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22 SR B B BRI 7 Serpins X
EHREREAEEANARER

Fwe” AEHE EEE W 8T HREH

CHRTTR A B BT B, A TRAE G 7R 2F T SC R %, HUM 310058)

W T 2EREANEIR Serpins RS HMELSMA B B EABHIER, TRZAETIA A
A, ARSC L A SRR Drosophila melanogaster . 5 43 Ht Tenebrio molitor | 4% K # Manduca sexta i,
iR Serpins 7 2 HU R PN T BU K = A2 9 Toll {5 5 i % A s 5 AL R Y B 4E Ak i A R
( Prophenoloxidase, PPO ) ¥yl i IRE/EA, JELUR®E . Sl 4R A B R 27 A 4 il , BRI
fI1F=H 1 Serpins Xf B HUfE R R TREMEM, & R85 LA T4k BA Serpin domain Z5 #4351
B4AY Serpins X & HL G 8 (14 W 4 FH BB oT 2 e

XEIR RAGRRE; ZERREABNHIF; Toll {558 H; PPO MIGEY; RBAUKEAY

Advances in research on serine protease inhibitors (Serpins) and
their role in regulating insect immune systems
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Institute of Insect Sciences, Zhejiang University, Hangzhou 310058, China)

Abstract Serine protease inhibitors (Serpins) are involved in the regulation of various physiological processes common in all
living organisms. In this review, we summarize recent published papers on insect serpins involved in the Toll signaling
pathway, which produce antimicrobial peptides and regulate the prophenoloxidase (PPO) activation cascade which induces
melanogenesis in model insects such as Drosophila melanoganster, Tenebrio molitor and Manduca sexta. In addition, we
review research on serpins from entomopathogens, including viruses, nematodes, bacteria, fungi and parasitoids involved in
the immuno-regulation of insect hosts.

Key words insect immunity; Serpins; Toll signaling pathway; PPO activation cascade; entomopathogens

27 Z TR 5 H M i 7 ( Serine protease RN Ty R E SRR, mb
inhibitors, Serpins ) JE—RRAEMRITFHI ML O TCIMHIIEPER Serpins, W AFERM TR
4 DR ST 11T L) A8 15 3 4 A 1) 1 00 i R T AR MEFEED . A S
¥ (Silverman et al., 2001 ), H T Serpins Z%{ S H B HHAER (Irving etal., 2000 ),

e 22 2 TR B 1 I AR AN AT 3 ) ) (g A Serpins W34 432, FHAETHEY) . 3)
T ), BT LATEI ) 22 R R 1 IR0 0 e Y. 40 KR AR ILF A AR A R A rh
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(Irving etal., 2002). HHI, &AL 1500
i Serpins # % %€ >k (Irving et al., 2000; Law
et al., 2006; Liu et al., 2015), FEHMIAEZL
AP rh, FEIEAR A Py b ) 3 A /b ( Tripathi
and Sowdhamini, 2008 ), 4 5% Serpins 5% £
BAERFELSI T, AR (36 4~) AN

(60 4~) MIZIRENE Serpins 1E RAER I . HfEI
N IR SRS | RS | B AR R
S AR R AR B R AET (Heitetal., 2013 ),
XTEE HUY) Serpins PR Y G E BE AL 40 0HT 2L 3
Yy, (HRHZ: 5875 Rt AR iy an i i e . 27 4k
HERE . FOAROE . Bl A RKEAF IR
Hhgl AU 55 22 AR B RO A A2 ( Carrell
etal., 1993; Kounnas etal., 1996; Irving et al.,
2000; Li et al., 2004 ), LA Serpins 7FE Hi/f:
PP R AR TP AT AR i A, R
T B H e 8 M1 VR FH A S A 0k B 1
1 TP TFEAE A SE b o A SCEF XTI AR R O
T 22 R AR Tl A ) 2 5 AR B SR S
AT AT 2R A

1 Serpins RiKHEHWESHHIIEH
LI

1.1 Serpins REHILH

Serpins FKJHE H—MEH 300-500 4~%(3%
PR ML RS2 1, APTE— D RS Y
Serpin Z5#43k ( Domain ), HLAI[¥) Serpin £5H445
R R AR ER TR B AR
A9 s H1C PR (Reactive central loop, RCL) 2H
A% ( Huntington et al., 2000 ), & [ FAHEE A 3
A P& A2 (sA-sC ). 8 5 9 4> a BRiE( hA-hI)

(Kl 1: A) (Lawetal., 2006; Patschull et al.,

2011 ), Serpin ) RCL FRifi 47 et fEAm 2 11 g4y
SRS E LRI (P1), Pl & EuAHAR
M LR ILFR R P2, P1 R AL A 2B ) & LR
FREEFR R P, DAZEHE, RCL 36 L& FE R ]
IR N N-P17-P9-P1-P1'-P9-P17'-C. —f§ii
BT, P1-P1L I 118 2 5 198 o 288 2 e e 08 g ) e

2%, H RCL -1 P4-P4{i 5 1 R IR A S 4538
M Serpin S #EREEZ A= F1 /7 (Sun et al., 2001 ),

1.2 Serpins ¥M§I{E AL IR

TEHARIRAT, Serpins VAR R A( Carrell
and Owen, 1985), EATHEM M BUEM RS
ARG S A i RE e IRAS . Serpins /R HLEEA ]
TSGR PIARIRY , B 580 B A 45 G A8 o Y s
77 BKVESGE AR, a5 EE
U E M S Y R BRI, RS Gl
1 Serpins F B BIE5HH & A AN T 306 A e AR
I Serpins WLEEHK A H A MEE FHEFIHIF] (Law
etal., 2006 ),

Serpins 17 i #0119 5o B BT LA R A
L8R, H—, Serpins WA RCL 1E M iFH#Y
FORER S, SERERE R IEVIE RCL 34 1 P1-P1'(
R, BREEI Pl R SRR R A 6
IHHHE M b G oK IRE G4 ( Whisstock
and Bottomley, 2006 ) (&l 1: B), —HIEHAK
IREGY), Serpins &BUE ZRGER, A

“Eg-pah” (Stressed to Relaxed, S to R) By
B, Wiz RCL M9 N sl orinl FHfA B Iy
A R 2, HEHEARRYM Serpins 19k 5
# 3| Serpins AYJEETS . T4, Serpins 5 FLHHE i,
RERIEME S (K 1. C), BETIES TR
FE A Y I 256 AH R B 1 A2 RS AR
BERR . BER, USR5 R B 2R ORI
RKEWEYE, M Serpins A8 B YA G0 & AE 1 35 A8
AR5 o BRI, 7EHK IRE B WA I
EYR R, ATREH B —Fh 5 3 R N, RTEE
BEAE B K 3 S5 %A 5 Serpin JE RILA 48, 1T &k
BT Serpin JESHY “FEABE”, MY Serpin BRI 4
E 2t kA A, X SO IR MR () il - SRS ) I
M. (K 1: D) (Tew and Bottomley, 2001), %
48 Serpins i A LA 4B F ( Co-factors ) 1Y
I8 B R B 10 9450 2 A R o A AR N Y
LBk EE M ( Antithombin M) 78 [ ARRAE T H
ABARPANEEM:, B 2 (Heparin )
A7 A B FL A0 o 15 vk 2 2 % R % ( Huntington ,
2011 ),



2 4 JAVEIESE: 2 R TR CI BN HIR) Serpins % B o Gy 45 1 F I 5% 0 & - 247 -

gid=|
2AOKX  Prot
Breach _

22 BRI 51

Cleaved Serpin  Active protease

BOTUIN Serpin JEVETE G

B 1 #M&ltE Serpins B R EIMFIMNE ( Law et al., 2006 )

Fig. 1 The structure and mechanism of inhibitory Serpins (Law et al., 2006)

A. Serpins 7 A SRORE T I . B HJZ A PARIC LG, B R JZE B oASE, )2 CovEe., BIEwbric hiEe,
1M RCL 724 F 1 i HL AR ic i 560 ; B. Serpin-& FFH [ A 14; C. Serpin-2& MR A A4
D. 5 IRY Serpin FIAIEMERIE IR . XA B0 & A TEFBEAIR T Serpin &AL AR 945 H9 221k
A. The structure of native Serpins. A sheet is in red, B sheet is green and C sheet is yellow. Helices are in blue and
the RCL is at the top of the molecule, in magenta; B. The intermediate Serpin-protease complex;
C. The final Serpin-protease complex; D. The cleaved Serpin and actived protease, occur when
the protease escaped from the conformational trap or Serpin mutations.

2 Serpins EEFXFRBHEXREEE
EiEEPHEHR

21 BHREXBERS

BB R REAR T RS HEHEsY, HA
FERIE R G (A48 M S B PR S ) BEHK
T2 ol L A A ) A G N0 o B H 1 4 e
FEFR IR FE A M S 5 RN, W
W, 25T R S5 d A (Strand et al., 2008 ),
S AR A P R B I 248 SR S DA S i 3
PN o6 S5 0o AN D TR A A e L SR R B 1 i
T, MEZEVE R RS 15 VR FH LU BCAR L, #5208
FIRFRS KL | AR 0p | I A i st il

0 L AE R R S BDE i — 2 802 E AR BT
PR AR BRI | SRR R R DL s A RN B R AL
JEYIRYFE ( Nappi and Ottaviani, 2000 ),

B AR g R G R B S P IR L PR
R BESER . W . A A A 2R e i 59
S 9% I - IC G 22 D) e I 4 A 2 ST ) — ST
SEREBH IR R (4R 5E, 2016 ), HfgF
B R AAEPNTTT, —& i Toll {5518 %
IMD &4 T A PTRIK, 55— M 4
AR ) BB AR SO Tk AE, 2012), Ak
ST Toll {5538 i th A — R 5 22 PR E A
FEE S, R Serpins S AT F 9% A B B4 AL
W, TEMNGREEIRTE | B 1k B Huask B S ML
PR A A H S e S R v R HE TR
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2.2 Serpins $#1i##Z Toll 15 S %

PG IR L AR A e 11 T A R 4, o
PRG54, BRI 9522 IR MBS
) IMD & £ i i L B 2 =2 [ TR0 1Y
Toll &4 CiKBIBISE, 2012), EfTEETHIE
ANTR] B s)e PR R A BT IR 25 ( Aggarwal
and Silverman, 2008 ), IMD &7 & % G M
IH 22 M DAP YK R OB S A0 M B IR 2 1k
PGRP-LC &G, RIGHE 1L FEAMNTET
DU KA 1K 5 1117 Toll {75 5388 g DU 2 L bRy 1 4 =
PR BH e TR 25 it A e mT o 1 R SR A TR A
PGRP-SA I GNBP1 #UjlJ5, {5 5 i#id Modular
serine protease ( MSP ) . Spatzle-processing
enzyme-activating enzyme ( SAE ) LM Spatzle-
processing enzyme ( SPE ) iX 3 FfiA[A] it 22 % 1R
A AR U ] T it 155 (Kimet al.,
2008 ) JFIEHE AN T REZ AR ( Spatzle ), i
LA Toll ZARE G, 7S4S defensin,
drosomycin , cecropin 1£ N i Z R H FRIY 1K
Serpins ¥ 22 PR H A MHIER, KRt
L4 22 8 R A VA A DR IBE B 4R T, A
i 7 5 Toll {53 % .

Ve R g SR, I Toll {5538 5%
b &% (K 2: B), ZBA Spn43Ac. Spnl.
Spn27Ac. Spn77Ba Fll Spn5 iX 5 4~ Serpins f£5
54 Toll MBS, 7F 1999 4F Levashina
45 (1999 ) FIUK LI Serpin X Hd Toll i %1
TIREER, RIEER 32 2 R R S LT
Spn43Ac i IR LR IAR N BTIEK drosomycin
W2 5 m R TL, ZBYL I Necrotic
(Spnd3Ac IHIFR) N Sl DI 5 e 2 il
Persephone Z5G K #EMHIE 1 ( Ligoxygakis
etal., 2002a ), ZEMIAY TN i Rl G4 -
SRR Spnl & HAEH T INZ A& GNBP3
U5 & Hw 40 RE | B-1,3-7 R bE (B-1,3-
glucans ) JE UG AY Toll i@ &, HIZE Spitzle 5
YA 22 2 TR 25 B Grass B9 LI XT 4T 1 BK A 3%
G 7 JE¥EEH (Fullaondo et al., 2011 );
Spn27Ac HE4EHE R Toll 15 518 % 5 S Ak e,
TERPER T 5| K RAL R N rh, Spn27Ac &
HA SRR TZYS Toll 8 B& AT M AE M ik 2
W E D, BRI P PO TEHE L
Fbifi Je 1 bk B & A2 R ZU R A B ( Ligoxygakis
etal., 2002b); [ Rkigrp 55 J8%% A Spn77Ba fE

e B e C o mimne
[ Danger-signalling | IR AMESE# bacteria or Fungi
pathway Pattern recognition
receptor (PRR) pathways @
ecrotic GNBP1
Spn43Ac PGBP-SA and/or m @
SerpinlJ m
Serpinl A CHps D
Serpin4
BEREH Cserpind > ++++_Hr6 CSerpins
Melanin
synthesis - proHP8
SerpinlJ
uinone Serpin6é
Q Soming }—_wrs

Dopamine

% Toll receptor
—-—-— Hemocyte

ik

Induction of
AMP genes

VYR IR 2k

Induction of AMP genes
BRI R )RR

Induction of AMP genes
BB BRI 1 RE

2 RHdzZmiBEAEIHFIx Toll E 5@ BHEEERX
(Anetal.,, 2009; Anand Kanost, 2010; Wang et al., 2020 )

Fig. 2 Regulation of Toll signaling pathway by serine protease inhibitors
(An et al., 2009; An and Kanost, 2010; Wang et al., 2020)

A, BRI BRI COJHECRIK.

A. Tenebrio molitor; B. Drosophila melanogaster; C. Manduca sexta.
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FECRM TR R AE R R R RS
P Toll 15 5 % %1% ( Tang et al., 2008 ), It
4h, Spn88Ae (Spn5 ) tHAEMS A Toll & LA
N Z G MR drosomycin A%k ( Ahmad et al.,
2009; Mitsuko et al., 2018 ), WA HE, L&
M Hayan F1 SP7 AEIRIAF A Toll {5518 i
FIBALIE % ( Dudzic etal., 2019 ), KHHENA
A REFFAE I 211 Serpins 25 [ [ IF2: 5 845 Wi il
G JZE 3
JERI=CR B Serpins 25 Toll 38 E IR A9

FETEPTEM R (E 2. A) AT KK (K
2: C), Hur, #kHPILELI 44 Serpin & H
Z 55 Toll i@, Hr 3 4~ Serpin &

( SPN40., SPN55 Fil SPN48 ) it 43515 Toll 18 %
YA RE AR N T 3 L H R E

(MSP. SAE M1 SPE) JEM&E A1k, HF i
¥ Toll {5 53 [H A1 B-1,3-glucans J&#5 1Y 22 (2, K 1)
JERE (Jiang et al., 2009 ); ifiif SPN93 A WiN5¢
#£11) Serpin 45H95Y, H N Iy Serpin Z5455E
5 Toll i fi b A2z 2 FR 7 11 SPE TR UE &
PR T S R4 Toll /5538 [, C I Serpin 4543
BYIERIfELS & MSP 1 SAE, {H PR H45 4 %
ST N Ui Serpin £5 A48 i JG HA S 30 5k 7

(Jiangetal., 2011 ), MAE KK H 25 Toll i@
()22 F R 56 A HP14, HP21, HPS5, HP6 £l
HP8, o Fe 2 40 1R ol B R 8% B-1,3-glucans 7
SEE RS, proHP14 J A4 1) E 2 v 8t i
AR YR HP21-HP5-HP6-HP8, HPS B85
pro-Spitzle MIMESHIELAIFRIE (Ji et al.,
2004 ; Wang and Jiang, 2007 ; Wang et al., 2020 ),
EXA L FEF, Serpinll g5 HP14 ik e &
&%) (Wang and Jiang, 2006 ), Serpin4 fEfsY
proHP21 7@ 4+ 254 HP21 ( Tong and Kanost,
2005 )., 1fif HP6 fE#L Serpin4 . Serpin5 il ( An
and Kanost, 2010 ), HP5 fE#{ SerpinlA . Serpinl]
il Serpind #l1#] ( Wang etal., 2020), Serpinl],
Serpin6 il Serpin3 AE5 HP8 KATEFIELGIE
RS R AW, NIMTBH 1L pro-Spitzle HI G Zou
and Jiang, 2005; Anetal., 2011; Christen et al.,
2012 ),

2.3 Serpins fii@#E PPO #iFERE

FEAY BN 2 B ARV S g 1Y) Dy A — A
AR AT, B R R A R v A R A R GHHR
HERI AR, G IER . iR, LUK
gk o A EEAEM (Lavine and Strand,
2001,2003 ; Maria et al.,2005; Jiang et al., 2010 ),
15 %2 AL F ( Phenoloxidase, PO ) & Ak i FP i)
OB, T A AL AR B T I g O v i o L

( Prophenoloxidase, PPO) HIEAFTE, T84
i — RV T 5 S PE U ) 22 2R 2 1 Tl 2
BB S 0 A REBE 3436 ( An et al., 2009; Jiang et al.,
2010 )o a BT A A RRAL S pie S 0 B A B
S R E T AT AR s R A R A
PEVEATIHE (4%, R EF 94 H ( Gonzalez-
Santoyo and Cordoba-Aguilar, 2012 ), Serpins 7£
A2 B A Sk B A T ) 22 SR R
TilF IR s 107 v 22 28 IR £ B 5 %, TR PPO
s R R R EER (E3) (Anetal.,
2013 ).

Hl, ME K+ Serpins Xf PPO 7 18 4%
PR E IR RA (1 3: C), kA
7 AT HEYE Serpins( Serpin 1- Serpin 7 )%}/ PPO
BTG S 14 D2 ZPRE N BRI KRR H
t, Serpinl A LAZe st Al AR PE BT A 12 AN A

( Serpinl A-SerpinK FI Serpin1Z) ( An et al.,
2011 ), FEMHRERIK, PPO 3G i 1A Toll {5
530 % AT R 22 2R R R HPS 353K (Wang
etal., 2020). 5 Toll MEKAAR], 4w FE AN
S5, proHP14 KA VIR WS, FFik)a3h
BRI S 07 1B 0% I proHP21, [, HHER
W PPO 0 I8 I 73 I 45 St . o — 4532
B, HP21 BLHEEE W A LB RO i PAP2
1 PAP3 VI TG PPO FHIE i & =Y R A,
I PAP3 %2 %] Serpin3( Zhu et al., 2003 ), Serpin1]J

(Jiang etal., 2003 ) fiH#E, 7ob—4 3,
PGS R HP21 Y)EIE HPS-HP6, 1 1LY HP6
S PPO Y73 b — B0 i PAPL 52 BN
PPO (138 . H:Hp, HP5 fE#Y SerpinlA . Serpinl]
F1 Serpind 25441 ( Wang et al., 2020 ), 1fii HP6
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A I Bacteria or Fungi | B I Bacteria or Fungi I C I Bacteria or Fungi |
T T
BT | OHHEEREE ) M EE | +BGRP
+PGRP/GNBP ! \PGRP-LE H proHP14
i 0
v
SPN40=—— MSP proMSP v 4 HP14
ModSP Spn28D . proHP21
: - HP21
Spn77Ba
roSAE - v
SPN55—— gAE P i ? g
1 ayan HP5 . proPAP2&3
V  Spn27A., MPI pro —& Serpinl A/1J/4
proSPH1 proSPE proMP2 / CG9737 s PAP‘ Sl
J€— SPEF—spN4g ! proHP6
SPN93-N MES !
SPH1 l i l ! HP6 b= Serpin5
\f-\ f'\ proPAP1
PO EFC PPO1 PPO1 PAP1 A Serpin3
POl PO1 PPO
PPQ ¥4~ SPH1&2 ~)('\
PO

Melanization
AR

B3

Melanization
AR

ERPLIMEQBINHFIX PPO HiFEKAIFEERX (Anetal., 2013; Wangetal., 2020)

PO\ /

Melanization
AV N

Fig. 3 Regulation of PPO activation pathway by serine protease inhibitor (An et al., 2013; Wang et al., 2020)
BB HL (A), JREE (B) FIMHF R (C) rhifsr 22 R & R H 500 PPO {5 il B% i) I e

Regulation of PPO activation pathway by serine protease inhibitors in Tenebrio molitor (A),
Drosophila melanogaster (B) and Manduca sexta (C).

AE# Serpin4 F1 Serpin5 5 &M i ( An and
Kanost, 2010 ), T Serpin3 RE[FR]H}45 A PAPI
F1 PAP3, JITLAXF PPO 11 5 8 16 S I #0 A 4
YEFH (Zhuetal., 2003 ),

R 3 > Serpin £:[H S 5 PPO #%
T (& 3: B ), Hi—J2 Spn27A, itk Spn27A
1) SR b S AR (AR I gk B rp PO TR B E BT HL R AR
AT BALFE B4 ( Ligoxygakis et al.,
2002b ), FRIIFE Spn27A RE 5 PPO 80 i
o JERAFFE R, Spn27A JEiE L5 PPO #Ih
g E MP2 TP R E E A Y E MP2 1%
P, HOLRRRDIRIOE N E PPO1 s Sl i
N PO it (Anetal., 2013 ), H —J& Spn28D,
Spn28D R4 &AW KA YE T 5 i AL, iR
FR Spn28D Y S i i itk B 25 & A= H B AR N

( Scherfer et al., 2008 ), H:.=J& Spn77Ba HEJ5
HRA ] SR g S R ) BB N ( Tang et al.,
2008 ).,

B LAY PPO PR RS Toll -5 %)L

FEA (E3: A), FrLZ 5500 Toll {7518

PRI% Serpin A1 ( SPN40. SPN55. SPN48 il
SPN93 ) 734454 MSP. SAE Fl SPE, %41
il ™ pro-Spétzle % I FIBHHH] T PPO B91]
EIE (Jiang etal., 2009, 2011 ),

3 RELEMFT L Serpins ER
mEFEEFHER

93 S A ) R A A e AR G R IR S A
Serpin  FH-r W B 18 E ik E S5 R e
REDIREVA T, 2 R s IRaF ez Bt . 5 Bl i
A RN AR AR I R AR et | R SR AL e
(Bao et al., 2018), SEIAFEE EIRNIFEE L
A T 0 R 2 A 0 (A A o 2 2E e TR R R
PR (FRRE . ZeIR . AN A E S ) BE
A AR Y Serpins KA1 32 s L A0
T WA E s R A R N A5 . EAT, B AR
A A A R YRR R IR, T ST
BRI AR 7 AR e = 1 Serpin B TR (R G
i LR R R AL T RE R 25590 Bl 6 AR 1
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T B A= BB I 500 B 0T e 45 S AH B Al
kg o

31 &/E

R R R A LAY Z —, SR
YAHLL, BARBEPIHAR )N, (HARERS E dE 4 Hot pR
AT, I, R EESRAS Y Serpins XA BF
ANBAE EFTESE FIRN A — e A EEE LA
5% 3R W — L B IR L AL HE 75 22 Serpin 251
IZ LY, 495 8 ( Cowpox virus )FF) CrmA |
KER R ( Myxoma virus ) Hf SERP2 ., FPIR
%8 ( Baculovirus ) A9 P35 %5 ( Nathaniel et al.,
2004 ). KR EE T HY SERP2 FIAF- S B 1Y
CrmA #5222 DR MR, AT LA {2 R A%
SN AR 200 3R T ) 2 e 2 R R A R e
FEHERTETE (Garcia-Calvo et al., 1998; Petit
etal., 1996 ); BFA: RURG WO G 5 X S A Rk gy
Al A 100% A EIEAR, il SERP2 5878 R UM
TRTE PRI T T BRI/ T 10% (Macneill
etal., 2006 ).

R 7 Wk R ¥ 2 f R RE (Hemileuca sp.
nucleopolyhedrovirus,, HespNPV )45 (1 Hesp018
S — IR IE R B AU RE Serpin, HAT DL i
ot Ay 2 R H B ol R R N 22 R R 1 il R
P o 9k E %) PRAR SO, DT B A5 4 B He A
F I HRPLAE e R R R EAR N B
%E( Ardisson-Araujo et al., 2015; Rohrmann et al.,
2013 ), K&tmi4 7 E 2% 5 Anomala cuprea
entomopoxvirus % K 21 Hr . 4 ih—4> Serpin 2 A

(ACV086 ), B -5 H AE A 4 i M T 1)
Serpin JE[K ( DUKE205 ) ) /5 51 4778 3505 4 [ Y s

( Mitsuhashi et al., 2014), JfLLFATHEM %
Serpin WHEA KM TIAEE . TRAWFFTIRTE ™ A1)
Serpins X B HU 7 32 i S e IR 4 6 Sy AT A A
FH 7555 T Be D16 3 LB R i

32 &H

2k S =4 1Y Serpins BB T-HE1E %0
PENLE | TR E R RGO L e
RINAETS . €T Trichinella pseudospiralis i T

Him B0 fenl i ANF 8N, HBURPLEH —
Hoebr s . HEAAEE Tsl1-1 (Mitreva
etal., 2011 ), Ts23-2 ( Nagano et al., 2003 ).
TspAd5 ( Zhang et al., 2016 ) £l Tp-Serpin ( Xu
etal., 2017 ) %7E N Y —2LE Serpin AFREHN I 22 %
FREE I, XL Serpins I 1Y = (K T BEAIiE &
TR EOR TR 5 B VA O . (RINSEER T, A
(1) Tp-Serpin & H 7] LAi75 T B W21 il H m) M2 #Y
WAk, WAL SAER M1 BIB AL, M 28
SES N (Xuetal., 2017 ),

B H s B 42 /N A I 3 TG 2k
Steinernema carpocapsae &2 Fhf b T 35 i
Bl e 3 ) A R, A R A W i
B RN AEE HEWA/EM (Duarte et al.,
2013 )o R/ BT G 2k ol e SR 2 0 o 3R W LB
Yl st A — Serpin J&[H sc-srp-6, HE— A0
i g i 55 W) A& B sc-srp-6 I LA ifil K i
Galleria mellonella 1 7H fb -l IR R I RELA%5 11
Ab R IR BEEEEVE A ( Toubarro et al., 2013 ),

33 fEMER

2008 4F, Steenbakkers % (2008 ) £ K 4 !
H AP JE Piromyces sp. strain E2 H & FY
Serpin & R 9 A7 7 - 4 0 LA FH AT g2 10 i AR
Yy N 22 TR 55 1 il LU AP LA 4R, xR
W RIS —A> Serpin L[,

BT, B S B A HE (R Y R H 7g AL
Tl AR/, 1 AR AT WF 5T UE BH 41 1 5% L 7 B
RS H Serpin FER A AR BTG 0 &4
HEEH. (B, AURERVIAE MR AR
& U ] DL R4 45 RN Serpin A9 3
ik T EdE %5 F % (Kausar et al., 2017; Gao
etal., 2018 ). R HT I Escherichia coli. [
f& B Beauveria bassiana . # fif Bk
Micrococcus luteus 55 i JiL 3 4= W 12 Ye #E &
Antheraea pernyi B} , < il o b & 19
ApSerpin-14 JEH R IBKIHFEAR PO FHEL
KMBTRIKAFRIE (Kausar etal., 2017 ). [AlFE,
Z 4 Bombyx mori 323 E. coli, B. bassiana, M.
luteus /YL, Serpin28 JERIFE R RN BRIk
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Wos B, RZ, % T4 Serpin28 HE P [y 5 |
2 FEPUR RN R IXFE (Gao et al.,
2018 ). X LG 24 FEUF B 41 1 ol H AR R R
i ERF AT DGl B RN Serpin YR A K
HE B X TAE 5%

3.4 HEE

AR R M RO R R R,
A4 5 A E R P R BB R T A
A8 B A R LA X T ) B e B A, A BT A
A= B Al L E— 20 R A 32 A PR R A A W T
IR T o F5HEEAE 10 75 BRI 7 0P B [l B — I
AT . £/ DNA #57( Polydnavirus, PDV ),
e SRR L P S 1) 2 = A PR TR T 2 L, 3 2
AR AR REXT AT s, AR LB ST
¥ (Lawrence and Lanzrein, 1993 ), 7F X} 774 ¢
FEVR AR A | 75 0 SR AL RN WD A Y B S 2 X9 1T
REER P LA £ Serpin 8 A B IE R L SR 1Y
F#7E ( Colinet et al., 2009; Ali et al., 2015),
XL Serpins IR A AEES 5B R, hih
A A 1 D B AR T AR PR AR e R B o N
L% Venturia canescens #EI A Serpin
T B AR A 3 000 240 A S M I ) A 3 0l ok
b, BT ATEZF AR A4 T 45 B 75 A e S8 e 27
FAHPEFFFRA/ER (Markus etal., 2000 ). R
PEUE BT REFD 2T % SO, FAE PPO BTG
I o SRR Ay H P AR A )N B T e
Leptopilina boulardi 7% FA7F7E—A~FE RS .
R 27 £/ PPO BT 8 [ DL S R AR B 1 11
Serpin £5 1 ( LbSPNy ) ( Colinet et al., 2009 ),
ST W Pieris rapae Wi 1] 75 A 4 05 0 4 /)N i
Pteromalus puparum JEH 4RI 57 S22 5 R
AR A7) Serpin FEH, 3 35 41 L Ak
IR —2 Serpin 7] fiE EAA I S 1Y
TifE ( Yangetal., 2017); Hrp—AREFEER
1Y Serpin 2 (PpS1V) Al i 5 2% 3 1 bk £
R A RO B ( PrPAPL ) JE LR &1k
MG PPO UG, AT 27 3 1tk I i R Ak
TP (Yanetal., 2016), SRk #2084 Cotesia
vestalis T 21 JifL % 5k 21 s & B A3 51 AR 4L
FERGE Y Serpin BEPRIAETE, 40N AT e & 455 25U

WIYER (Alietal., 2015),
4 IZNGRBE

22 AR I EIF) Serpins 43 A 43T
2, JLVPHE SR AanErh, 259 28
BRI o 31 22 it/ 1) 22 28 R B 1 B 23 IR
YR G e T RS, PRI e B 2 TR R 1
il A0 o) R0 0 o A U A L B R PR 2 £ G
10-40 /> Serpin FE[H , AT DL i3 w] A8 4 5y 4] 7 A=
2 HEYE Serpins ( Meekins et al., 2016 ),
Serpins 2 B HL A8 vy 225 1Y) E B R
A 32 B2 38 S 41 1 22 20 PR 2R 1 B 0K S
HH ) 22 S BR EE I 6 18142 Toll AT PPO B
W, EH P EEE NIy, AR AR A
T E . H Serpins 7E 13X 640 58 1 1% 1Y 40
FraE 1 H FTE FOE R e ok, i A — 28R
Z AN Serpin 8 H -2 B I 0 FR DL RAR G
G RE PR o B TR R Ak — A SR . AR,
Serpins TE i AR 4 5 1E =0 BAE h A4 E
YER, 9 B A= Wt i 3 Serpin 85 X 3248
PEVEATIRY, Sk tn R hrbE, W IR
B DA sm L wg ), 5 B HAE 18 ERN A K
2

SEfr b, FRATR Serpins £E R B AR R A=
R T AAE R DI RE BT A NI 25, T Z2 K
) Serpins SERFFRAT 22 %5 , X Serpins B4 1H 7
gtk BT A B T FRATTAR 95 240 i b 22 S R B 1
it () EL )R 95 X6 Serpins FTHEIEATHED
A — S CHIE BN Y Serpins A5 8 21
bR F g, AL 50 L TIE5E 54 Serpin AYIS LY
AR 5 s LUECFE IS, AT LA i AR 4 2
ST B U 2 AN TR] Serpin 94 2 HEAR B I
WA — eI Serpins MM HE WA FEFRATTIE
— R . REEWFFRLE R, AAUMEXT Serpins
TE B A B R A AL ) 3L, oA
FH 22 R 5 B R sios Jt AR Py onk 35 g AT AR W Bl
A B BRIS SR, T A B AR W R A
DL SR AR 2 R A A kL, RIS, AT
Serpins DA ik 5 R I ARG Serpins
VR AT B F AR 2 2 IR & A 5 (50
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