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Recent advances in research on the mechanisms
through which parasitoid wasps regulate
host immunity and development
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Abstract Parasitoid wasps transmit various kinds of bioactive substances, including venom, polydnavirus, virus-like particles,
teratocytes, ovarian proteins, and larval secretions, to their hosts. These substances play significant roles in regulating host
physiological processes, such as immunity and development, thereby facilitating the development of the parasitoid’s offspring,
either inside (endoparasitoid), or outside (ectoparasitoid), the host’s body. This regulation ultimately results in the death of the
host. Since many hosts are important agricultural pests, parasitoid wasps are important biological control agents. There has
recently been an increase in research on the mechanisms through which parasitoid wasps regulate their hosts’ physiology. In
this article, we review the latest progress in research on the range of substances transmitted by parasitoid wasps, and the
mechanisms through which wasps regulate the immunity and development of their hosts.
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AR EE MR ENEHE R
R —, 5 AU G 1 AR T R A
M AEYIPHAERY) . R EEC RS 10 71
AR, PEAEIALAE 50 R TFh AR YL & I B K

( Heraty, 2009 ), HYFp A e 5
HE AL, A A e w5 A S A K, AR H B
SRS %) iUk B R D SR X S R
A RN, FR R AF AR N Y EE A T AR
(B 1), DRI ar A R ER, T
RAEJIEH &F ( Pennacchio and Strand, 2006;

Asgari and Rivers, 2011; Moreau and Asgari,

2015 ), XLEFAFFAaEE: £45r DNA T
( Polydnavirus, PDV ) ( Tan et al., 2018 ), il
(Linetal., 2019 ), ZEpEEH0RL ( Virus-like particle,
VLP ) ( Heavner et al., 2017 ), JREEH ( Mateo
Leach et al., 2009 ) SEMEsEHEH A1, LIKREIE
00 ( Teratocyte ) ( Wang et al., 2018 ) ZEH R
ok &)y A s SR i A5 4 7 (Richards and
Edwards, 2001; Richards, 2012). A X754
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AR TR, 28T THERA PDV PSR
T AR 5 AL YRR L, B
A AR & RS Y S R A S IR S
( Moreau and Asgari, 2015)., HEIHAFZ LI
AT A S TR A U S 9T, 45 R s LA
B BARAEAE 2 25 5, (AH i R AR o A
SFIYE 443 ( Asgari and Rivers, 2011 ), Hr,
AP WERE TR S A AT BRI AT A B RB AL 41 (
WA ), DAORUEH S O 37 ARSI 14
4Pk (Kaiser et al., 2019 ); N34 weE w0 &
PORP| TR EHE R E AR, 306
Hep g prof 2 2E R+ (4n PDV) EHERUEH
AR HAE 272 (Teng et al., 2016), PDV
I BRI AUE DNA i eg. HFEZ
4+ DNA #%5:#} (Polydnaviridae ), T4rMJ&E,
539K Bracovirus ( BV ) M Ichnovirus (IV ) J&
( Strand and Burke, 2012 ), PDV 52 W0k 4 2F
H: 31 T EOR P Gundersen-Rindal et al.,2013 ),
L B PR T e K P e s /KPR A ( Burke and

et S5 3CHk
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Fig. 1 Regulations of the key biological processes of host pests by various kinds of parasitism factors from parasitoid wasps
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Strand, 2014 ). 4 HBEZF A8 I BIEAF 1 F
BRI, B RETER AR Y BT R H £
A, HEEEA G PR IL, JF R EYBE
( Burke and Strand, 2012; 2014 ),

A IR AL, AR N A R e 4
W T —EFfE M EAEIKR R ( Pennacchio and
Strand, 2006; Asgari and Rivers, 2011 ), ¥4 14
IR 35 B 32 Y oS B P e 2 S e e A N T e ke
Ha WAy 3 5= 8 B B AR 2R Gk ik e B
AW (Poirié et al, 2009 ), WX FHE Tk
HLHRAG 7 B3 48 H e 2 5 B0AT A W A AR SR 1Y)
N 2 BEME, HE T A ACOR TIE L A AR T R
( Gauthier et al., 2018 ), ¥R THRHE
FRABHEAE 7Y 3 A MR e UL T, W 23R
MH—E FB Ml d EERLE (et
Idiobiont parasitism ), SFLVFAF EHLLRT (5
2 4= Koinobiont parasitism X Whitfield, 2003 ),
(BICIEMRR 2y 2 e, HF £ H duy A i e el 2
B/ SZ FOR AR X B AT AR
B ARKSKRE . 0B E7 AR
AL (Poirié e al., 2009 )o HhAFLL MR 3
FHONF, HNENI R, BEVAGZ5TH
CANDHRGE , AU T, AR SO E A i
AR T 2R, RH MRS EHFRRE S AT
AIHLIRAE ST, XA OB i o8 i A — A

1 FEEFHSHEL

A AWK B T A EF AN AR, K
RAEZ b (8L e kF, HFRABIEH
ZF( Whitfield, 2003 ; Pennacchio and Strand, 2006;
JEEEAE, 2017 ), NAdAr AR S AR AT 32
FIER, R LR U EEH,
A F R, M FFELE, HRFEESF ML
147~ (Poirie et al. 2009; Asgari and Rivers,
2011; Kaiser et al., 2019), £4, CHRIHEMF
A R AE N2 5 R (FHEEER .
PDV = VLP, BREHEH . IR EHE 405 K 4h h
4% ) ( Richards and Edwards, 2002; Strand,
2014 ; Strand and Burke, 2014; Mrinalini and
Werren, 2016 ). BLAN, TR AR AL B8 (A S5 0 4

INEE Pteromalus puparum " &L —Fgr il 1 L
gk RNA 55 PpNSRV-1 (R #4371 5% RNA
e H Nyamiviridae B N —81)8 ), A4
TGS B T I R N A A, IR e
WV S AR B A B A AR i AR L Z H Y
(Wang et al., 2017 ). 53, M —Ff 5L H A7

Dinocampus coccinellae RN & B2 E K15 —
T B RNA %83 (D. coccinellae WK JE ¥R B
DcPV ), HA#AETHERE N S5 N, TEar A g4l
RN, FFRED1E R 2% F B Coleomegilla
maculata R . DePV A 7ESUH 2 RGN R i,
PEMIPE AT, A A BRI T ( Dheilly
etal., 2015), FIRGSREN], BT nl#54F DNA
WEESL, AWML AT 5T RNA N EE, HAMUA]
PR T A A B B A 2 e v A PT REES
R ER T, WEFEFERITA,

A SRR, AR A A g H T #5719
A ERF R S F AN i, ek
)2 4 Microplitis demolitor ME ¥ 35745 PDV |
BRIV, ARG N BE R TR 4 i ( Bitra et al.
2012; Burke and Strand et al., 2014; Chevignon
etal., 2018 ); BEREE A% Meteorus pulchricornis
R N A VLP M3 ( Suzuki and Tanaka,
2006; Suzuki et al., 2008 ); XUKE {3 i i
Hyposoter didymator MW7 PDV FIEEH,
JUEHARRO AR A I B EA ( Dorémus
et al.,2013 ); T MR HE 4E 45 /N Nasonia vitripennis
RIS 455 /) e DU A5 A e e e YR X — P O B
A A1 ( Yan et al., 2017 ; Martinson et al., 2019 ).
IRGE IR, T4 2% 1 B R A R A A e T
G5 AR Ba s e R B S N <o S S S [ S-S (RO
ARFENTF 2NN RZE D T KR
WA PDV, T K LA BRI A0, SR H
HG I ZHEE

BRI R o A I PR AL, SR 2R
A0 D PR AR AF 32 A BRI T ((Asgari and
Rivers, 2011; J“FIB4%, 2017 ), 774 Wi 7
aE TN, NS AR, XA
W TR AL A e LR AL A 1 4 B S S T I B
KEME, FEHAL, FA NP AR S AWK T
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FUIE S e BN BVEUR g, 2 R R AR 4
TSN T ARG BFk, A2 EE
W TR B A Bl A B AT o B, R 4 /)N e
(Yanetal, 2016 ). WiMgIHEE4/NE (de Graaf
etal., 2010; Sim and Wheeler, 2016 ). —ALiE
L9 Cotesia chilonis ( Teng et al., 2017 ).
B MYA e M. mediator (Lin et al., 2019 ).
L /N8 Tetrastichus brontispae ( Liu et al.,
2018; Tang et al., 2019 ). [ 8% J& FCmk /)N i
Chouioia cunea ( Xin et al., 2017 ), I HCHER ik
Bk/N# Diversinervus elegans ( Liu et al., 2017a)
S BRI, A AR TECR R A AR A AR
PEBSH H B, Il | s BRI R o A
A% o LA A MR AR VPRI, REZBONME,
HUOE 2 R 25 B A /R, s g
7 TR /4E A B S5 ( Asgari, 2006 ; Asgari and
Rivers, 2011; J“&#B%, 2017 ), 8K, #Hrd
S, 2EREAN. SBENE. R
FENE A PUREA S M R R AR A
BT AT, (R AR 1 AL AR AN [F) 2 AR e S R
e 25 5, oW S A R A R R R R
FE H( Crawford et al., 2008 ; de Graaf et al.,2010;
Vincent et al., 2010; Colinet et al., 2013a; Dorémus
etal., 2013; Goecks et al., 2013; Heavner et al.,
2013 ; Burke and Strand 2014 ; Colinet et al.,2014;
Perkin ef al., 2015; Yan et al., 2016 ). F:iE
F 2 AR I G Al b A e DR A S i, i R
L4 /NN R4 /N N. giraulti 7R H 4
JRAEAE 72 5 ( Martinson et al., 2017 ); X 40,
TSR Fh [ RE MG B Leptopilina boulardi FIFEH
L EEwE L. heterotoma JLF-1A A W) - E 8
WE AL (Colinet et al., 2013a), 53, Hiffi
S A — P 25 A e, LRI A AR A KA AR
ZHME (Colinet et al., 2013a, 2013b). 2F/E#
FWEAAN L2, ST EFREZHE
PE R 25 A 06 5 25 FE R B[R] A0 G R A G
S5#IWAE, PDV 5 VLP {77 T/ #4>
e Z7 4 i vp( Strand and Burke, 2015 ),PDV
FEH A R Tar AR e e AR T LU R A
JERAAAE. PDV A % A W AT T LA R

IEZH T PDV WYX PSR AW m ik, iR
gt kB SR EER AR . E5E PDV REEK
AR, EAEG E R E R PDV SR )T
Hl, HE, ©F 84 BV M 541V el
SERCIN I ( Espagne et al. , 2004 ; Choi et al., 2005
Webb et al., 2006; Lapointe et al., 2007; Tanaka
etal., 2007; Desjardins et al., 2008; Chen et al.,
2011; Djoumad et al., 2013; Jancek et al., 2013;
Dorémus ef al., 2014; Yuetal , 2016). 5L
R Fras R, &8 PDV BAG vk ad g5 44 Jg
XWHR PDV [HfELE# RS BV IV Z ],
TEFP AR b I JCIE ) L A SR A A, 1X it
BIIZE PDV 1R Al BEHAT 4% A 207 A JR( Strand
and Burke, 2014, 2015; Ye et al., 2018 ), BV
HEMHGEIE T 1 ACFERTHY% T Nudivirus 7EMERE
H B R G RO 5 ( Bézier et al., 2009 ; Wang and
Jehle, 2009 ; Wetterwald ef al., 2010; Thézé et al.,
2011; Herniou et al., 2013), 1 IV MR A g
BT 5 —RAHERER S (Volkoff er al., 20105
Thézé et al., 2011), X2 N IV PRRERH5E
S A O I IR ) P 9 SN AEAEAR A . AT
B, s Y Glypta fumiferanae FIB]
138 B0 Fopius arisanus B PDV 5 BV IV
PIATRR 2 — A R X 9 0% 0 <7 e U5
( Lapointe et al., 2007; Burke et al., 2018 ), Tfi
TEC UK RIS Venturia canescens W, HAfiHE
PDV KAFR, IFRETHIRHEENES, B
—AHH VLP, H VLP ZifgrhIif A BA
DNA (Pichon etal., 2015), %, AAEMH,
B R R B B 45 7 ) VLP, L H R, &
MHIEA BN R R R E A AL, T —Fh o
RV I 45 H,) ( Heavner et al., 2017 ). T
PDV il VLPs 73l A 2 sr bR,
PRI b i A 2 I 2 1 DR B 4 At S AN ], AN
[RIZENRIAEAE B 2% 5% (Drezen et al., 2017;
Whitfield et al., 2018 ), BEMEEfLRIEAAE, H
FER AN IR R S (Strand and
Burke, 2012 ). LA BV ], HA[FFhE(E] £k
A RSP PDV 5 2 UKL ZH 2 AH OC B AR SE A
1, A 25 A A DG 1 T R 5 PR S 2 R S P A
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5, RN RGA LG RIINMAED EES,
T 35 5 A ) D0 L B A A P Y 2 2 I A

( Strand and Burke, 2012, 2015). PDV fyixXFh
JE 5 AR AR M R AR AR AR A AL, X
N AR TR A AR FE L S A EAHE
YEH Kl et # b, &2k TP i, DA
A M N LA 32 BeAh, B A 419y ) PDV
FEFA N 2R TUR T & AR A AR T
FIAN R AL 3 AE D Re L R4 1T BEAETE 2 FEM:

) FEBBEFEIRE

B R AR fo i 3 B A4 R VA o 5 R4 L
PE o X AR AR e B A4y HUS AN AR K TGk
T AT WEEAS T SOVIF R AMEY) , B R
F 4 S RO HARFEIFTH BR ( Schmidt er al., 20015
Lavine and Strand, 2002 ), EHU7E40%E /e b &4
TRV, 38t 2 B A A R R B A SR Ak B vy &
A A AR AR 5 A I P Rl A AR b
P — RGP B I A SR S N X, AT Ay
R =S e Sk ok . 35 S e A AR e
H B 27 A R 2 ERE RS, 2R
RE L IEH Dhfie . o ikt 4 75 At 1 2 0k okt
K AT ERERGER LS, a0 o — LGP Eg
JVR B 2% T BN 4 Skt 27 32 A < JE TR ( Non-
selfrecognition ), BKE O™ 75 75 F 0% REE Tk
fil Je 2 Ab CAnpp T8 g ), 80 T sEhe
ugEH (angp4 )( Beckage and Gelman, 2004 ;
Kraaijeveld and Godfray, 2009 ). IARK: P54
PRI 1 B2 0 25 A e 18 45 2F 32 S 08 SO R I ZE AL
PR — A

PDV SR FH B AR i bk T r i 25 i 20 B A5
00 ] 00 24 L B 5 BB T DA S AR A i A DG SR TR 3R
IR BORIEIRT £ i 4R E2E68 ) ( Dorémus
et al., 2014), MR Campoletis
chlorideae "% ( ¥ PDV ) 1] BH i BRAR 2 B R E2
My s i 4 SR, A il 20 EORG RRFRE O,
ML %RE ) (Haneral, 2015). PDV Al L
1B a1 11 N V055 I o Ay 1 N e BRI 1
M2 AR . BBV Bt PDV AT DLd I 3Rk
HH M AR RRA-H2 (PTP-H2) FS%H E

KGR, Pseudoplusia includens F5URL ML 20 fitd 74
T ( Suderman et al., 2008 ). 23T fik %
Toxoneuron nigriceps ) PDV 3 K iy 1) 25
TnBV1 # TnBVANKI1 A 5| %5 32 40 2F 1% ik
Heliothis virescens Il 40 i 288 T FF 240 fa 72y Pk
Yo i1 ( Lapointe ef al., 2005; Salvia et al.,
2017 )o XUBEMIE H W M. bicoloratus ] PDV
PH] 4 B 2 11 AT 35 5 AF R R S0 K i 4 B
cyclophilin A JERFIE L, FF i L iR
¥ elF4A ik, MIMIFEMAMMAT: ( Dong
etal., 2017; Tianetal., 2019 ), t4h, RMk#:
G C. plutellae 1¥) PDV ik EP-1 A
A AT AT AT 32 /NS i &y A it bk 2 o i 4 A
( Kwon and Kim, 2008 ), ZFpayA, Uik
FO A | AR AL UK TR 0 0 0 A MR S A 0
PDV #fSr] BH 5 400 A 3 &1y A ks 240 it R0 44 i
HEREATHR (Yu et al., 2007; Han et al., 2015;
Teng et al., 2016 ), PDV X} 25 3 IfiL 21 AL Ak B E
A ZAR X L3N B 21 4 (F-actin ) 1Y
S | SRk 4 A PDV 4ifi% Y CpBV-Crv1d
] 5 2 AR S T -3- B R M A
GAPDH %55, SRS £ MM A 4 F-actin 2
FasE, RPN M4 4E 2 ( Kumar and Kim,
2016 ), RN BiE C. sonorensis ) PDV i1
f#5 F-actin S actin F2ik[EAK F-actin Hl
G-actin 7F 77 F M0 2FE R0 M 4 i 3Rk, MNIfiTs%
W) 1L 24 B 6048 2 8 ( Turnbull e al., 2004 ), %
W&t 3# 5 PDV Y cys-motif R ZE 5 Al it 2 —
WHv1.6 FEDN #8715 7 32 i 240 i 2 e A
HOB AN AR FAE S 0 a2 A A MR K
FEJEALHE (Gill and Webb, 2013), ItAh, XU
2 # 4 PDV 3634 (1 vinnexins 1 11 #il 77 F R
TR 10 210 L 24 A PR B3 2 (A G, AN HE AT g
A AR VER] (Pang er al., 2015),
SEMNA O MABV Y Glel.8 FISR ik £k 45t
PDV Y CpBV H4 & 1t Al J5-5: 97 - M 4A 2k 2%
Kb & W AE /1 ( Beck and Strand, 2003, 2005;
Gad and Kim, 2008 ), T4l #4904 C. rubecula
(%) PDV St 8 114 2 32 50 56 I 200 i A2 3] G 93
LR, T T lectin 45 A7 05 Y FR 28 A
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PIORIIE B, E— 254 i 2 = 1 40 6 98 2 1 &
A5 IEAh, %% PDV SR EE IR S —Fh 5 C-type
lectin [AIJEAHIALEE 1, HEMZEA TR SHE
I35 2 R 8 B 3 TR FAR AR, 3 0 5 4 S iy
2 ERPER Y (Glatz et al., 2003 ),

A A% PDV ] AT 2 I 0 SR Ak R )
o, dEmisgm B N, B H% PDV g
AR 8 S PR R I KGR AL, Egfl.0
F1 Egf1.5, 5 Egf1.0 M )75 5/ R R R
FA I 7 ( Small serpin ) B85 F BEHI ) 700 kE
( Trypsin inhibitor like ) Z5F3sARML, 7T 38 4
G A T = W A T = I
( Prophenoloxidase-activating proteinase, PAP )
PAP1 F PAP3 WY& B, [RIASts ] BHIE 22 2R 2K
F IR J5%) ( Serine proteinase homolog, SPH)
SPH1 Fl SPH2 4 g, 1 17 BELUST Jir P 48T Bl
GBS W ( Beck and Strand, 2007; Lu et al.,
2008 ). BREAIEKR C-AKimdE AN, Egfl.s
5 Egf1.0 Z5t9 AL, — & DIBeI AL (Lu et al.,
2010 ), ItAh, 2F2E¥ PDV i Al i i ik K 1
NF-«B (#0H H 7 1-«B, JEMisE0N NF-xB {55
AR, HIAF R BT AR R R . ANl v
MU PDV fiE 35 1-«B A ankyrin, H:H' Ank-H4
H1 Ank-N5 0] LUE S 0] Relish &GI8, M
MAPLHELTF I IMD (554, MG Cecropin
il Lebocin 554 B BRAE 77 3 K 5L M i 1D A o
4 ( Thoetkiattikul ef al., 2005; Bitra et al.,
2012 ) FE R I H W% Cotesia congregate [ PDV
R IK LA ankyrin, [HHXFAF 32 40 5K
Relish1 & [ A5G S0 B is sl e 5
HAEAM M =S Bl 50 2%, A 1Y V-ankyrins H
SYATAELE M, TIAT A4 D0 R] A 43T A 4 ST 5 4
JiA%( Magkrioti ef al., 2011 ), 31k #4541 PDV
ot A 3R 3K P A4~ ankyrin , CvBV-ankl
CvBV-ank12 ( Chen et al., 2008 ), WBEME &
1% PDV JiR a8 Spli221 405, nl A& 2] L4
WGHE A BE, 4945 vank86. vank92 Al ptpl09 7E
Spli221 4iiffd 3Rk , B A T3E [FAE I IF 4 NF-«xB
SRR, FERPURKIEA attacin TEANME R
ik (TR, 2017 ),

MAEC G TV Ak, 50035 950
PE W ILFEAEAIER (Asgari, 2012; Dorémus
et al., 2014 ), HI4n=f:M 45 1l #% Diadegma
semiclausum FERANTE AV AEJG 24 h N 27
T I B RE R, 22 SO0 400 SR i T A WA
ARV IE R (555, 2011 ), HAE#EW BV 1Y
Holgrh, ARG RIS A A AR £ 250
B B VA BT AN RN B 3 AR M il 240 i A 5 B
DA g, HE AT AS 6 h WA
W B, FIETE A2 (&% PDV) &
ARG AT =5 20 R bR B v ot 290 A A 5, 0o o 4 R
R BRI MK R EBE T ( Teng et al., 2016 ),
MAE—LL 2 AR R, BRI AT X A7 3 e B v ke
WA AR, 220 35 0 53 1 el o v s o
VEFT o Bl ) 7 i 34 W U 4 s A 11 1 (W) R 400
VRF1 (935 P8 43 vI #E A 25 2 A48 2L il 40 i 5
Dorsal 254, MM 2FF Toll 4N 55 %,
HETT S0 A0 M XS 1 BRE3% (Lin et al., 2018 ),
LT 5% 8 I 9 85 ) B 1 Calreticulin )CrCRT
AT A 2F 3 0l 40 MRS B g 77 ( Zhang et al.,
2006 ). HELEEHNEIETERE I VoS0 w] ] %
Sy W 1 A1 96k 2 SR AR SN ( Asgari et al., 2003 ;
Zhang et al., 2004 ), {H3EM MRG0 C
glomerata BFEIRNT 25 32 S H 85 20 A i gpk 2 22
A0SO TG i 25 e e, B AR S AT 3 M ST T
AT REARIE T I /EH (Zhu eral., 2011 ),

TEAHEH PDV W37 A tge T, B0 2F £ 40
325 SN, ) 52 M) S AR LT AT 2 = I 4 P 25 e
0351 10 210 BEURG B S L BERE 7, LA KA 27 3 ik
B PR AL S R A T T o AN, B 4 /NI RE VR P DA R
SEHEIN AT 2 SRy A i 200 S, 40 o a4 i
FEJE, FEACHERMAETERE ST, JFRICH R L GE
71 (Fangetal., 2011a; Zhang et al., 2012 ), H
A ) TG i /) e 5 Y T A1 o) 5 1 1 o g A 4 A
FR M AN M AR VE AR, LR B
B0, PR I 200 B Ao e BE T 4 B 2 R R SRR A,
2016 ), HIKBILMG/NE T nigricoxae 7N 7
FE A% /0N K- g 0 248 £ 2 s 7 A B e 1 S A

( THatESE, 2015), Wi/N& Tetrastichus sp. B
YRGS S I 6 A WE i 160 20 e B 2 s 1 AR AT B S
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HIEH (EFHS 2, 2004 ), S 25 A iRk ik e
¥ Ganaspis sp.10 G1 )& 1) sarco/endoplasmic
reticulum calcium ATPase ( SERCA ) nJ it 2215
SR 200 B 40 A S5 A S AR U, DT M 2 A4
Ji V8 FORG B RE 0 B ¥ 35 1Y 48 L A 92 RE
( Mortimer et al., 2013 ), Wi 4 /]N g 25 7 )
il 2F 3 3% by 85 U 0l 46 B RN AR B AR C-type
lectin, cecropin, lysozyme . attacin # lebocin
G 2P RIEA OGS N 238 (Fang et al., 2010;
2011a; 2016 ) FCREWRES I £ P 740 ] 41 i 5 %
PR EEEN (Wang et al., 2013), X 5%
1 RO M BE VRS I AR 1 DI RE SR 7E 1 [
Wi /N W T U AR A 4 Bk N denasius
arizonensis T R P B E R TEMEH,
KB ARG 4 R 2 il | 22 PR R g
K AR B A7 7€ ( Shaina et al., 20165 Xin
et al., 2017 ) WU/ NEETEIOA AT LI A
T A P — S B A R R O R PR A A 2% TG B 1
SiaEE . RERRNEA . B-1, 3-HEMER
TR SRR, HE 52 00 2 3 SR SR 1) K
RGP v ( Fang et al., 20103 Zhu et al., 2015 ),
BEAb, S 4 /N B B3 YR T LA 00 ) Sioby S 4 P 3
18 R3ZAK ( Scavenger receptor ) Pr-SR FL[H )
5, DTS Wil I 200 6 f) o s A A0 3% 758 77 ( Fang
etal., 2011b), AN, TR 220 ) 2 32 59 I
WREBACVE . g h4E &/ N b &
Pacifastin & HEEHI ]3] NVPP-1. NVPP-2 &
NVSPPI (/N2 2 R 2 e ) ) —Ff ), H
I I 2 10 1) 27 = 5 i AR T b e I A Bl
TGN, HETTHI 5537 AR KT (B4
45 2013; Qianetal., 2017 ), MLl 4 /NG 244
J5 , SR S 2H P serpin R Rk B T
L (Zhu er al., 2015), [FBHFRTIESH
— 7 serpin BYEIAE 1, Bt 55 A IR
IR B v %) S 1 AR AL B BTG SR 1 Pr-PAPT JE R
AW, AN iy S A B A RS SO, R
il 27 F L A RAAE T (Yan ez al., 2017),
g ai ki (VLPs) M UPSL8 1 n] 45 B 2F
A e B 10K 2 S A 28 IS N 3k R A g D
AN VLPs HAT 0 25 3= 10 240 MRS B 9 2

A, AT PRI I B 32 25 FE I AR f0.5% ( Schmidt
et al., 2001 ), &R MBI 55 A4 5l 2R GEAHIE 1)
BBR & VLPs, Al & —MH sy fig 59k
TN FL 4 A OC B T2 41 L lamellocytes Ff-i75
ST, BT S A WA 5 I 2K AN G
Wi ( Schmidt et al., 2001 ), TELT FE o8 B 2%
WS e B —F 32 ku ZEH (Crp32), BEHIIHE
DA 0 , TR R 3 e B R R
T, 76752 e = B R B E A 5 ARy, HEA
5 AT A A 40 X A IR A A B S
(Asgari et al., 1998 ), BERESHIERE 2 h 17 7E
— T 4t A8 5 o 0 TR A 0 e S 4 IR AR A 2K
FRERLT, B A S A ARSI A H i 4
LR ORE A MR T, R SHZORL T AT B 8 BRI AR S
2 i i1 240 B X A1 IR ) AL BE BE /1 ( Suzuki and
Tanaka, 2006 ), LtAh, WL HL 433 Y5 i
A E RPN RGN . Hod, ZIREH
AR S IRk NS Copidosoma floridanum 1)
Wil e 3 D Sk oA 4 SR e I, HLRE Rk 22|
P A 1 T R D R AR 22 K, X e 2 1 B
22 K] R S ) R 45 A 3R S0 ik R A RN BT
B KA R D BE , AT 740 27 32 0% 68 1 1 [ st
e 25 E 6 A Y1 B9 BT BE /1 ( Donnell and
Strand, 2006 ),

WA I A LA E SRy — b B L () 2 A R T, B
A H0RE RN A A o B e & B T
20t o B 2 e S A TR P A AR T
XoF 75 Ik EL R AR S B A e (Bell et al.
2004 ), FESRUE AL O ST AN R AL, S8
E S BTV 240 M 73 A A S BV AR 11 TSVP-8 (1) 2 i
SEDH, JLERAR Ty nT ) A i bk e R Ak R
(Gao et al., 2016 ), BIE A0 2F 3 20 il e 73
(AT 1 ) B B S A S 0 A R e R IR S, /)
SRIFAPAT A SRk 2R A e W T AL, F i 41 e 25
I B RE FIREAIR 40% 2547, LR I 4 1) 4
FERNHIRE 138 T 0630 ( Andrew et al., 2006 ), 7F
SR ok 8 M W A0 M e S A RS B 11 A
24 IR F T A L 7 4> Rho GTPase 3
& (RhoGAPs ) g BE [, Jfai it RNAI 52
IUGIE, serpin-1, 4 Fll RhoGAp-2, 5 w7
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F I 40 SR ERE ST, BRI 20 A K AT R 45 1
IERL (Alietal., 2015), AN, FEZIESEH A
T S B 5 21 R VA B M. croceipes B IE 4
Ml TSP 14 HHAMPEAE Cys-motif 45451
Cp-TSP13 Zwfih k[N, Hogmht I PN 84 & 1 v] i
AW ZF F 00 4 AE e fiE ) (Rana et al., 2002;
Dahlman ef al., 2003; Kim and Kim, 2016 ), B
TV 240 B, P R SRR R o 7 S5 i 3 S PR M W O 240
it % % 20 b % B T 9 K defensin-1
defensin-3 B MYRIL, HAFASG/NRHL BT
WA I Z S TR A (A= 81, TCRT 4™ A= )
XTHR (Gao et al., 2016 ), %4 PDV Kk 4
2T TR B BR G, T R 20 i 2 TR B A
JOR VU AT A A FH o BB 7] 2 e e 2 240 i, ]
FRr AP K hymenoptaecin, T HEHA 53¢
i 4% S A 0 R TR AN MO 3R 3k B T K ) fig 25
( Burke and Strand, 2014 ),

P53 T A W IE AN F S 27 32 e SO, T
S I B BN R M A T b o 22 T A A e D e 2 A
JZ T 5 By A Ak kit 2 = 1 A M f e e ) PRk
T Ik e B9 3% T 2 4 )2 AT AR AP AN BT A 2R
TR Mk 40 1 1. 40 e 63 5%( Davies and Vinson, 1986 )
TRET A 2 A 0 P T 2Rl B — 2 i 1, X
A AAE PDV JEFRINHT, sy HORN B A7
F MR 4 R A e € ( Asgari et al., 1998 ),
A8 T 1 TS 0 e B9 T 3 o B 3R i S 0 2l
2 ERREE R % (Han er al., 2015 ),
e 1 4 e O P AR LA E ™ AT AR Z
CLORG B ) B9 2 T A 1 ke AT 3 I A fu e, 285
T AT S RS A G - R TR
3 A0 B BE 45 A AR S B X AR 1 ( Dorémus
etal., 2013 ). G GIE mucin JZ 2R E
I II-hemomucin & &4 ] 35 By Hk k25 3 1 v
YIS Ephestia kuehniella W)63,4% 2 v ( Kinuthia
etal., 1999 ), AR ENE Macrocentrus cingulum
5 S IR 2R TR EM 3L AL 2R 1 hemomucin 7]
18 3 R IR I -Gal-GalNAc (-9 E A 1932 7
EMAEAHE (Hueral, 2003, 2008, 2014 ),
X 61 AFEEKZH 2R HY B hemomucin B[R 4T
30T, S5RFEW, hemomucin HHTER 2z

E1E, 73 % mucin FUASE mucin G55 FE
Ko X 7 NN AFAEE hemomucin & H 45453 Hr
LKW, mucin 2558 HAE H AT C R0 R PRR FH
By 196 Tk TR W 114 A e i [6R) A 0 ee R REEH  AA
HERAETE, MAEHE PDV SRR EE R
1 2 A e e, hemomucin & 1Y mucin 383
B E%, 1M Hemomucin HEILALA S5 F A T
mucin 3§ I o X EEEE IR A A 16k B 0k R O W
AR SRR (Yin er al., 2018), B4,
R SR S5 A B A AL 2F 7, R AR 840
BB LR TS, R I bk B g ik
W IEPs B[R IR & IEP-1, IEP-2A HI
IEP-2B, LA}z Crp32 WA EE 1 Crp32A, Crp32B
F Crp32C, H:r, IEP-1 Fil IEP-2A . Crp32A-C
WITEMERE IR BLrp 3Rk, H Crp32B HAEBREL
Kk, UIREMIR LSRRI, H4AH Crp32B HHGHE
TEAF R ARG LM AT Ni BT IR ER T
(B ar AR e N ) L eEHT, HatamdifEH 2
WEFN RO (B3, 2017 ),

A A e R A T A SN S 2 R (]
A EAER, fE— 2 AR R Th o] BE R B A7 7E
) B IR RIS &) bl i 1< 2 & B TR T BT R u g i )
FE R I A 2R 0k s kakt 27 T g R, HH )
HATE PDV 2450 F shMf £29 ( Dorémus
et al., 2013 ), A% A f i 04 DR I A 4 35306 sk
A BN, (HY HIHATF LR A PDV LR
' (Han et al., 2015), 4N, AEIZFEER T
[f—HF i fEH AT REAN R, fEdki PDV 1y
AT, B K Z R RIS SAEN, EAR
#547 PDV AR M, B30 AT BB A
B S RAL ROV T RE . BEAh, [Al—28 3 A+
e, HrhryARL 5, ATREFEAS M 27 AR R
o, BT s AR T S B AN [R] L angs A
HAp== - 77 . FERES
W ZE 1 PpCRT AJ & 2 4100 ] S 473 S0 0 1 240 o A
S48 EH (Wang et al., 2013 ), & 1E<“

- TR, ISR N

H S 25 0 2 S R EL R AR SN AR ( Siebert
etal., 2015) 534h, AFEHFWATREFEA R A
ERFEMFEEM. W PDV EA % £ 21k
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SRR EIRE, MRt R A X Ih6E, (HE]
VRIS AL o 3 A S 4% 2 2 e O i ik
B H 9 X B T 5 LR A T v S8 0 B A
FAR PR A 5

3 FEBRBEFEALE

A A WA AR R R T IR AT 3 SR RN
PR RFERE , FEATEMR SR % £k
BEGE AR, WA EERY . MR & E
KITT 71 & AR5 . R, AF Ak i
AR R AR BT, A HF A i
RAFPEAIASE , HonT i i 2F FACEIKEIF
JRIFEAY 3, SR A A7 AR e AR BRI ], DA
fift AR A AE A7 25 ( Nakamatsu er al.,
2006; Becchimanzi et al., 2017 ).

. PDV Wi, WAELATIKEE PDV
Ankrin IERFEIE R G TnBVankl, HFXRF=Ym]
368 1o B DT AT = R SR e SIS [ A i 2 1 N
iz, DT A L T 050 R 2K [ G A
( Valzania et al., 2014 ), [FlFE, TnBVank3 )3
K7y A A0 A T A A A S R A
ek, [l AT R SRR SRR Y insulin/TOR
55 IR G K ZRIA , HE M52 2F 4R A
i 7 K AR (Ignesti et al., 2018 ), [ ikgh
AT, SRS PDV 1) TnBVankl F TnBVank3
PPE A EW R R B S B E LB IR,
SIS % PDV LK CpBY-H4, HARE™Y)
A A /NS AR oA A A% G €8, B A
( Chromatin remodeling factors ), i %2 iz = HH &
fEBELL K SWI/SNF 25 W) dmtt LN ik, it
A 2F F RS RE Tl T ERE
(Kumar et al., 2016a, 2016b ), 1£3RIRILHE
¥ PDV R I BRTT 4 DS
Po4 T B FYR A LR CpBV-E94Ks, TIREMF
FARFRW X 4 ADFEE B FRIR Y4 fe
il 2 /N ek & 7 3 ( Kim and Hepat, 2016 ),
7, RIS PDV LR 4] v % e B — A4
TERRPE A S ] T gRAS SE R CpBV15B, 1% HE
IR 7 Wy ] A A N S AR R 2 R L
Px-AK FIZE KT Px-IDGF R #%# 5 /K F

RS 2SS A F S (Prasad et al,
2014 ), [m]/NEMAA PN T 5 S 5% e PDV 2
AR B S27 (H E&A 7 A8 A = IR R i
CpBV-PTPs ), A] I 2 AT TN & B A
RIS, M aE 2% 7% £ 4 B (Kwon et al. ,
2010 ), B e PDV JRYL 2 K SRR )5 fE
FRELORFE LT EIRN RGNS K, I — BT
EWL R MR TR, A FEF RO R AT TS,
A SALUHAEIR ( Pruijssers et al., 2009 ), Rk
JE Ui PDV I & Pt R as f el 1 B Y &
P FIR Y] B E AR 2R g R R b
HIEFAEE L], 327 35813 ( Fath-Goodin
etal., 2006 ), 73, 2/ PDV f A 25 F 60 H
YRR, PDV b AH G PR A 7E A 35 M v R
KRR, (A7 E L RER A o A v s,
WU Ay e R A e T R AR R A AR
A 49 0B A 0 AR ALK 0T 32 2 A e 1) o 2 A e T T
107, MRSz 7 A 0 J5 A 2 LT 2 A e e i
(Zhu et al., 2018), [AE}, JRAEIEIERH, &
AW PDV A FF EEEH H 2 AR, BeIE A
F2 e Y % R 2 SRS T A 1 S 1Y
HERAT ), VNV B, R R
F4h AR O RGEE, DU T e R R
E5@&EMN (Tanetal., 2018 ),

5% EHT PDV KL, AFAEREREAR
AL 3E A 6 A 325 8 IR A A G 1 3k R s A
PR 2 HEF TR, HE AR R E R IR
BGn , T R A 4 /NI VR AR S | ke A AR R IR
W Sarcophaga bullata 5 7% & B AH I R (1) 2%
221k (Martinson ef al., 2014 ), W45 FAHF
RO & IBENE 4 /N af g R F Eh 245
BRIV WS TR SR AH G I JE R A 25 5
ik (Zhu et al., 2015 ); 45 FCH0 R 25 A T 5|
AL P 25 TR A IR E R A o-TE R T L £
fitf . B O -1-48-1-FR HE-CoA /K& W45 5 e kAL
MR EHZERRIE (Zhu ef al., 2014); S
T A A A EARAS UMk L 68 A5
AR SC Y B 1 25 S 3Rih , XU R RIAE
H A 20 F1 12 A5 05 R0 1 1 X %A G
(Lin et al., 2019), ZF4: W REHGA ATl i 75 4E
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BOE A TR AR EIRNIEERAKCE, SEimiRE
HEEHE . iR fLE/NE Eulophus pennicornis
A AR B S RE VB B A Lacanobia oleracea
PR NIE, FAMRE AR K, & E 15
( Edwards ez al., 2006 ), 7351, # & 1 EpMP3
T3] 5 WA k4l S, A LR AN e K
o6 WIMIET:, FHEMYG R AT MAEKBELS
( Price et al., 2009 ), WFH% Aphidius colemani
SRR E IR T Aphis fabae 5, H4H
KB RN EWZER, HRIB KFE, P
AR B Y FE T34 /10 ( Kati and Hardie, 2010 ),
Ak, AR ST DR ERNMEEA (N
53 Wb 2H 2R B R IR B AR S R B ER 1 5 e A2
A1), I3 kB IER 585 ( Asgari
and Rivers, 2011), Mifilli/N¥ E. pennicornis
BV T 38 2 VR S T 6 A R A PR L
FBEEEA AL, #HMHARH % E (Edwards ef al.,
2006 ). HHRL R IK AR R LG C. congregata
AR, FEVR AT A T bR L e 2 [ i
KA H (Beckage et al., 1998 ), W4 /Mg
A A B S BE U S IR IA N, 3T ORI
IR IE R W TR, IRYIMER O LI, Wik
WG B E K (Zhu et al., 2009), UL,
P A e A A R R A A X A 3 AR A ) 5 e E
R, X AT T A ERR AR E & KRR
Wy, TS e P A i i R = B D B RE
R B B i 5 BE S o A 20 FR 4 L 4 DA AT
EPTREIFFLE (Visser and Ellers, 2008 ), 77
AR TE AR TE RS A IR D e R 1, HLRT e
A HIS T BRI DIRE , S R 5 AR
FAEE U B it A5 o o1, FEMRAR 4/ | IR
JIe P e Ao B P G /e 25 A B T R T TR
PEWERR G, FLOT REA T (/K A 27 W RR TR 1T 7 A
2l R ALE R Y Y IBE (Zhu et al., 2008;
Liu et al., 2017b, 2018 ),

A A W BE OO A AR N B SR T A
FEOAIRZANTE, AN F5 A5 ) 25 32 1 8 FR s
AR A o P A W e A A 22 S PR B 1
fiti . RBRIVimG . WERRTREG AL, FATHETTHG . BT
fity 4 Z2 A A W A B AT E B T

EATR AT e B A TR FE R IIEE ( Yan
etal., 2016; Zhu, 2016; Tenget al., 2017; Xin
etal., 2017; Zhao et al., 2017; Liu et al., 2017a,
2018; Lin et al., 2019), M, DIBEA A8
AR A G /N X 5, IR T RIS, L
o 78 AR H AT FAR AR AR 25
W], HAEWOIF AR B 25 A A,
&R 5 PR Y BT X A O R Lk Sy A AR
(Mrinalini ez al., 2015 ), iHREELE 4 /NETER
RETNG 2% F LAY Y A=) & B, HOZ ]
O N O 0 0 B A R G ik PRI Y 3R ik K
Ve, XS E HEA BRI ET R ( Siebert
et al., 2019 ). [FRF, BERAELRATFAY A8 HY ML
WEAKY-5 A Y45 TG R R B 1 =R R A 35
T v ] P e 25 5 BELAE LT B i n) RESE
M) Jole RS R L M RE 22 27 = F 5 4 Thar 4K
PRHR 23 A i 2 R /K 1 I 38 i i s I A
(Mrinalini ef al., 2015 ). ZIEREM 101 2 8
EHANRER Y EHA S 5% FRREAH R
WHd A (Martinson et al., 2019 ), 4, Mg
¥ Bracon nigricans B ] 07 FAHLURAE IR
MYE IR SR, SRR FE Mk A L BN L
Hli#E (Becchimanzi et al., 2017 ), /Mg
Euplectrus separatae ¥4 B 7 1R 22 25 T4
HE, Kium ik B E RS S R B E T
a1, MG b 28 VRIS & s 7E J5 3 10 3 PR A
( Nakamatsu and Tanaka, 2004 ), WEHH 4 /N7
A AT T SRy R i D7 A P R R L
K (Zhu et al., 2009 ), F/REFAE A. ervi 5
He B G RKAE G YF Acyrthosiphon pisum J& , BEFEL
A ML N B R B A A2 B ((Rahbe
et al., 2002 ), W LG C. flavipes FFHET]
Wl AF EXTE Y IEFE, BRI AR R, i
T2 S VE A Il RIS S 7K F- ( Rossi et al.
2014 ), 73, FAEMETEIRCE O P AR VR TR A AN
Yk S 2 53 7T BR A AR A 2 i jpk 2 e Ay i K Ak
G, BEWE P 0% i it PR AR D W] R S RN Y 2
Jig i 1A K2 fi# AH G ( Richards, 2012 ; Heavner et al.
2013 ),
Kk PDV S#EAL, B A S IRIG BT Rk 1% ey
e AR AT sema Ay EAE R 5 A . Bilan, PR
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o VR e WY T A B T R 2 3 A N K o A W g D TR
Sia®EN, g5 ERRMIR T AR RS &)
¥eflzks kahrgiEiie (Cacciaeral.,
2005 ). ik £k 2k B e W A4 i 43 DA A 1 T
P 2T 32N SR A DR A R TR R S 1, T R
F R S R I R R 8K, DLRFE 25 RN
TR, RAEZEFEMEETHLELS (Al
etal., 2013 ), ZL R MTH I M. croceipes VR it
B n I 4 b & —Fh i TSP14, B!
EANE T F IR AR SR E, IR
HEHF AR (Dahlman ef al., 2003 ). 144,
WA I 4 MO AN AT DA 45 25 AR, i HLa] DA A 4%
VERE S B a7 A e &) U, IR BB 431 an B
R L AR 1A S A Mtk I A R A
U A 24 8 AU E ok I ( Dahlman
etal., 2003 ), 7, RIKILLHE S PDV S H Y
YA, )RR R ST microRNA, ) 23 =0t
K ERZIR, NN LT (Wang et al.,
2018 ), XALIEE KTER SR NEZ B microRNA
(B ) A A% 3

WAL, 05 A 06 5 RE3E o 41 ) 2 35 N AR AR
RGINKE , 1AM 23 ( Parasitic castration ).
AN 7R SF A M TRV P Y y- A R K RE 5 5
A EB TR ONEALBUR T, X FE AR
P23 (Falabella et al., 2007 ). TiXfF 55 H
emEl, RS ER M, WA EBRTEEATNY)
R DA S AR 2 A e 7 A v A SR A,
R IAF A W T 5 N AR R TR R R EOAT EAR )
JoT, 7 Ay AR e T d ek N A TR e A AR
W, (HAF AR - P AR TR A N TEY BT EAEALE
W ANJE 2 (Paredes et al., 2016; Vorburger and
Rouchee, 2016 ),

4 GRERE

B A I BT R 00 A A N T AR R B HLA Oy
ZE, B BUCEE LI FP B R 5 A R o
T BOR YA A i, MR8 I AT AN Rl P2 3
AT A B BN B 5 o HE, FF2E
WERERAN A TR 2 L 519 PDV (B5 R

A SE R EA TR S IR R ) MR 40 (1A S
FERVAT BAT WA AL 4y ), WA AT 18 5510
JC B #5735 A ORI R LA S I
RSN HAE TR ), Hrp a2 o S e rE A vy
TERE B 22 7 e sk o i 465 5 ( Sl b AR
HAT M ) 8 B2 oA 2 SRl E, PRI R
P2 o W e i B A e — A o Rl , H
HIA DA AR SRR A 4 1Y 25 8 S b 24 h
THEASZIK, MILT R B H S5 H & i/
G . I, A4 FRER A A 2 E S
MrABAAR KRBT 23 8], Bi{EAS IR SY

FIITI, AR A A R R AL A 2
HZJt, Bl XS 45 /R E 24
A AR I AF T S N P AL T, A G
P FERE A RAT AT AR 555
ARFEINGE o MO, B XAF AR M A7 AR TR e FLR 4
AF F L R B i) RGETE, AT LIS TR
75 A 5 A B 5 AR A A KR, A IR
TERIRFE R o TRl T ar A I T R A (88 A3
AT, BA B ERE | AR A JUE
W) A e BT IR AV AE P R, AT g A I R e ot
— B L B T B AR HOR R A Y S )
D m i LA gt g v o R, 5
Gr A AT o IR A TR R BE B2 T A,
(0158 v 9 A P = 0 S ) 22 3 v e B v DA A e
SOAHEG, BRI I i g H S 4
/b o AXA, Rodriguez-Andres &5 (2012) ¥4
M M e Py A I PDV FRAY Egf1.0 45 A 4
T e A e A ZE IR BE R MO 75 ( Semliki forest
virus ) 1, FETITA R B 1200 BE R R IR R AR
PIBEFERCR . Maiti 55 (2003 ) FF£1 2 78 B
M. croceipes WL AL 73 WA HE 11 TSP14 56 A T
B U B RO R R K 2 M A R R
WRAGPLPE . AL, Di Lelio 4% (2014 ) ¥ 2834
[k & PDV A TnBVANK1 JER 5 AR, fifi
HARAR T X B R K AR i Spodoptera
littoralis WyBitE . BIR, #UEHRA ST AN T
I FH A D 2 i dse /b, AR B AR 3 B AR W B
16, AERARAE Y DR AP SOB B A P % ORI B 1
T AR AT RETE
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