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Advances in research on pattern recognition receptors
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Abstract Though lacking an adaptive immune system, insects have evolved a highly efficient and complex innate immune
system to protect them from multiple pathogens. This innate immune system can recognize invading pathogens, and rapidly
activate an immune response to eliminate potential threats. The first step of the immune response is dependent on pattern
recognition receptors (PRRs), which detect and bind certain pathogen-associated molecular patterns (PAMPs) on the surface of
invading pathogens, thereby activating a downstream immune response. So far, a variety of PRRs have been identified in the
Lepidoptera, such as peptidoglycan recognition protein (PGRP) and C-type lectin (CTL). Various types of PRRs work together
to participate in complex and delicate immune responses. Research in biochemistry, genetics and molecular biology have
found that different types of PRRs have unique binding specificity and adaptive evolution. This review focuses on
summarizing the origin and structural characteristics of PRR related gene families, as well as progress in research on
physiological functions and evolution of PRRs in Lepidopteran model insects. This information will assist further research on
the immune system of other Lepidopteran insects and provide a reference for exploring the relationship between immune genes

and mechanisms of host ecological adaptation.
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B IR IIAY AR R rh, AWTRRE A1
T KRR R 2%, BRI T — B
ZRMAE R PE RS (Innate immune system ) ( Yu
etal., 2002; Hultmark, 2003 ; %5 5245, 2019 ),
IR e A e (1), RGPt
AR TE A e AR S 0, Jl i A FRACR: AR 2R 2 5 Y
FE IR 2Z /K ( Pattern recognition receptors,

i JEAAR | 3 — o e 3 e A U A2 AR R
PO I 45 & e B A 26 4y F 8 X ( Pathogen
associated molecular pattern, PAMP ) 5ZEE,

PAMP 45 1) 2 9 J5 0 A= 400 P 0 s L 4 L B 1 )
— BRSP4 (Janeway, 1989; Lemaitre and
Hoffmann, 2007 ), ¥ [ {4 AR AR 2 B £ Js
I ST R S5 — 2 | Rl A 8 A 88 R T G

PRRs ) (Akira et al., 2006 ) A LLX 5] H & Fi4 ( Werner et al., 2000; Wang etal., 2005 ),
P S R HE NS G e N G- )
Pathogens  Virus Fungus Gram* bacteria ~ Gram™ bacteria Bacteria
O A 29 (A Q.
3 g es) W~
N~ e/
T l ‘ l
%‘ﬁﬁ* H%ﬁ?ﬁﬁ B glucan Lys-type PGN DAP-type PGN ~(
PAMPs  goor oooo ssee ’ z
Iy VA %
i 8
ﬁ_t'l/ Eﬂxﬁi . : )
PRRs / P }-1:/‘%‘ S
| '
)Toll-——"—/_—_- CcTL SCR &
L f ‘TEP)
l Tollif Tmd;g 2%
A Toll pathway Imd pathway
Autophagy
5B OH—->zreax
M&MQ%}Q— PPO PO Melanin
Humoral immunity PPO&AZ
PPO pathway
1 BHMBEXRSEETREE (Xiaetal., 2015; Hillyer, 2016; Luetal., 2020a)

Fig. 1 Schematic representation of innate immunity in insects (Xia et al., 2015; Hillyer, 2016; Lu et al.,

figs 3l 5 B MR a5 T e R A e it o iy
—KE M, %% Bombyx mori. 4 E K ik
Manduca sexta % ( Steiner, 2004 ), Ki#E 3K
SE RN SR 2R ) R, 2R R RS2 IR FE R K
AW H R ARARAS DL, [l s B A
2H 2 o s R AR 5 R U s R S A AR
AR T RHL (Viljakainen et al., 2009;
Bulmer et al., 2010), W5 RH, GREskH b

2020a)

TR LU PR A P2 s B T, B R A B A
1534 TR Sk S 0edn , DL T8
F - IR AR AR I IE R BR T IR Sl Y, AT T
FE 2 ) 1 T 5 7R SR 8 A o A o AR FE 3R
K#5 (Sackton et al., 2007; Viljakainen et al.,
2009 ).

Hl, CAMCSCERLER T 65 H B A
A ZIRBEFEEE (Linetal., 2020) . %%
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R ROCHEE T 4 FhEH H R C BIBEE R
YA S DI RENT ST HERE , I 2/ 20 1 KSR b
WRIEE . B-1,3-H RN & B AR U RESE
2R 3 MBLUNZ R A SCHTFE o AR SC T B0
s AR B ol P ST B2 R 1 45 4 0 2 RE Y
WFFEBEIEEAT T 230k, JF4S & B RN 21 K
Ji, i R U A2 (AR ) EE Ak R 4
5T L BEAC LA RAH G I RERT I 19 A J7 1) it 5 1
JEE,

1 ERP&RNANZENGES
EAHHE

B R I 32 AR P A R 3R E R e K
Janeway T 1989 4F42ih, F8AURE M R I
AOJEA (Janeway, 1989; Brubaker et al., 2015 ),
AL DA DU A= B A 40 2 T 1) 4 23 i A DG 43+
B (PAMP ), SIEPGHN % . PAMP i S
Jir e A 4 2% T e A 1 7 B AR ST ) T 454
G E A I 28 ( Lipopolysaccharide, LPS ),
JKEHME ( Peptidoglycan, PGN) FIECEE Y B-1,3-
HIEME, LUSRRERRZTIRR (Pal and Wu, 2009;
Wang et al., 2017 ), PAMP J&15 3 S - il (k) 3
FERAR , B TEN A2 1) 2 PR A [0 S (A 1 £
SFEERE A . 7E B U e BTN 32 A 2K
ZHE, ST LA 12 B AL RO A B 1) Ik SR TR
5l 25 A ( Peptidoglycan recognition protein ,
PGRP ). G| E MY B-1,3-) M A

( B-1,3-glucan recognition protein, PGRP ) F1RE
ARG RE X AT DL & $55ESEAE H ( Agglutination )
H9 C RIEEHE R (C-type lectin, CTL ), ItAh, i
f77E — S8 Hiflh i PRR, L 43 1 K Z 4k

( Scavenger receptor, SCR ). F F Bt &R

( Galectin, GALE ), & Hilgs# & ( Thioester
protein, TEP ), £f- 4 £ H A 5< & H ( Fibrinogen-
related protein, FREP ), L\ #§# H R HEEA 1
Hemolin %5 ( Zhang et al., 2015; Hillyer, 2016;
Luetal., 2020a),

PGRP & M\ B Ht 20 2L 3 sy A =X )
o, 1E C Wk A —MASFIZY 165 A Z IR

ff) PGRP 4543 ( Kang et al., 1998; Xiong et al.,
2015 ), REASHE SR PR 0 4 T S AR 1) A4t i B
B KBS ( Fabrick et al., 2003; Drziarski,
2004 ), ELHt PGRP BA PURPRFA BN DIRE -
o iy %A L) ( Prophenoloxidase, proPO ) 2%
HRRORE . B0 Toll 22448 . J% IMD 3l i AIF =
7 ( Dziarski, 2004 ), PGRP 45#4 3 5 W # {4
T7 % v i 2 A [R] U PE ( Kang et al., 1998 ; Kurata
etal., 2006), ¥4 PGRP {454 15 Zn* W o 1)
SAEBELMRIREL, AT, B0 B
kBB (Kim et al., 2003 ). PGRP F kA
SrFE KN KA (L AL ) Fs#Al (S &)
( Werner et al., 2000 ), %% PGRP F %2/ T
20 ku M-I T ISR 11, FEAEAE T Ik E RN
FRerp, TERR AR TP H P ERBBA R A, W
TEMp 8 S5 HAB A A 8 B i A K3k (Dziarski and
Gupta, 2006 ), REGE T 2 [C FHPE B R 1 1Y
DAP JIKREWE, U Toll i@ % (Luetal., 2020a ),
KA PGRP 195 ¥ 38 #2404 PGRP [ PIff,
N s — AT AR P31, AR {5 - IR B 25 44 1Y
AIC, ATLAG AMAL, BSRRERN R, FEEAE
MARMI 235, EH0E IMD 3 b & e il
M ThfiE( Valanne et al., 2011; Wang et al., 2019 ),
BGRP g Fr M H = [RIAE R 45 & & M
( Gram-negative binding protein, GNBP ), 15
LA AN BE B S5 1850 B- 1,396 SR A0 4 2% T
) LPS 454 (Daietal., 2013 ), #HLAI ) BGRP A
—A~ N Ui B-1,3-H BRI 53k, 2= 51300
WS GAEY) , IT i e 22 S R A 1 R K S vy LA IR
i proPO ¥ Toll il % ( Ochiai and Ashida, 2000;
Fabrick et al., 2004; Jiang et al., 2004; Takahasi
etal., 2009; Matskevich etal., 2010; Sun etal.,
2011 ), 7E BGRP By C ¥, %A —"15 B-1,3-4i
T 5 AR LR BB K iS5 16 ( Glycosyl
hydrolases family 16, GH16 ) 543k, {Hif %
TR = OB 1Y) 2 R ke T AN LA K it T
(Leeetal., 2000; Fabrick etal., 2004; Jiang,
2008; Xiongetal., 2015 ),
CTL 52— 2K B A ik Ak & Y- 00 45 1 fok
( Carbohydrate recognition domain, CRD ) A4
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o SR AS 5 R (Xia et al., 2018),

PL Ca® k#7725 K b & 454 ( Kanost
etal., 2004; Drickamer and Taylor, 2015 ),
AU CRD S5M93 i 110-130 MR IERRFE L4 K,
XL IR IR STE B — A~ BT &, B oo B2
BE. BB, PR =X —hisdgEfs 2
FikaE (Luetal., 2020b), EHd C BIgEsE
BB R, PREZ . 4 CRD %, W
PIgr kg H— CRD #E5E %K (CTL-S ). X CRD #¢
42 (Immulectins, IMLs ) 1T CRD A H:
Tl e A Z (CTL-X ) (Rao et al., 2015a,
2015b; Xia et al., 2015, 2018; Song et al., 2020 ),

2 BB ENIRAZERThEER R
21 MEERINZER

55—~ PGRP & M\ 7 1 I ipk B4 rp 3 555
ke, VER—FR IR 2 1A, & — PRI 2 [T
B 200 PR 200 B I P KR , it I A T
W R0 & A= Ak ( Yoshida etal., 1996), HTi,
CfE 2 PPl H R b %2 ] PGRP R (%
1), BMNEHHAE, PGRP 7EMH H b2 AR
SPR . TR H BB, PGRP S 5958 11

T NI . B, JHE Kk PGRP1 1%
JOI SR Sk i 17 T S Ak B 90 S ;- ( Sumathipala
and Jiang, 2010 ); ZK #& PGRP-SI, #f# o
Helicoverpa armigera PGRP-A #RRESIHIE 48
R SR S N ( Yoshida et al., 1996; Rao etal.,
2015a); WM KB Ostrinia furnacalis PGRP-S
n gt G403 A BR E Saphylococcus aureus F1
T4 AT Bacillus thuringiensis J& 18 i
A AL RS Y ((Sun et al., 2014), FK A%
PGRP-S5 SIKEHELE G0, ANUBERIE proPO
W, RERAE AR ER I PUE M (Chen
etal., 2014, 2016 ), A% M PGRP-A i£7] LI
FEESE K IHFTH Escherichia coli F14: # (o 7%
BREM/EIT (Rao etal., 2015a), #F5 M, ©
WH PGRP AMUATLMERN RPN TS 5%
PEfG 54T, i H—2 PGRP HA WA 5 1 5k
TR EEER BE T, W LA B4 BRove i ) ( Wang
et al., 2019 ), i Drosophila melanogaster H
PGRP-LC 1E k32 (A AT LIAE I F 2 fisl i 07147 2 ik
PEUL I REL, T A0 ) 2 fi S 4 R 7 AR 1) D) g
(Harris et al., 2015), @%# H E fir PGRP /&
HWSE5ME RGN R T ES G SR
UE M

F1 MRKRESHEERRAPHENIAFNZEHER

Table 1 Pattern recognition receptor genes in several Lepidoptera insects

Yysh PGRP PBGRP CTL GALE TEP SCR  FREP 2% CHR References
KA 12 4 23 4 3 18 3 Tanaka et al., 2008; Raoetal.,
Bombyx mori 2015b
I 5 14 5 34 4 3 - 4 Raoetal., 2015a; Zhangetal.,
Manduca sexta 2015
JNFE g 9 18 7 4 1 15 2 Xiaetal., 2015
Plutella xylostella
FR4d h 9 5 26 3 4 10 2 Wang et al., 2012; Xiong et al.,
Helicoverpa armigera 2015
4 it g 9 4 32 4 3 12 0 Mengetal., 2015, 2019
Hepialus xiaojinensis
P AU 10 4 36 2 - 9 -~ Liuetal, 2014; Shen et al.,

Ostrinia furnacalis

2018

PGRP R IR MR 15 BGRP 7w B-1,3-H1R BRI E 5 CTL #on C BUBEE R ; GALE Fn3LEHE R ; TEP
TR G IBRBEE s SCR F/R il K324 ; FREP RoR 4488 R G E .

PGRP represents peptidoglycan recognition protein; BGRP represents B-1,3-glucan recognition protein; CTL represents
C-type lectin; GALE represents galectin; TEP represents thioester-containing protein; SCR represents scavenger receptor;
FREP represents fibrinogen-related protein.
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22 B-1,3EIERBRIERD

GNBP 1 K W Z A 1 itk e rh alifb 5 3], 5
B2 [ PR TR A 40 i BE A SR B 25 A B T (Lee
et al., 1996), #EfbsrHrRM], XAHEAFZH
— Al 8 T A SROM T R DR 1 A2 T RN T BB A3 Ak T
K (Wang etal., 2011), ¥ H R H 1 BGRP &
HEZTERRIIARZRIL, KI5 /B itk o 725
7, £ UmigiEk Hepialus xiaojinensis 1 K
U EF] 4 1> BGRP BL[A, JHF KM AR 2 L
A 5 BGRP #:[H ( Ochiai and Ashida, 2000;
Jiang et al., 2004 ). #Rifi, 7E/NEHK Plutella
xylostella i —IL 45 2] 18 4~ BGRP (F 1),
FIGEAE /N rh R AR T B S R,
HIY /N S 6 AE A= 16 BR B vh AT R T I 22 Bl A 2 I
I B A L T T o
WHFEUESE, TEJLAhEE# H B dirp, BGRPs
AT LIS proPO 28K . (Ma and Kanost,
2000; Fabrick etal., 2003; Jiang et al., 2004;
Wuetal., 2018 ), = KifkH1 ) MBP ( Microbe
binding protein ), J& B-1,3-fi M EEAH <& H A
FE “GNBP” 23t , a5 HA R R
2 AN 22 MR AR A i [RIVE T fk & proPO I
HARS (Wangetal., 2011 ), FHCE/EHINN
“GNBP” fRFE—Fh I\ “B-#j R WHMEE" 2] “BGRP”
3t RS (Wang et al., 2011 ), ZEAHEL Kigkerfr,
MR EFE FEE 14 ( Hemolymph protease, HP14 )
S I A O R AR IGEE (Ji et al.,
2004 ), BGRP1 F1 BGRP2 AJLL 5L Migh &S5
HP14 Fii{A ( proHP14 ) FFE I fih 4 By 2 A b it AR
21 v ( Wang and Jiang, 2006, 2010 ), £k
R, JHE KM BGRP2 5 B AT ZHERY Ll 2
M BEAY S 07 B 38775 7K F- ( Takahashi et al., 2014 ),
TEFE /R HL[CY/[P]>5 BHE AT 2 59, v] LATE
BRI T 0GBy 48 AL T [CY/[PITE 1 A4 I
SICAEYEE G, AT SIS A6 1 v )
My Ak (Rao et al., 2018 ), XMRAKILE
W5 8 5 LB R DG A R 95 O = RT e I i
A I ST i R G B O I PL . KA
BGRP4 H AU B AR U4 ¥ Tribolium

castaneum BGRP ZE 1% il it 1 PEAE AL R ( Zou
et al., 2007), fHIAGRMEHEILTE b RATHIE
St BT EOE BALSON, PGRP i T LA EEDT A
IRk, /b3 BGRPL X Bt I Ak
cecropins %A EA EJ#EMEN (Huang etal.,
2015 ),

23 CREESE

e H B rp, CTL % H AR 2
SR NI 74, KEDA 234,
MAEE R KA 34 4~ (58 1), CTL i@t CRD
BB LS & 2R, WH BN . EFLRE . N-
L BRI R L N-L Bk UM | B BEAI R
e ALA YRS (Lu et al., 2020b), IML
(IR BRI CRD A AT RE4s i 5 1o Hah B aE )
IR HARIE (Wang etal., 2012 ), MsIML-2
Je—Fh Z DI RE RN 32 4 . B R JE A Y
W YER (Ling and Yu, 2006 ); 52 & REH
fi R P54 ( SPH ) S5 IE 2 & WIS proPO  ( Yu
et al., 2003 ); H CRD2 Z5thdal il L2544 75 Wi
FF 2% i Caenorhabditis elegans % 5% H £ 4%

( Encapsulation ) FIZ&{L ) ( Yu and Kanost,
2004 ), =5 7Kl HE ICHE Serratia
marcescens 5% ( Yu and Kanost, 2003 ), %
#% CTL ZW % 45 12 4~ CTL-S, 6 4~ IML Fl
5/~ CTL-X, BmCTLS3 HA—4> CRD &ifyh,
TERHLR A FIL, 78 Ca¥ B 5 T LS
A ERE, TSR T X K T B AN 4 ¥ (0
A BRI EBRVEH (Rao etal., 2015b; Zhan
etal., 2016 ), BmCTL5 (1335 2 iy 1 15 b J e
i, nERBPUNZES S5 JAK/STAT
5@ (Geng et al., 2016), REKE 4
F, R AR R A IML S 0] 58 i 4[]
M CTL-S FE P E i &2 il 7~ B 1 ( Xia et al.,
2018 ),

MRl G 28 e S AL 5, A B ORI rp 2 3
36 4~ CTL( & 1), fufE 15 4> IML, HH IML-10
A DAZE A T A0 i e R i FL R AR, ik — 2P 4R
E HAU W RE 1 (Song et al., 2020 ), 7EREEL Hir,
—LUE R 26 4~ CTL 3£, G 154 IML, 9
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4~ CTL-S 1 2 /> CTL-X ( Wang et al., 2012;
Xiong et al., 2015 ), ##4% . CTL3 j&— X CRD
7 IML, BE TR K T B R 4 B 60 7 28 3K 1A

(Wang et al., 2012 ), FAEaEAR4ES H Ak A 2k
EAER (Wangetal., 2017 ), HaCTL7 3= EAKH#
T Cuinf 4 MEPtEmRIEER CRD2 2 55 |
AR S N 5 1 CRD1 Sk 4ifinsh &, 6k
S 5HENEFE AR FE (Wang etal., 2014 ),
W5 KB, HaCTL14 A REJE A AR U (K
DT R S B RO e E R K (Wang et al., 2017;
Chengetal., 2018 ),

TEfM H B dudr, CTL By T/ AR R B2
K25 proPO BTG | 1ML A1 AT B BELE 0k
VEEAEF ( Opsonification ) 55 5 2 1Y G 2 B HEIHL
il ( Fujita et al., 2004; Vasta, 2009 ), &5
2 SRR B AR O o A IR HaCTL3 52k ihi
44, JFHYS HaB-BERMEEN, Eabx
N AR AL (Wang et al., 2017 ), —&&
CTL & A LAY Bl 2 A e S0 90 FE AR , /N
N A7 A B Y L4 % 7 Cotesia plutellae bracovirus

(CpBV ) Zwf i) CTLs fiEH B/ 3 i 45 o
Cotesia plutellae # #F 15 &= B9 &2 3% R &
( Madanagopal and Kim, 2007 ),

TEBEA H B R, K28 CTL-S I CTL-X
A ZIRE H HT AR B . S LS ARG H A [
2, W EHR SR IML KRR A4
TREY K (Mengetal., 2019 ), 44/
R IML R AAAE T A 3 B B A,
MAEHAL HE B rh, Baf RERPISEh LR T
IML Z % A 51( Zou et al.,2007; Lin et al., 2020 ),
R, CTL-X Hh iy HAh 25 A AT LS By A
P CTL M4 ARES (Xiaetal., 2018 ), 734b,
SR A2 T2 N S B U NS A

( Extracellular domain, CUB ), 3 & 4E K K ¥4
2E#3 ( Epidermal growth factor like domain,
EGF )6 R A AR B 25 #438k( Immunoglobulin
modules, 1G) %5 CRD Z5H3k ) CTL-X ik
9 H R TR (Xia et al., 2018), FHIXLL
PR RY CTL-X Al REE H T 32 2 HE L Fnik
FERY = A IR B T ok

2.4 HEKIERZE

Hemolin J& TR EERE AR L, HAET
HAEH H B A b 2 8, e H AL B B R rh ik
%P (Tanaka etal., 2008; THELESE, 2009 ).
Hemolin RERH A YIRIG A= RIS, H 4
M EskE A (Ig) S5, W W TEHESh
YA TCHEHES P AR & (Su et al.,
1998; Jung et al., 2019), %%, Hemolin
AIRES 518 EPUR R RBE RN . BN, fERZ
AR R YL E D Antheraea pernyi J5 , Hemolin
BFE BHRE, EEFEARN AW E ( Hirai
etal., 2004 ). Ak, Hemolin ifn] LIl id 45 &
LPS ¢ LTA KUUN4HME, IS5 mMApEss &, 5
S HEMEMLETT BTE K ( Eleftherianos et al., 2007;
Jiang etal., 2010), A=A Mk Spodoptera exigua
Hemolin 7 2 b A1 1f 20 At =2 (BB B E T, R
ISR 0 e 32 B U JRAR IR e (Jung et al.,
2019 ),

T8 18 % 32 1A S — A H 200 16 32 1B B 11 4K
Y 2 25 4 35l 57 IR 8 22 % ( Gough and Gordon,
2000; Peiser et al., 2002), 7L H L L
AT Z R II6E, QGRS EAA . BRIz R 2
MNP Fiz % (Canton etal., 2013), MRIGEIEL
FRIF AT, WERZIE (SCR) ZKGsrH 8
MEFRE (A-H), #hE TEBEEN . SCR A
PO ZFPECAA, I T30 B U8 T 0 240 1 0 4 TR

(Peiseretal., 2002 ). fER WP, FEELE A,
B. C 3 FisRIS I R Z ik, Hrh C BIWIER
TR R B TS A & ( Yang et al.,
2016 ). B HEIHIE R ZARRF A —1 CD36

( Cluster of differentiation 36 ) Z5fada, AL AR
%, TES XA WEVE R DA T
Zefp e I v ( Hawkes et al., 2010; Canton et al.,
2013; Park, 2014; Jayetal., 2015), A %I C
R I R AZ ARk /b, Horf SCRC #E R HE
I I Spodoptera frugiperda H3 i P EE A
SHEEFMAHERREN Vip3Aa WAL

(Jiang etal., 2018 ), SCRC TEHUIGEE I S
HETEBIMIEN, EATMZEE LD, 2016 F7EH
ZX%F T Penaeus japonicus 1 E YK HfiiE T SCRC K
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— P U B A AR GRS AZ AR (Yang et al.,
2016 ), Xy C BUIEIHE R SZARLEG IR RE TS5
Dyt 771 .

FHEREEA (TEP) E—FMaoWwEH, 2
B S5 AMAR T C3/C4/C5 FIRBREE M R I F
SAH LB 5T & 1 ( Blandin and Levashina,
2004; Shokal and Eleftherianos, 2017 ). TEP &%
PI7E SR (Williams, 2007 ) &, f&—4
FP3I3EF (motif ) (GCGEQ ). 782G )5
—46 TEP | > B2 e Fn 45 2 Ik g % 2 2 8] 7).
AR A B AN B 2R IR AR L, IR AR IE e
T S A WA AT B ( Lagueux et al.,
2000; Zou et al., 2007 ), TEP ALHEA fi# ifi
A % = [ B PE 40 B A AR g AR ] ( Lagueux
etal., 2000; Oduol et al., 2000; Boutros et al.,
2002 ), A fE B B HE R e — 2 AR R A

(Duval et al., 2020), TEP FEAEH H5Y)
Fhib ol R B (R 1),

YE A CEN (FREP) & —FfAA
Y A RS S OCEE H , 2 51
B AE S B 40 T AN A7 A U Adema et al., 1997
Gokudan et al., 1999; Schroder €t al., 2003 ).
FREP Z 5 AE X H IV 4% 52 Anophel es gambiae 1)
BHEHMBK, A 59 SKKEH A ( Dong and
Dimopoulos, 2009 ), TEF#BUER GRS A
FERZOAER, AR 02 Ta] A B4 h A [R] ) g

( Wang et al., 2005; Waterhouse et al., 2007;
Dong and Dimopoulos, 2009 ), S, 35 & i
Aedes aegypti AR ¥ FREP S5 W 61 43 5
14, 37 #1 7 /> (Zou et al., 2007; Dong and
Dimopoulos, 2009 ). #Xifi, @## H 4+ FREP
FIGL B HE D . AR 34, /NSRRI
Bafa 24 (£ 1),

B rlistE R 5SIhR A T8 K%
PEA X (Kamhawi et al., 2004 ), FFLHHEHER
BEHERN— B IR G EA%%, HA
1-2 MESFIRZK AL A P38 ( CRD ) ( Pace and
Baum, 2002; Kamhawi etal., 2004; ¥ 4¥Hid%,
2019), 5 CBIEEEZF AN, FILMEEE RGeS
LRSS S BB IUBEIT AMKEL Ca™™ ( Vasta,

2009 ). ~FFURHEER R0 AN S A N K 45
I, RUE = SR GRSk, (AT 88 mT LA i R
SR >0, A A AR KA T ((Vasta,
2009 ). 3 H B b 2 FUBFBESR 3R 50 A 1Y
Bom B AR (1),

3 BE4G5RE

A=W G 7R AR S B R BA 5
PIFHEAER, AT L5 R R e tiX, £
T SZ AR A T 1 e RO A 2 B A 952 915 1)
Y CERER Y, PR IR 51 32 AR B A DGR 52 4 Bl
TAYRRBH 547, I T3 fUi 2k
Y st B HRTA L, —LeiiH B R AR
KPUNZ AR C 245 8 T BT s MR AL, Filan
K 5K gk A A2 1) PGRP 1 BGRP ( Rao et al.,
2018; PR, 2010), (HR27EIEE M EEHH H
B rp AT A 5 o Bt 3 H R s BRI 20 S
SRR P S8 B, BT & B U A2 AR R I
M TIRE, B8 R RE (530 [ = 0] i 4 N 45 A 2

it 7 2 e 35 DR AL 00 ) 2 B, B BB 9t D
RGeS R D BB ST 1 2 A F 0 5 7 . REZAL
1 g B R e B R rp R G 1Y (BAE LA RESE
b, R AR R SRR LR, E g kA
TR SR ME (Little and Cobbe, 2005;
Evans et al., 2006; Sackton et al., 2007; Gerardo
etal., 2010; Tianetal., 2010), ZF PRR & H
FIRTEA R sk sl 4s . 40, Hemolin
HEETEEHER S H (Jungetal., 2019), H
fb H PR & ; PGRP 7E 28R b ERA
KEL, (HJE 3 H B G Acyrthosiphon pisum %1
%A 4wt PGRP (2L ( Gerardo et al., 2010 ),
FREP JE PR 5 J i 01 80 H 7E AN [l B o v 28 5 35
K, TEX L AE BB B AR, e sEH B B
AR D, R B 2-4 >, B2 7E 4 U i ik
hRAER] (R 1), FEBEHER AT, /N
() BGRP Z % i TR S il & A= T By 5k,
CTL ZIGHM RW4s (& 1), B0, BRFA
# % Apis mellifera FiIts /N Ceratosolen solmsi
[ — L6 B 5 A OC R A TR AR B Bk R
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(Evans et al., 2006; Gerardo etal., 2010; Xiao
et al., 2013), XLEREPI R 5K S5 A AR
Al B B HUM AR 2T M RN r 32 IR R ) IR R
AKX,

B I R G AWT AL, DU AE S AR5 fk
456 %% ( Sackton et al., 2007 ), 43 K 4H i
JF RGeS K e e A PR It T 3B, PRk
M, SHASFEKAL, oy i HOE R,
RN S IR A DGR SRR, AT RS e 3
55995 I ) () A EAE H P IE BEREFTIK 3] ( Bulmer
etal., 2010; Keehnen et al., 2018 ). fEfE#H
i, Tan 4% (2021 ) M Keehnen 4% (2018 ) 434
TE77 E U Danaus plexippus FIRE ki e Pieris
napi IIREARH, FE T 2B L H i, oF
LR, AN DI REZE 0 Y G ie B R FE R A0 ok
B BAFTEZE S, HoP S S5 SR R RSy, &KL
Joj 5 R = A A e, TRUMN R D AR ) o3 AL R
X =

AR, Guie R S 2R 3L 50
Yy E SRR F “F i (Shultz and Sackton,
2019 ). SZ KL R B 0 A B AR T Y SRR A
R IE R HARFE ( Sackton et al., 2007;
Waterhouse et al., 2007; Ellisetal., 2012 ), [d]
9o 1 A A AH ELAE %) B 1 o i 8 1 1) A R R R
REAKEMEAERHNEA M PAE ( Enard
etal., 2016), 7ERMEPHFFE LI, PHIER
1Y) 52 396 F AL i 3 EE AT GCAE P R A OC IX 5

( Sackton et al., 2007 ). FiRFsERM, 1515
s SRR B AR K 3 B3 ZR 8 3 W Mk AE o A
DIRe A AL M B | 22 R ZUe PR LK 2
BT — DA 50 A e JEE PR 38 e %o s L
G BL D B e B AT, 8 B T3 B i H AR
TR 32 A4 (8 A VR R R MR A, S D REATF 5% 4
HEBT AR IE A

BN 2 AR LA WE IR, AMUS 55X
NI, R A SPUASC AN, bE
g DX o3 e A B FNEOR T, AERE U E WA A £ At
H:H & (Chu and Mazmanian, 2013 ), G5
S A 5 A T ) B B A DR 5 SO T (8] Y
ZEA TR AR AL R A a2 i AT T 9

i 5350, TEBE#H R, SRt H Al
SRR R R R M R AT 1, B AU AU
FRARTE RSB FAN B B = o I, AR
9] 32 AAAE 45 1 2 B P PR T RO 2 AL
il AT AT LAAE S 4 e B B R A ST 18]
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