2 F1 Argonaute2 ( Ago2) 0] LI &
S0 M X Wk R BR 9 5 B ( Cricket paralysis virus,
CrPV) WIB5THEE S1. [z, i#id RNAQ J{#R Dicer2
I Ago2 T2 A0 AL b 1 S B BEVE IR B ( Macula—
like latent wvirus, MLV) B % % /KFE B & 7 &
( Santos et al. , 2018) . fEZE &L H HFidFRIK Ago2
F Dicer2, 1] DL & &K % X dsRNA A9 &5 P
(You et al. , 2020) o FEFEHLH G A ik Rk UK
AL A4 75 ( Bombyx mori nucleopolyhedrovirus ,
BmNPV) | L&Y {z[g}ﬁg ﬁ ( Bombyx mori
cypovirus, BmCPV) MIZEAE_ /0% 7FE ( Bombyx
mori bidensovirus, BmBDV) 25y B2 R E AR 1Y
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Fig. 1 Immune signaling pathways ( RNAi, Imd, STING, Toll, JAK-STAT, Apoptosis) and immune—related genes of lepidopteran insects

T MLV, BB R AV, 23 BDV, TR E: NPV, BALZ MOk GPV, R BRI 2

CPV, & # £ /1 1K %5 . Note:

MLV, Maculaike latent virus;

AV, Ascovirus; BDV, Bidensovirus; NPV,

Nucleopolyhedrovirus; CrPV, Cricket paralysis virus; CPV, Cypovirus.

dsRINA, ] L 8 35 AV AR5 2 1) 14 A % Sk e
JRH A B AET- K (Jiang et al. , 2013; 2017; Sun
et al. , 2018) . Jayachandran % (2012) 7&3E MR
Feduig i A il ( HzFB) v, Gl ik RNAD 3T 3K
Dicer2 (33X, WIIAYHE R T A B 2 M i
7% ( Helicoverpa armigera nucleopolyhedrovirus, HaNPV)
TEANME PG 5E, KB Dicer2 HEEZS S5 B
YRk 7 P2 %« Karamipour 45 (2018) [ AcMNPV
JEY SO 4 i 5 & B Dicer2 I Ago2 HEPH Rk K
S, RIS A B SO AH A A K R A siRNA
VCHid 5] AcMNPV | ¥K4FE, Karamipour 45 (2019)
MR B, it RNAiL # Dicerd Hl Agod WLERE, 42
= 1 AcMNPV 7 SO 20 b (34 5, [] i R AIG 1
miR484 1y # ik /K, F B Dicer Fl Ago [ 1F
AcMNPV 24% SO 4 ffih 2 5 T Hiie 8 . 7
Hb, 1E D H) miRNA A LU0 68 75 1Y 5 58, 0
Bmo-miRNA-2819 jifi if '~ I BmNPV {1y ie-l K:[H (14

FRIM B FE R IGFE (Wu er al , 2019) . 5
siRNA Fl miRNA AN[A], piRNA SRJEF #.4%E RNA Fif
&, piRNA 7 £ :0 B B 7 2R 88 Drosophila
melanogaster~ 5 S UL Aedes aegypti WA B ig A F7L
WeE VR, (ERTESEH B B durp piRNA (4t
REE T AE M AN VE 2 ( Kolliopoulou et al.
2019) .
3.2 MMRMBRRBTIER

TRZHTERWY, 5 75 1= Y 40 M F5 AE 5 - 40 i
B FWE ( Autophagy) FIJHT- ( Apoptosis) o H KAl
PR E A A iz 1Y G B R AR , TEPUWN 3 e
TR AR EE AR A0 A R e N
PUOONFRT L, de4F A8 = ARV 07 19— Fh & A= AE A
PR IN I AR RS R e EAEOR, A MEBOAY
R —FEEWHURFEILH,
Mifs, %5 B ARS8 RS, 2468 A ™4
( Shelly et al. , 2009; Nakamoto et al. , 2012) . 5 H
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WEAH G A5 = o A 1L A5 IR e UL B 300 I
( Phosphoinositide 3-kinase, PI3K) & & {&. ULK-
Atgl3-FIP200-Atgl01 & A1k BEEER 11 Atgd. 15
JEFE 1 Atgld. Atgl2-AtgS HHE R G5 Ate8/1.C3 3
HiZ 4. (Suzuki et al. , 2007; Urman and Kiistakis,
2010; Yin et al. , 2016) . PI3K-Akt & 42 n] DAX} H
Wit 47 T 45, PI3K-Akt i 448 i 6 ml DL 5
TOR ( Target of rapamycin) ik 7K3F, TOR i@
A BERRACAE M6 ULK 25 YR80S 1 Atg 34
MRS, M40 H WA & A2 (Wong et al. |
2013) o FEARME R WY, FIH RNAL JUER ArgS FE[H
BRIk, AT A v 72, 530 S2 4 AR IR
SR N K ML PE T R FF ( Vesicular stomatitis
virus, VSV) = B3 fin. i A FH RNAG P20 Akt
ik, LA HE H R R, BRI R Y
reit (Shelly et al. , 2009)

MM T — b e Ak RS A B0 20 M R P
Sets, ATLAMR RGeS T Ak, LR i
FREHEZAEN (Tkeda et al. , 2013) o £ ) RERE
GeRLIY 20 08 T AN AORT DU R B ) S ], W
AT LA 2 A e 200 JH 0 JR e 400 B () TR R, AT PR AR
o BH 1k B 7E fiE R N Y AL 3 ( Settles and
Friesen, 2008; Liu et al., 2013;
2016) o F BmNPV. Fff 3¢ 5% U #% 24 2 ff (K 9 55
( Spodoptera exigua multiple nucleopolyhedrovirus,
SeMNPV) 1 8 2 % Wt #% £ A 1K 5 % ( Orgyia
pseudotsugata multiple nucleopolyhedrovirus, OpMNPV)
ARG Y $E 7 k LA652Y 4 i 34 2k 5 =M T
( Ishikawa et al. , 2003) ; AcMNPV LRI 200 41
M0, R SO A% B 2 A AR R B ( Spodoptera
litura multiple nucleopolyhedrovirus, SpItMNPV) i1k
TR MR £ R R F ( Anticarsia  gemmatalis
multiple nucleopolyhedrovirus, AgMNPV) JE&YL 415 1
MR 2 3 UM TS ( Zhang et al. |
2002; Ishikawa et al. , 2003) , [ iR%5 5K AR
BRI LI, A0 MRS Sl IR T R 0 s 1 1 A R
Pt WESE R B, F R R R & = R H
( Cysteinyl aspartate specific proteinase, Caspase) 2=
SR REIE YL T R B A PR T, TR0 B B
HOREEEAER] (Shi, 2002) (K1, E1) . i
P FEPUES R, KB 1433 B %
TR, BRAR T AN U T K Bel2 HRPH )
Pk, MNIMTOE LR A i 4 65 2% C R 21 4 i
B, #40 M (R C fih & Caspase 2% Bk 2 I,

Byers et al. ,

BmCaspasel ) 3% ik & & F+ 3 i 75 5 40 B8 4 1
( Rosenquist, 2003) , BmNPV JEL R HE )5, Ko
Bmcaspase-l H) F kK B 3F THw, IF H AR
BmNPV (1) 5 4 fih 2 A K P 8¢ 13 ( Wang
et al. , 2017) o Ab, AcMNPV {2 Gl S0 gk 40y Hy
W32 SeCaspase6 1) iK/KF- R F L (£ 1)
(Yuetal. , 2020) o 5 TR, Caspase TEAFIRIG B
S B R P AR
3.3 RESESHER

FEANM LR R EWE S SRR R
RYURTE R 73 5h— AT EEHH o SPEfs
I T A ) R X AR R AT U], R
PG S TOR, WS e B0 N 7 iyt e WF5E
FU], WA H R RO R AR B S N T
Ko 4 Bl g2 15 5 5% Sl e, 73 Bl J2 Tolly Imd.
JAK-STAT ( Janus
activator of transcription)
iif
3.3.1 Toll (ZE5H %

Toll {55 il HEALREB AT 18 T X0 LA
YR B, PR Az AR B U K ( Chowdhury
et al. , 2019) , 7520 M i) H 22 I 25 v ke O B A T
( Hillyer, 2016; Yamamoto-Hino and Goto, 2016) .
Toll {5 BB HHOR 45 BORP. B, 3 A BAILS
E%H (B, 3-glucan binding protein, BGBP) X}
TR BCAA Spietzle ( Spz) HYTE 1k 2
JREE b Toll sZ AR Y4 & 5 s, I8 45 T e 1 1 2
PG 3%, PR 38 35 BT KA & 85 20 ( Wang
et al. , 2007) o 4 Toll Z AR ISP RE X 5 1E LAY
Spz BLIRSS ST HAIE RN, ERENIIREX S
BEkE MBI 7 (MyD88) 4G, /e MyD88 15
Tube (HAEEN) 4G, REHEBHEELLE Pelle
A, w5 FECR M TTIRF Cactus YK, fliE%
SKIH - Dorsal /Dif MAHL R [0 4 A% 5675, W5
TS N %) 22 38 e Pt K 19 7= 45 ( Valanne et al.
2011) .

Toll 52 1A B H i 56 R A 92 v 1 [) — A~ i R
i, BENE LRI TR 25 g Jt ) 2 T A A A S X
o3F, TER SR AN IR AR ALK e 4 E AR
( Ramirez and Dimopoulos, 2010; Anthoney et al. ,
2018) o A 5 My 5% B 4% 4 ¥ B ( Spodoptera
15 Gt 1l % R I 1 &)
H, Toll iRy BGRP. Toll. Spz. Pelle A2k 7K
FRFET I, KW SIAV BYHE T Toll £5 51

kinase-signal transducer and

1 STING ( Stimulator )

Sfrugiperda ascovirus, SfAV)
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( Zaghloul et al. , 2020) . BmNPV gt 5 7 4l Jf 1L
A LA Toll {5544 S3@ i, Ht BmNPV (1) K 4t 4
fgrh BmToll10-3 f e %K -F B3 Tk, BETTA
—FRIVGUR RGO > T, 2 550N
myiEE (2257, 2016) o 34h, FIH BmBDV &
Qg s, I Toll Jl % F Y Spz B i1 k7K
VA, RWIHXS BmBDV A R R A (AL
ng . 2018; Kumar et al. , 2019) . FLIg (2018) #}
FRM, FAePiPEmF NB FifE/\ BC8 1 BGRP i)
FORE W E S TR R 306 hY Rk E. Bk
WL REL W] Toll (55 @ %2 1 Wil H B iy
PO B RPN, (B HBARBL L 5 2E— T -
3.3.2 Imd 58

B2 Tnd 755380 Jof 2 VA 455 B ROV B 82 S 7
WHEF SR REAEZ—, BT3P0
SRR HE K T 52 48 ( Tumor necrosis factor receptor,
TNFR) {554 ( Tanji et al. , 2007) o B H Imd
PR MR P S O A, R R R B
== I B AT R 23 BE Y S B2 0 B ( Ramirez
et al. , 2019) , =2 [C ]9 7 09 K 18 A7 /£ DAPHY
JOR SR S5 5 U RH OG0, 3l i I A S ik
R E A PGRP-LC Siish ) PGRP-LE X it
P TR, Hxs i PGRP-LC = PGRP-LE 411
K% (Kaneko et al. , 2006) , Rif5 S5 1HKE
(1 IMD 18 HyG 4k ( Choe et al. , 2002) o #i% 5
B IMD 5 B 4k A K 5 BB TR MO L
( Transforming growth factor B-activated kinase,
TAKL) KAENMEM, BEfE TAKL B 55 f5 515 8 45
IkB # { ( Inhibitor of nuclear factor kappa-B
kinase) , #{ G Relish 25 H ( Leulier et al. , 2002;
Silverman et al. , 2003) , Relish &% [ BYHE 59 X 88 32F
AYIRZIE S NI KA ik ( Tanaka et al. |
2008) .

Tmd 38 % E 28 g Uk B AR5 X B e SR g M1
YUK I e K ¥EAVE R ( Lamiable et al. , 2016;
Mussabekova et al. , 2017; Ramirez et al. , 2019) ,
ez (B, £ 1), IRERIIEH PGRP-
S2 F—Fpor b, AT LR G] BmCPV Y45 E i
55, ¥ F 5 %8 25 Ind 38 F A9 N iE 5>+ . PGRP-S2
i FRIRIGHEAN T BmImd, BmRelish Fl AMPs 3 [ (1)
ik, [FIRFREAR T K A& BmCPY J5 (58T %
(Zhao et al. , 2018) . HAb, BmPGRP22 R:[H 2
5T R &AL BoNPV 550 K, #| ] BmNPV
YR BnPGRP22 JG IR 4%, WEAR TR &

BmN4-SID1 4l i 5= FI K 4% DZ &y s v (1) BmNPV (1Y
BRI T R, Rz, EREMM R DL LB
BmPGRP22 345 T BmNPV B & . ILHFSEAE
KB, BmNPV GG A n] LI S BmPGRP2 2 (3%
IAEETE A, ] PI3K/ Akt {5518 i o 410 i 4
MaEg TS, e SE BmNPV (93858 ( Jiang et al. ,
2019) o 4, FIH BmBDV R4t 52 Fx 4] 7 4 He
144 h J5, HAKHN PGRP-LE. PGRP-LC F1 PGRP-LB
MFA RN B E TR, JRRY] BmBDV RS T
Imd & ( Kumar et al. , 2019) . EiRGE5RFH,
Imd {25 T 653 H R ROE R P, H
J& Imd 3 P& AR S H B d o 2 S g vh g B AL
il 1 AN AE
3.3.3 JAK-STAT {5 53 i

JAK-STAT J&— 2% th B PR TR B0 1) S e £ 5
R, B U BP0 R A D R Sl
F AT B B JAK-STAT {5538 i Y 78 3 24 v 7
Rl WP R AR . TERIERE. RN
g e e 5 h K B M AP AA Upaired ( Upd)
PPN 5 5 5 5 I 3Z {& Domeless ( Dome) 4
B5 . JAK-STAT {5 i #9053, s Janus %
Z WA Hopscotch ( Hop) , 32 STAT (YRR 1L
WM RIKER B A, K5 —RIK4 &=
RO B KR B IR R A B, TR 3R
e 48 Ak DY A0 e S 5% A T R 5 U AR
( Hombria and Brown, 2002; Arbouzova and Zeidler,
2006) - 4 ffs A 3 {5 7 ¥ = Wi B 7 SoCS
1 PIAS FE H
( Protein inhibitor of activated STAT) J& JAK-STAT
i A SR T (Betz et al. , 2001;
Robert and Cooney, 2002) . 4 Dome 1§ Hop # RNA
TG, B R ICE 25 5 8% H i ( Dengue
virus, DENV) &Gy 7 24 171 455 (K  PIAS g4 i
mf, # KAt DENV A3t 1 34 58 ( Souza-Neto
and Dimopoulos, 2009; Jupatanakul et al. , 2017) .
e R R LS 5 TAK-STAT {35 538 % 4 56 [ A3
Updl. Upd2. Upd3. Hop A1 STAT92E % ( Arbouzova
and Zeidler, 2006) o 7EZ< 7 s %55 3| Hop STAT.
SCOS F1 PIAS JL[R, {H AU ES] Upd F1 Dome H:[H
(Wu et al. , 2010) o [F#:, APREEA A AcMNPV
{RYTERA LM, & AU L Hop STAT
LA 2 3 i B ORI S e, (EAE I SRR
IRIE N IR AR KB Upd Fl Dome WIANSE[H, W
AcMNPV {2 Y2 36 T JAK-STAT 38 %, {HJ& 53R

( Suppressor of cytokine signaling)
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W TS R R JAK-STAT il 8% AR A, 50 54
P45 & 1) B 2 Upd Fl Domeo 78 58 4% th
BmHop % i i 25 1 ] BB —F JAK i, 7] LA
BmSTAT % 5% R ¥ W WAk, 4F 100 380005 0 2 K 1 5
Fo FHMAWETERY], BmNPV I BmBDV Jf L 5%
Afa, Rer B KA i BmSTAT BEH )ik &
BF EJb, K B2 UK B ( Bombyx mori
macula-like virus, BmMLV) R F &M 0] LLiF S
BmSTAT W) F ik =% 8 ( Liu et al. , 2015;
Zhang et al., 2016) . fL1Y (2019) Wf 5% & ¥
BmBDV J& L Z A& f5, BmSOCS2 TE4i1E K 42 fh &
HN BCT il ik i 3 & T USRI RS
i, R ER AR BN rhid ik BmSOCS-2,
$em T AT BmNPV 940tk IEW] T BmSOCS-=2
TEHT BmNPV (R YLy # b 2 45 T HEAEN . 25 1
Firik, & JAK-STAT {5538 FE gk 6 T2 5 5
U TERY S SN R, 500 B By A8 v & 4% B
YER -

3.3.4 STING 5%

STING 22— AWM IEE H, MY
SR g h ) HE 25 545 3% A 7 ( Ishikawa and
Barber, 2008) . ¥E cGAS-STING 1§ 5 i %+,
cGAS A LR GIIH5 # DNA, 54081 N /Y ATP. GTP
I L cGAMP, cGAMP {5 2 f& 3 44 STING,
STING M 5z W %6 7% B3 A% X, I B A] DL # iR 1k
TBKI FIIRF3, #BERR ALY IRF3 JEA A%, i
T B TIERW™E, BRGURERIZNEM (W
et al. , 2013; Woo et al. , 2014) ,

TEZR TP WAETE STING A 3 PR 1R 7l
B (1), BmNPV g4 52 7 ] LU 5 40 M5
cGAMP, cGAMP 7% K &x STING J{fi H k=
i, STING %5 Dredd #H H.AE F i Ifi i 1% NF+«B #%
RAF, $EE Relish 1935, 555U B AR
B Ry RIE, B S XS BmNPV &Gy 1y HK BT )
(Hua et al. , 2018) , Fimdr STING BT 524518 5
K — B, i STING = 5 Ht R C %5 %
( Drosophila C virus, DCV) %N, VERHTE
Relish (1) I ¥, o8 4% $U 9% & N F Nazo (1) 7= 4=
(Goto et al. , 2018) o ItAh, Martin 55 (2018) M
FERW] STING 15 =3 i i b #5/F H7E i1k F 3k
HARST o
3.3.5 BRI

ERBSHHENEAEME S, BT R &SRS
TEAE FARN IG5, &80 18 £ R 45 o #% ] LB

(RYRFEAT R, W, AL BRI EEILEE 3
WA/ UG B ( PI3K/ Ak FIYREAME B
B ( Extracellular signal-regulated kinase, ERK)
fF5im %, H&{F 5 Z A 2 IS A TR,
M IR R (Jiang, 2021) o filan, AR5
=g 15 3 AT LU0 Il S AL G5 5l %, A
Bmserpin2 1) 3% ik 3t T 40 4] f5 3 0 R AL S
( Toufeeq et al. , 2019) ; FFHRAG 7 4= et 7l %5
BmPGRP2-2 1330 AT 3 {1 e 12 1l 11 5K ) 26 11 7]
V54 ( Phosphatase and tensin homolog, PTEN) [
Fik, HEN PI3K/Akt i3RIk, 2l E 40 i
BT T-F1 B W ( Lee et al. , 2018; Jiang et al. ,
2019) 5 ZRA MG 35 18 AT LLGE 5 W 4% BmSpry 13
RORFEEE E R ERK 5 508 8% (Jin et al.,
2014) o 7hb, TR WO SRR R P BFE K
B, Imd. Toll Fl JAK-STAT {553l 4[] th, J2& AH 7.
PRI, DT RS 995 J5E 400 2 ol A S e 1) B 28 7 255 o
B, 7S, Imd F1 Toll 155 B4R AT LA
M 5% S I NF«B, M5 5 500 K 7 A=
(Kim et al. , 2009; Fressigné and Simard, 2018) ;
TER KA, 2 DENV (2enf, JAKSTAT 55
I PR Y 17 R A5 K PIAS B UTBRAG . &3 Toll (55
A PEY Spz, FAIHUGE KR B E 2R (1) R BT I
( Souza-Neto et al. , 2009) . | iARZE R F B Imd
Toll {5538 i, JAK-STAT FiI Toll {5 53 s F Ml .
KK, BRI Z Ak siRNA il % F1 JAK-STAT i jif 2
), UM T B S JAK-STAT 22 [a) 38 -t B A A
BXZ 1 ( Kingsolver et al. , 2013) . {HZ, HEix®
T L H b 5 % 2 18] AH B OC R I AIE Y AT
i, HARRARGE .

W 7 S {5 o B A DG R U B AL PR Ak, 7R
W H B d i A — 28 HE B 5 B P
S (K1) o fltn, fExRE T, @ik RNAL I
2 H R /9 B R 5 H B R ¥ 2A ( Ser/Thr protein
phosphatase 2A, PP2A) , B3 fin BmNPV [ & .
AR, Lt FRIE BmPP2A W] i | BmNPV ()
W58 (Hu et al. , 2020) . Selot £ (2010) #i% %k
MR A& i Mk &b & Nistari 1 BmNOX ( NADH-
oxidoreductase-dike protein) [ Feih i o & T IR
i CSR2 Wy R is i, Jf H X & Nistari i R %}
BmNPV S ge 2 9L R B i pi e, thah, BFSEIEW]
BmNOX Z [ 76 1R 4G AR 47 (9 T BmNPV (135 £
AR mgh A, 8y RNAL #i Thioredoxin ( Trx)
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H Thioredoxin reductase ( TrxR) HIFik, SEHL
Hi %} HaMNPV JE g 19 B0t 35 7 ( Zhang et al.
2015) o RS £ BmPP2A Fl BmNOX 25T
FAHL BmNPV (5% s, Tro Fl TreR 225 T4
B BT T SR SO, {HL 3k S R PR A L M
H E Horh 0 1 e e TG 00 i AN AE, A RRIRA
5.

4 BHBEERNFEREFRAH
HAEZ

TESEH H B R 50 8 e e i s b, RNAL 2
HEMBEARTB A, HAT RNAL FORTEFE Py
A H Y I A E — G R B, A RIS B AL Y
TEAN Mg, W H RO RNAG A B0 PR AR
( Garbutt et al. , 2013; Lim et al. , 2016; Mamta
et al. , 2017; Peng et al. , 2018) L) f dsRNA FE ¥}
B AT EMNS. 1E Terenius 2 (2011) Ak F
(i “WiE H R durh RNAL R TS B Ziidh, BT
BRI Z P8 HE fh, REREAE Rr
RNA AR By - SCEE Ao A 1 3 H R ol
130 ANIEIA ) RNATZICR, {047 38% [ #EAR LN
A BIFITTERRBCR . X 5 AT e A7 20 RNAI B4R
LA T B A EOR . 3 K T B Y e P A
Z i, Horb dsRNA 3 A B S iz 5 ik B v o
Rl TR (Song et al. , 2017; Guan et al. ,
2018) . HK, AN[EE B Dicer %f dsRNA A9 5T 1]
TEAA A 2 53 RNAL S0 2% R A
e, $Em dsRNA 72 PRI rf AL RS AR o 1 B 1k
AT X dsRNA AU JUE) RNAL 205
H R 75 T 09 B 5% 3 2 4R TR A LA 0T AR 5 40 oK kL
TXF dsRNA P47 40 22 bt S BH A R L sl R s i iy
KA PEERE AR (Joga et al. , 2016) o 7 4h, RNAi i
PR ] A AE AT R R, DUBRIE AR Y, &
B FREERAZ N 2% ( Kulkarni er al. , 2006) ,
JIT LATE 4 555 55 v W8 8¢ 3] 1 56 DX R S ) R A T
REFETE—E MM 22, 75 ST IR AE A8 AR,
B ST A dsRINA i JHEHE AR JE DA 0 A ] DX 8ok ik
AT8rE. 5 RNAiL AL, CRISP/cas PN 4o i 12
AR A REATG T O A e AL 10 IR B R0, % R ok B
BRI S A R B HESI/E A -

R e 58 AR AR Y B U iF 58 vh A5 21 1 B0 55 110
AIUESE, & EE R A R E T R AN
WA R R 52, MfER &, RFEFE &

A R DL OUAFTE B 22 5 (BRIEF45F,
1991; 1996) o FEHEAT B HiA A T 75 56 DX D e A
FEIS, o BEER YL IR AR U 2 5 el B I B Y B B
M. 283 H R R SR NEEME T, 2
AV 7 L HOR R R AR, X R
T3 T LK o 1) 4 0 2 R g 1 I [ AR e 4R
M, 7EARMEE D, 8 H B R AR D d i 7 5 1)
AT (Wilfert et al. , 2016) , 2802 E T
PR SR RE . R A R AT A ST R E
HORTR Y 2R G0 e vg, - 14T 52 il B HL ) 4500 2 AT Y
( Ferreira et al. , 2014) o 3 1R M4 77 32 1O AROve 25
AR RFEH VA 114 42 1 g 2 1 S e o ) A ) o, B HLAR
NP N B B Bt 23 %68 B AU B0 5 7 A 5
WA B AR pH BREEANTE], 38 H B R 7E
2l U Be T DU ik 25 78, OF FLAR IS 1 A4 2 et
TRTERE BSR4 s AR B 5 BB D 0 o

ZAEH H B A U BE T ST AR 2 DL M &R
Sy EEAl, FOE RUR AT DATE — T S A — 1 4
AR, A S P R R G B I ) AR e (H
JE LU AN 2R Ry R AT 50 #E I WA A —
SO, fn: (1) FELER gAY, TE
KRR N R R, A2tk 2k KA
L A B ) — SR v, 5 3O 9 R e R 18 AN [
(2) EHRANEIeRI s —, Gz AR 2H 240 R Y
FHEAEH], AREELSE N B BRI A T 25 1 0
(3) Bl dudn i vh T BB A7 7E T AR B 47 22 B e
AIBLER, X HU P 85 R - AR Tt Bk
Rl 29 B BT 7 S S I BE Y ( Marques
and Imler, 2016) .

5 FiES5RE

B AP i e i AR R F B 2 FEE,
EZARBLAE RNAL 4009 A WE 5 08 770 Imd.
Toll. JAKSTAT #1 STING £ EE W RZE(ESH S
WP o ARBTG5 SN AE A [R] (1) B R AR A —
ERRSEPE, (B X HA AR, &5 5l
il 21 107 N S 7] vl w2 A < S R (1 £ B AR )
( Kingsolver et al. , 2013) . HAj, @8 HE &4
PEF TP Z M A EOCR M AR, (HAUE5E .
B T 7E B H A i b AT B e B SR AT A
I Z ) K | RNAi A CRISP/ cas $ AR 7 B UK Y
AT BRI . D3 4h, WaEE R H i i
A HAER 2 58 LR s w5 A8 B U oA 1) 345 5 v B T
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Il A ZH 2R S M B OO B A At N O T E . Uik
Ab, B U I8 v i T PR TR XU B e S 1 5
M (E A R AT o

Bl 55 DR A R R P kR, HRTE &
PATT R 5 H R A S LA ( Jiang
et al. , 2013; Jiang, 2021) . J245 RNAi 5 A Flft 5L
PR32 I AR R B AR aE 7 AT B 4 R
B FALEI T i ( FHEARSE, 2017) , (HEXT
T O &M B 28005 B B i A G BE A 1Y
Uit SRR ATE 2, HA R A
AR FEEPEREAR R K& L, M THE—
SO B i H RO F IR R B = . H
H, e EE B 2 3 B 35 dUR 5 S0 A4 B T B
XX B IR AR g R e W BIE 5 n] ol 5 B NG B
TR ) T K P AL () S 11

KT R B B R howm g e Ll se, 4
Je e S LN = AN ) TAE: (1) FIHAE
WG B 2= r i dh S i P8 e e G s 5L I, A
RNAi. CRISPR/cas sV RNE A, HEAZEHIX
SR TRe, B TR i e 5 E i,
B R0 B B 88 I I 1Y 43 ML B 45 356 R ZE it
R RAEAE - . (2) s X R B
PO SR S A VR AR, 8 7 e 5 1Y 3k
IRAL, Sk B AR R e ) A A B AT S
(3) X o i 0 () S PRI 4 R A T 0 R
GRS R R B R R AR U B
FH .
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