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Defensive secretions and the trade-off between internal and external
immunity in insects
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Forestry University, Fuzhou 350002, China)

Abstract; Insect immunity has gradually attracted broad attention in recent years because of its important
physiological functions in the process of insect resistance to harmful exogenous stimuli. Although both
internal and external immunity are parts of the insect immune defense system, it is generally believed that
the internal immunity is an immediate and primary immune response of insects while the external immune
defense is only considered as a kind of secondary immune response. Nevertheless, the external immunity
using defensive secretions as the core component constitutes the first barrier to foreign substances which
invade insects. Accordingly, external immunity and internal immunity are two kinds of immune defense
strategies for insects. When insects suffer exotic organism infection or adverse environmental factors, the
external immunity is often the priority to be employed to fight against the invasion of natural enemies or
adversity. However, the internal immunity and external immunity are both synchronized in the whole
process of defense, which will cause a dilemma on energy allocation between the two defense strategies.
Moreover, it is essential for insects to employ a series of immune reactions to prevent potential threats,
which will seriously impair the effectiveness of pest biological control. This review focuses on insect

external immunity and summarizes the current understandings on defensive secretions in insects, as well
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as the two immune defense strategies and their trade-offs, aiming to provide a synthesis of important

updates, potential applications, and novel ideas and technologies for further research in this area. Also,

the related research will not only contribute to further analysis about the immune interaction and

diversified immunization strategies between insects and exogenous factors to improve the control effect in

the field, but also pave the way for the development of novel insecticides targeting the insect immune

system.

Key words: Defensive secretion; immune defense strategy ; external immunity ; internal immunity ; trade-

off

BHEEYRMERZ e SRR
— RN B (VF AR, 2009) o SRTIAE HAR A,
5 T B HOAN T e A i 3 52 B4 1 Ay AR (A AR
B AR AT AR R RV E AR ) RE AR
sCHAB AN B RPAE D - (il B VR 3 R e 1 | b
T B4 ) HyRZ e (K FZLAE, 2007 5 4RF5%, 2011
1EF5 7S¢, 2014; Tang et al., 2014; Pu and Hou,
20165 Pu et al., 2017) o Ky T DEAAFFIRIEEEAT,
BT T Ay R 58 %0 1) 22 T B A8 SR
DAHEAR 25 Fh S F S50 F o R0 455 (Shi er al., 2014,
2016; WIRIHAEEA BT, 2015) o HAT, REZHFEIN
N B IR BH R G R TE A IR N KA B R
A SN0 RE A8 R AT 32 A W) S8 B A Y
Z R BRAK ) g 71 ( Theopold et al., 2004 ; Lazzaro
and Rolff, 2011) , G ib 1A V& 9% B 200 i 06 9% 56 14
N B IAR X A0 T L R B R B A AR )55 2
PR AR RN YA T A P08 Wi 10 ( Hoffmann
et al., 1996; E 7 2008; Shi et al., 2015; Meng
et al., 2016) ; [F]I 3 A0 238 A FEAS R FRBE 2514 1Y)
114 (Mikkola and Rantala, 2010), {H2, BH—H
TN SMEI A A I, JF TR S RIS Sh R P Sy B
VARG, M AR — B Bl 2 iy 1A S S Bl A 3R
W, AT RERE CHR 7 S I BHLPA 7 B HAR Sh (Ot ex
al., 2014 ; Silva et al., 2016) . GG SN, KK
B2 2 B LTI HORN 32 B 14 F 928 SO, T A 45 4 e Al
HINER ST WA A ) S ER 52 B R G B B REAS 52 ]
AL, PR E AT E P A % R B S e 5T
SR T8 AT E, PN e e I AINER S i =2 ] B AL 5 &R
WARRETE IR, SRR ey A B L R it
TR 26— T FR B, #4225, [ RE AT 5K
6 T A B LA AR R R Gl 0BG 4F (Ot et all.,
2014; Zhou et al., 2016) . [Htt, (RSN EFIA A H
PR (RIS AETE ), ELAAR S 82 I 30 A & 2B 1) I (] A
S R UNCiR

T4k BRI Z BT 2R, BT R Y AL

AHE B HUAR A A A, 0 B 2o B o) 0 T i A
Sy WAEN ARSI, B B4 A ] ( Graystock and Hughes,
20115 Li et al., 2013 ) o H T3 2653 0 AR SP 1 $T
VIR 1 X AR B ) — B A D RE , PR R 3
SELRAN T IAHRA IR Sy 28 2R GE RN SR G 22 77 1 14
HEH A>T (Ot et al., 2014) , iy Hod i Sh AR
PERGE, B HURERETE L0 LE B TE 1) sl , AP i
W34 148 (Hamilton et al., 2011a; Bulmer et
al., 2012) , 52 b, AMERBAALS P 0 AH O SCRR 2
Z4b7s T AR SRR S I A A TE . P
R, ek T 44 0 A0S S ) 1) 3R B RE 6% 43 WA L TR )
( Kuhn-Nentwig, 2003 ; Rollins-Smith et al., 2005) ,
(e s P9 B2 RARLAFAE BT B AR N B 32 9 T ) I
Yt (Gallo and Hooper, 2012) , EIRE A B HEIMY
WP Z RLARIE , [a] I A7 BT 58 E 41 25 B 3 28 53 1 )
FEAEGURRG P , E 18 2 B A8, 2 14 At i
o BT A RN E SV IR N RRAR AT b PR A . A
SCUARS i A oh fo e S £ A, B R IR T B HUAh R
B33 1 53 W0 B AR N AR S S S8 AU 8 O 5 0 e () o
DA R ST o, S R B A M i B I 5 o

1 EHRByAH 5B R R

1.1 WEpsRER#

E Hu A 8 A 92 977 ) 2 A S 3 ot 240 L ) A
Wit AU e FIBE AR S5 A T, B0 2 g I % v L st
Y o ) BE R R A e e RE T L T TR T AN e Je
FET W e (ETFK, 2004) o Hor (K 5%
AR T IR EL o 4 S A G 8 S KA e 8 i e A
5 BRI S AT oy B AE T R A
S AT K Cantimicribial peptides, AMPs) [ 724
iR (B S, 2008)

1y %8 AL ( phenoloxidase, PO) J& B A% R 40
10 B S T, S B AR A —Fh e R S e -
KRR BEMEN, 25 B A i i s , [F
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SRR S B EAH 56 (R LR 12302, 2010)
PO 38 ¥ Ly 5 {8 1§ I ( prophenoloxidase, proPO)
ATE AFTE T B ) I bk 2 | ot 4 e 2 B2 J v i 45
HAP(EPK, 2004; B, 2008) , XK &
Bombyx mori FIHTI#ME Blaberus craniifer 55 5T
B, 7 I R e A A AR P, 0 I A 2 T B
PUIIG , 51 K — R 22 Z R M BRSO, e
G I8 Jer A T, S I R Y B A, R 0TS
proPO ZRIR I o [F]I , proPO Z I w 41 1 240 i i v
181 2 0 R SR M L R A B P 1) B-1, 3 -7 SR
IO I R PO, TR FRAFTERI G LT, PO
REFI ST 0 JoT A A LT 8 — My, 2 71T P-4 Ak B, B
ARG WROR, X e BN o [F, proPO
GRIBR TR SR AT 2 Y O A e A 2 Ok A
PR A A 40 M0 5% ( Ashida and Yamazaki, 1990; F
BHK, 2004 ; W f2= 3%, 2010; Tang et al.,
2014 ; Meng et al., 2016)

FURT, KR, BRI N e R e £
FAAEAG 3 P T e B, JH vl O o g 2 T o A
LR 3244 ( pattern recognition receptor, PRR) ( Toll
A Tmd ) P57, T 5F 3 i B ik R B 42U 5
{55 [ M= IR (janus kinase, JAK) /555 G5
e T5 Al T (signal transduction and activators of
transcription, STAT ) ] 8 35 ( Ratzka et al., 2011;
Schmid-Hempel , 2011) , X S8 B A R Y 1550
o PR F- G045 AMPs 3 M S0 R A 5 Bk 5 R (Schmid-
Hempel , 2011) . [tk , 33K £63 %55 45 40 it R0 X000
fr—BIE T NS RGT A X TR N fi g
RGEM 7 , AMPs 0] G2 — M dse £ 19 S B R0 1o
HAffER P E 2% E W TILE DAF K AMPs
(Schmid-Hempel , 2011) , B AT EAT i a) 22 61 19 45
fik. (Waterhouse et al., 2007) , 7E—ERE F, 4B
sz 25 R A AR W) SRR Y, A SR RE A 5 1R
A2 PN ER 77 A H g )z g ( Schmid-Hempel , 2011)

NI S BETT 5, AR N G2 2 — b 22 R AE )7 4
A5 R 45 3 (Sadd and Schmid-Hempel, 2009 ) , X
T Z R HE R GEAU I B A7 A A AR ) ) S [m] 24k
M2 1) (Schmid-Hempel, 2011) , ifif HAlL 22 %2 50 5t
ZFh A 25 B B 52 e, ) i B2 (Fellowes et al.,
1999) &%) (Brunner et al., 2014 ) FiAf B #h ( Corby-
Harris and Promislow, 2008) 2%, &t 2s2H 41Kk
- BF A A [ ) A5 5 TR U, 23R
BN BN S b5 FEJE (Rolff and Siva-
Jothy, 2003) , PRIt , B HIAMATEXT Geyie 2R 50 i 2K

DI 2250 o B BUIMARRS BREE s I A Y
AT LUTE SOHLAA 9 B 3 D BE , () I mT BB 52 0 21 £
SEPRIRI A . BRI, 56 TR N e i HLIT 5T iR
SR F A b T S A S AR O Y AT {H 2t AT
S R ENE A B2 X M )T B9 )2 1 ( Lazzaro and
Little, 2009 ) , il @1 KM BEWE Bombus terrestris Y8 3¢
ARZSV] RE 2352 1) 3] H g3 JE A 9 23K ( Brunner er al.,
2014) , B RE W48 Drosophila melanogaster 5% %) 5L &
YL 2z J5 2= 5] K B % (Ayres and Schneider,
2009) .
1.2 SMEBREBhE

E A e PR I et A2 2 BRI AU T SR Al
(1), X A BE e St T A AR A 7 XA AR
— BRI AV E B A YRR . B2, X
SEGAE Y0t B 3 B 8 A — s i A TR S
B IR Ak, A2 WA AP BT T W) S A% 0 ) B B 3
B -t m] AR TR A AR e ) s, SR R LA
it PR A1 ER Sy B A MK 1Y) BB 1 2 P AN TR A

YOI AR I BIFFT , B H AN Sy B A 3 284
PR ZE Y, — Fh & 3R 2 9% (Souza et al., 2013;
Silva et al., 2016; Vannini and Willis, 2016 ; Zhou et
al., 2016) , 55 —Fp 2 AL 2% Bl 18 ( Gross et al., 2008 ;
Hamilton et al., 2011a; Li et al., 2013; Joop et al.,
2014; Betz et al., 2016; Ulrich et al., 2016) , FfZ
SR S — YRR £, S kWi s B dums , 4
WU Se RO TE B 2R 5, A BRI AR 4 7= A — 2R 5]
AR E I (B, 2008) o R E oA A R AY
HH XS SR BB kA AR
(Silva et al., 2016; Vannini and Willis, 2016; Zhou
et al., 2016) , HH R AR KEAFAE TR KL 10§
e, BRI AR 5 3R R i R AL 5 R AL [
KA (FRE, 2004) , Mikkola £ Rantala (2010 ) A
FERIL ARV 2 ol T5 e ™ H b IX, 8533 H B il
WNANEF BRI Lymantria monacha , 23 B8 TV B AL B
LR R B R KRER RN G, BAuid
J B3 i 3 B SRR R AR A f g T 2Ok I 3 B
Silva 2 (2016 ) JIF2C T ##y - Tenebrio molitor 1A {4
BAGOAREMMRB R, %Ry s
¥y T, molitor I, 3 je 2357 RV A= SR AL 5 684K, A
ARSI 2 T AR i ) i i aa o R, R
RUURTRUE Y S AW R L 545 — 28 sl
P B, A T BB AR PR S R B R VR T (£
B, 2004 ) o A2 By ) 2 — Tl S 0 AR Sh £ 92 Bl
B T o3 WA BT 0 Wb 2 AR A1 B A 27 Bl A5 )
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JTLASN , 3R B A RE P A —Se b 274 W), B B 18
A (Souza et al., 2013 ) o XYL T, X MFHAS[F] 2R
R RSN 2 B8 7 2O0F A I AFAE R, BATZ
] B S8 L B (AR 3 o A, SN B 92 Bl 180 55 s
R 1 K B AR N4k 27 B 48 DA A, 3 AL 455 > (A0 PR 85
WA W 1 43 A A R e 1) H A AT (Ot er all.,
2014)

E ORI A 1B 50 ) 3 3 A A A S BT TR 40 0
Yy, 3k 225 W T RE S B MR B B A 19 (Joop et
al., 2014) (AT RERR B TA WAL YR B R
( Christe et al., 2003 ; Chapuisat et al., 2007 ; Simone
et al., 2009) , 8¢ F & I8 T £ W Z A By 3 4R O5C R
(Vasquez et al., 2012 ; Kaltenpoth and Engl, 2014 ) ,
EIRFRATTL T A i 3 S P & — AR Y PR, H
JE W8 G LA KA N S5 2R G AN T A ) 2 ) Y
FAIA G 2R B 484 S — A~ B Y 4548 F 5T ( Engel
and Moran, 2013 ), [ I, (A A1 4 922 997 10 v Ak 2 B
AV RIS R R B P AR B B B LR R RS Bl
Ao W T, TS DI AR 2R M T R T ) o

EL MR 3 B A ARSI B B ) T £ 2
Hho3 Wb AR R B Ab A BR B b & 45 /R (Kuhn-
Nentwig, 2003 ; Moreau, 2013) . Ap3WhIRAR S WA
AP ETTE MR T B B B T A 1, DA RTE S
Pl &Y i A v A 5 H 1A F ( Kuhn-Nentwig,
2003) . — &I F SN WL R 43 A T RE R TR AR
fi% B W 25 B M0 2 4 % ( Blum, 1981; Roth and
Eisner, 2003 ) , 41 7] BE/E 1K A S R G0 (9 20 43, ] 4n
AMPs F145 69 R AH 5250 T4 2 ( pathogen-associated
molecular patterns, PAMPs ) [ # = i1 5] 5% &
(Hamilton et al., 2011a) . L, IAPUARSMG 1153 Wb
Py R R T A X T R A S s B S B G
¥ Zhu 55 (2014 ) i i 5256 B 8 R Fe AL M 75 %
UESE T AMPs FIM 7 R Z A — PR L G &R o

RN s RGAL, BEE 5 AE B HU S
JRAA s gy B3] T /DR ) AMPs, 51 41 p AR S 1 Apis
cerana cerana WETE KN 22 64808 Lucilia sericata 1Y)
¢ (Bulet et al., 2004 ; Thompson et al., 2013)
AMPs 5 [K] (1) 33 T R 1o AR S P A AR 9 97 92 B 10
PAEANGE R B SE R S5 1F . AE LU, AMPs termicin
LR AR 2 B 25 [ ( pattern recognition protein
PRP) A2 2% [CFH M 45 5 % F ( gram-negative binding
protein, GNBP) 2§ /N R /0 B 28 05 1 3 R & i,
117 HFA T Ry iX S —Fi IE 4% ( Bulmer and Crozier,
2004, 2006; Bulmer et al., 2009, 2012) . [ F0 Al

termicin JEPRBCRE 1) B AL AE — & B BE AR AT RE 2
Ji T ) RIS 45 240722 T 3 i Y ( Bulmer and Crozier,
2004) . A, IR GNBP &K 58 R, A
AU ) ) A 2 380 S GNBP 5 (K] 14 [
#E1k ( Bulmer and Crozier, 2006) .

2 EHRESMNGE S i

2.1 {KSMBRE S IR RI = E

L AN i 32 aok B HURRIR A S0 43 W i 1A
B I WA B A I, R I R A A T 4 A g
HRE(EAFPESE, 2001 ) o SRTIXLEHMr WARIATEA
[i) B& B P 1 A A AR R 22 57, 32 A0 46 2k IR
( Rosengaus et al., 2011) . Ji if ( Prendeville and
Stevens, 2002; 2007 ). iE M
( Rosengaus et al., 2004; Lusebrink et al., 2008;
Gasch et al., 2013 ; Tragust et al., 2013 ) F {4 B I
(EFFMEEE, 2001) , J6 DU i (B2 BR AL EC R B AR
WaRREE) Jr Wb fE 22 o A, S B A R 4 A TR
WL HE = A= Bl 49 w4 ( Goff and Nault, 1974 ; Rowell-
Rahier and Pasteels, 1994 )

X T R T, AR S B 43 1 1 5 A
PLERVFA R —Ab, Li 55 (2013 ) 7EAFFE A AR ok
I ¥ Tribolium castaneum 5 i) IRERZISL &)
B A S PR 11 3 v 2 B, R R e R 1 A T
PRI ER AL, Thompson 45 (2013 ) BFFE W],
XUH H Sk J& Lucilia 1 W3 F 7 18 BR & g 7 A= B
T
2.2 {RIMEGIE S I I AL R 5

S B 3% 1% 5% A ( 2as chromatography-mass
spectrometry , GC-MS) i RZE5 1 (1% V5 9 w5 70 15
RO NG 2 0 PR AL, 7T 75 4 I 8] P 2 21
GRG0, TR I 1 0 A E T E R )
Wi R G YA BN T B Z— (U4,
2013) o L HURY X Se s A5 7 W W B AR AR A A B — 11
W3 e 2 A AR S WA AL, B B AR
I3 SRR A LY, RGBS GC-MS £R 1Y
AW E IR 1277 1 A8 VA E e A B JL ok
TS BF 0 4 P A 2 2 A A AP i (O TT G,
1987) .

I i A AT B ARSI 5 18 43 W 1k
LUy H M E IR 2 AR h TR H R B
R H 4 TUAS WEOR 200 SR Mol A= 7= X R ECH
WO R A H T (3R1) |, [ RIS B BUR S fo g Je

Yezerski et al.,
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Table 1

BoRRENMRERES BN EZLERS

The main chemical constituents of the external immune defensive secretions in some insects

H B
Order

Ja/

Family Genus/Species

BI A7 WA BCH: R

Defense secretions or their main components

¥ H Coleoptera U H B} Tenebrionidae

A5 Tribolium confusum

EEEEH Blaps spp.

Wil i Tenebrio molitor

HZEH B Silphidae

1B R} Chrysomelidae
2238 H Hemiptera H iRl Cimicidae

WAL Formicidae
Rl Apidae

[ H Hymenoptera WY Ants

Z % Honey bees

RIS ¥ Tribolium castaneum i3

HZE A1 Nicrophorus americanus

Wit Phratora vitellinae

TR R Cimex lectularius

¥ ff Quinones
fiR25Y) it Quinones

1-+ =44 1-Tridecylene,, Z£fif Benzoquinone

2-FH LXK 2- Methyl-p-Benzoquinone, % FH i} p-

Cresol
TR Lysozyme
Kl Salicylaldehyde

(E)2-C % (E) 2-Hexenal , (E)-2-3J5 (E)-
2-Octenal

IR Formic acid

FE Venom

H 5 PR N g Z 0] AU 56 &, B LF 2 Ak s
S L T G A ) T 2 A B SR e A S A 5 X
G, 3X Rt — 24 e o S ) AR W B A SR B AR
TZEMAE

VER RS G5 18 53 Wb W) B 2 — I B2 ok, 2
EAETHH AR HR R R, #Fs R, H
Wi SR AR AFBRIS Y 2 IR AR 5 T, castaneum
RIS 103 (2K A, 19955 Li et al.,
2013 ; Joop et al., 2014 ; Khan et al., 2016) ; \EEEE
H Blaps spp. %8 th T Z R AR B 3 WS,
HorpOR R —Fh Y o (SRR 1SS, 20005 X 5
SE, 20005 2% ff 4, 2009 ). [H] B 7E B O T
molitor Jif B ER 7 A 1 BT A - M P vh A 1 1 2-F
FEXT IR RS (9K BESF, 2006a, 2006b)

ot I e S e 2 ) I e B SR BT A 43 1 ) g —
RELEMFE ST BREEZES, -+ F kM F 1, 6-
T IR WA RIUREE T, castaneum 53 W)
TERMIE, R T —EBiEER CGRKE,
1995) . [FEF, 1-+ =fls)E TEER B. spp. 1)—
TR AL (2245, 2009) o AL, FE BT AL T
molitor i B ER A B B A 3 M A U A T 4 b
KEEREIRT 1 K AR 155 (SRR LSS, 2006D)

Pt R AL A R R R A A I 1Y
BT o TEAKAE (1995) TEARAUARHE T, castaneum Hh 4%
JE T AT W) AR L W i —E B T
i, FfJG , #8AR S (2000 ) FERE W Blaps femoralis
BT R o  y rh SEE T 4 B 2 AR A 3 R
B BLAR, Bk L T, molitor i I 7 A5 14 5 1)

ST A O AL TR Y Wy, SR 4 U R OR
i 4 I P A S (A VR A RO 36 5 A 3 T A LR L (H
AN BEPERR Y 2- YRR ATR A B Wy, DS B
I 5 (9K BESS , 2006b) .

BB Phratora vitellinae =% 3\ 4955 R 4 1)
TGS, B R P R MR AR  0 y , L) XS
HPRAE BB ARG AE T, T K A7 T A X b
WP T 2RI (Gross et al., 2008) . [Al4E, BEZEY)
Jo At 2 G E B AE P S 0 ) 1 2 A, TR R
Cimex lectularius T ) 7480 73 WA M) & A1 P o T 22
IRERYI L, B (E) 2-CREER (E) 2-F T, X P
Ty 5 H A BT BT 1, AR I 0 A 4 T A A
Metarhizium anisopliae 141 (Ulrich et al., 2015,
2016).,

HWZEW Nicrophorus americanus )T 57T ¥ &
A VB T T IRAE Y, RV R S 52 1
AR IR o DRI, A TR RO O e i B 2 B
14534 ( Cotter et al., 2013)

3 B R AR ot B i IR SR T
FEMEA IS 1S AR TP AR U A AL 2 S
fiEJ1 (Souza et al., 2013) , Fiy ™ A5 {4 73 APt 5 Ho A
PSR R B AT b 22 5 o 9] G o )
2 (Gupta et al., 2015 ) F1%& W 43 Wh (19 7 R ( Otti et
al., 2014) | BR T 7EAFERTE 00 T HA Bt T
Hh IR ARG DB S RE , AT T X P ot
LI R BB 5

IAh XT3 H 8 0t (Betz et al., 2016) b
H 31 ( Bulmer et al., 2012; Betz et al., 2016) FlI5E
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WH [ MW (Hamilton et al., 2011a; Bulmer et al.,
2012) % B BB (RS0 o i A5 2 i 5, BRAR
PR A R 58 42 S0 X 2870 I W) Ak~ 2 U
53 ABRWEFER I, IX 53 WA [F] R B AR MR 1Y
.

2.3 {RIMBATEN ST ML AE TR T BE R B HINIT AR
VA

2.3.1 HIE SR TR HUE U o W AR A
7 P o R A A 5 1 410 T AR, PR I 3k 2 53 A B
T B ek R RARhA AE AF AE AE
S TER B R AL R R OE L T A X
W SR IR, B B Y RAF (Rose and
Briggs, 1969 ; Prendeville and Stevens, 2002 ; Herzner
et al., 2013) . B 5% 5 ( Christe et al., 2003; Le
Conte et al., 2011 ; Tranter et al., 2014) A3£¥ 510
(Arce et al., 2012; Cotter et al., 2013 ; Joop et al.,
2014) 171 35 A A1 BE 4K T4 ( Schumacher et al.,
1992 ; Baracchi et al., 2012) DA N H AR T HE ( Blum ef
al., 1958 ; Gasch e al., 2013)

W e AL O R B U A AR — 2R IR Y
FeRbo —Ir T, B REA RO 22 8] Y 5 DK AR RE
PEHERR FARTERE 1A N PR A Z (B8] 1 55 7%, BT LS
PR e ORI B T RE A A — i Y TR A5 7y —
Do A VRS B AU AR EE AR T
VFZ AR TUAE RS, 0 40 154 O 3R R B
WA A5 LA 1A S B 2 B AR 00 J5, A R A AR 1 gt
X BFR Ny —Fh “ A2 e e” AR (Cremer et al.,
2007 ; Vilcinskas, 2013 ; Otti et al., 2014)

2.3.2 PHIREE: o TARSMRG A > I P 1 B
FRGE LA SRR 2 AR 28 2 W 93 55 O T EA Rk
(R L, PR I B AR 0 B T 98 TT h 32 B S,
FIRAL A BT W S o SR DATE R 3K 28 53 WA 13
HIT I 208 N R GE K A 2 S o 2R D5 T ik AT Y L AR
g KA IRE . (B RAE 20 28], —Sepi s il
WMEE RN ZRATES T, confusum BESI— BRI S LIRS
R RS R A TH A9 722 PO £ (5, X oy 20 €0 114
TR WA TV DR, [ B0 o 23 00 ) ) 94 6 AR RE . 35
SO B R P (RIS HR T confusum %)) 11 K
A, K B SRR B i AL ( Chapman, 1926) o Fifi)i5
Alexander F1 Barton ( 1943 ) A F B 3 Fh 4% % 14 S 4
(1) F o e R AN CBRSFIRRIR B (R 1) .

2.3.3 GIP1EM: BEET AU EAR A M &
JEANGER , B N IX S B A ) Joe AT Sy S A 2
BN — AR BIFTE R B, B HOIA A Bl A

WA RE S [ B HURE G AT O RO, N B BB 51
(M5 1) st CHEF ) VR 220K AR (1995) Sk T
A EMIERFEPRENE T AT T
castaneum BB S3 080 () 28 IR G W)
I3 USRS IR SR HS T castaneum 34 %) 15|
EERIAT MR N, 45 2R BUEAT TN 4 B B AT 5 1BRCR .
Ulrich 45 (2016 ) i@ i A B BR HE AR, MBS F Il sk T
R A5 3 Wy X il A7 B IR Cimen lectularius )
AT, 12k B S I o BT eSS T (E) -2-C 0
RERI(E) 2B i R C. lectularius FAT |
YERES) T (E) 2-C RN (E ) -2 Ji T 1 2 iy
Bt C. lectularius B 5 18 43 W 4 ( Ulrich et al.,
2015) . E& U S MA () 5 1 5 ROR A B el H A e
A — o B %) I i T B, TR 4 AR BT
AE , W AR T3 B IA Sk
2.3.4 GREEFEFT: BEOKZAE (1995) R HUB 4R 2% B B
LRI E T IR AU T castaneum i HL B )
PEST WA ) FEEE IS TR B ) AN 53 D B A BN A
[FPERIFAF] H R AR 2 T, castaneum 5|2 HY
A3 W, P R R, AN [F] T 4l B AT SR i
BT B HCAD BA SRV T . SR, 3 28 3 WA ) %k
O Eh R H A BICRE ORI A B B 1 2 5, RS
AR B HURH F , i 0 R R 3k 2245 W B R
TR P L I D 4 5 00 ) S0 R A T O T R
BRI B B AR
2.4 {RSNGTHAMIED & B BR R ELIF R LI

E Ha A [ 1) 75 40 14 0 A 400 1) 5 T i AR 2 S A
Ko EHK, T R RNA T4 1Y J2 1] 33t 14 2
(Bucher et al., 2002; Tomoyasu et al., 2008 )  J T
I A 28 A8 [F) 1E 1] 35t 1% 2% ( Lorenzen et al., 2005;
Trauner et al., 2009) L) K& 4 3 B 1 35 K 4H )7 5
( Tribolium Genome Sequencing Consortium, 2008 ) %%
WAL FEL R A 2 T K&, RS o3- i  i  1
NN B B 1 LAY . TR
WA T. castaneum A X L8 T H., K Y FE
R A W & BTz I T s A 2 i SR
(Wang et al., 2007) , TEHRWAEE T. castaneum 1,
CZ I 1 7 WA Hb B 45 ) o i A 1 2 B R A
msg, tar Fll box ¢ JLFh 28 45 {K ( Engelhardt et al.,
1965 ; Beeman et al., 1996) . BRAE N —2 FEAIAK
SRR 3 , AL W AR )G R iR AR Bk
AR R A 1 R A G T S , T X 4R e 7 A T
2 (M A TR AR N 2R ) 1Y 5 75 25 (Blum, 19815
Meinwald et al., 1966) , TERRAAS AN A, X AT
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JELAT Y B-HEHIE AFTE , SR 5 W 7% B AR Y
i, 8 I — R A Y AR S TR RR AT I P Y TR
(Happ, 1968) . ket 55— AR Bi 1 73 W )
A A A B R SO H AR T R & B ( Gorgen et al.,
1990) ., SR, 4 i 3 L6 B 48 ) G RN 23 W6 114 431
FERA A TR — 2D i , 5 0K 4 3o AR G BE PR Y
FEIRIL o D T BJAE XS B s 3 A Aoy kA
B Z IR, L 55 (2013) DL Rl & T
castaneum JWFFEXT G , AL XA [F] 73 WA i A4 2H 2 )
RNA U F7 R S 2B 05, An il s 1 511 A4~% — Pl
FRa RIS SRS (5B RNA T30 T Bt
TR T REIRUE S5 A& B, Horh A 77 A5 5 B4
BRI I3 A 5%, REAE WU IR AR 25 R4 A 1O
(AR IR S5 M T 3 AR A W B P A 1 i ik
, Bl Teas-ql VTGL, Tcas-ql ARSB 1 Tcas-gl MRP,,

B 0 73 WA D) Wb AR B e BAT — s R
(), SR 5 TSI RE 6 2R JH — 22 91 B BIL A ok o 2D B
EEGLARSN I W AT A B 1Y F (Blum, 1981), fi
0, Dbl Oxidus gracilis 8 B8 323 1 22 B2 19 2L i BEpAE
HMIR3 WA (AT B B DR R A Sy T R ( Dufffey and
Blum, 1977) . KM EA M AR E R R R
FRPE XY BR 1 8 TR B Z A, 045 H I
B o AHA B R B A TR AR R A A £ S )2
(Pryor, 1940 ; Kramer et al., 2001 ; Suderman et al.,
2006) , X 5l LR B A — B S B RS
PR, B O B AL 5 W B Sl i s L i AR RE B8
ST RO T R A U o SO0 R R HE e AR
FNANER I 2 B2 2 Sk 0 F B 52 38 R 0 WY e
(Blum, 1981), 4 5 )@ F He S 5i 5 4 f2 (N 1Y
AR A= i) (Happ, 1968) , JfORAF1E H1 K B
N B At 772 (Roth, 1943 ), 387 P i) ol He dgfe 2>
XA AR 3 DA ) X AR T L — A A R AR
Ji g (Unruh et al., 1998) , 41 2R RE A B IR X A F
RS, HFAik a3 B BN HhE,

AL AMPs B2 5 S {5 51l B 1Y
B AYFE PR 1T HL 0 5 A A sl 25 G0 5 B 18 AH G P
AR HRN 2R T2 B e R ny— 7R 4>
(Otti et al., 2014) , Le Conte Z£(2011) X¥ T JLD
NGRS 2wy ib i P IUE- TSI = Sliw (el 01 V6in
251 — P R ML Camponotus pennsylvanicus F) 5T A
eI MR BN —Fh AL ZUE (U D Sl 5 52
11742 32 25 TR A v A M B0, 5k B0 T B2 A
T HRBUE AR BB ) (Hamilton er al., 2011b)
N R SR I I 2 VNN i el = TR |7

PR B HUAH EE , He A2 AH 5C T R A DX i) £ i ) e /b
(Evans et al., 2006) , X 2 B IE [H 2y S8 AT A &6 9
Y2 IR AT RE EAHHKIE , BT LA S S0 5 B AR B At 25 5
JE N RERE S Z2 ok A e R I I IEFE T o 2R
11T, o 3 2 e e PR 21 1 5 36 36 Y 7 bb =2 i ) i3
Z R 215 000 /> i 5L 1) 26 13X 7E AR SR YT 5
Hh R S A 6 X 8 ] AT 40 A (Elsik e al.,
2014) . Fib, HoAts JUA B3 H ADSGHE H 4 i) ik
KL P8 4E s 7 AGH H B BT S e i fa
FE PR R, I HoA s 2R 16 J7 20T BB I AR X >4
H H 3% (Fischman et al., 2011)

3 BEBHRWMRENERBEINE

A 2 1 B BRSO SE f s TR A
Yo BRI SN B R Z [ AP — TP R . 5
BB G2 B AR L, B LR SN S i By 0 1) 45 9% v
IR N 2N X (B Bvi X e JA WA NI U 0 3 /N TR
555 A MR B 5 AT R Al flf B R A S B 2 B 1 OR
g —RINOFFTUESE , B RO 8 SRR 0
AR 1% 50 A AR 257 T ) PR R A B B AR A 32 Bl
RS R T EEAMA A (O et al., 2014)

M Z AR A YR BN AN R R B 11
B HUON TR KR AR BRI 0T 45, K 37 BRI SR X
PR G2 907 0 SR e ——— AR /1 f g FIAC TN 928 (5 i
7. 2008; Otti et al., 2014; Silva et al., 2016) . £
IR B HURH O G 1R R 1A A1 S 2 By A, K T 72 R A~ By )
AR A N SRR S e A e R AR AT 1, AT
{18 DX T G 5 J sl I ) AR A 5 B g 5 B ) 22 5
7 HLSX M A 22 BE ) J2 B I 78 & A= 22 A6 1Y ( Cotter et
al., 2013 ; Li et al., 2013 Joop et al., 2014 ; Khan et
al., 2016) . PRIk B HJ2 G An] ASUAET 3 144 o 47 922 975 460
FRRE L 0 C B We 7 7 S A PN Bk 5 0 58 1) 8 A B 4
PO {54 LR L4 BT ( antimicrobial , AM) 11 | IfiL 4
S H el 5% 34 (Mikkola and Rantala, 2010; Shi
et al., 2014; S IR FEA B, 2015; Meng et al.,
2016) . MRS DIRE 146 b £ 295 K AR Sy
WA P A0 TR 1 PR 3R B R AL R JE 4F (Barnes and
Siva-Jothy, 2000; Ulrich et al., 2015) , ANiEEAEN
PEIL SRR AP i, B A B AT AR KA A A
SR Eh T B HUTT SRR 70 BE T BRI LA 22
it %% (Hou and Weng, 2010; Li et al., 2014 ; T
JR5, 2015) S5 HAW AR FRAT TG 35, PR AR b fe i
PRI SR BE 7 1 58 55 A 1] BE — Fh g 5 o —Fh i ss
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WA AT BE [ I 6 5, L 2 A7 7 [ IRl 55 B 1% 00 - B
R, A2 % 5H ( Cotter et al., 2013 ; Joop et al.,
2014 ; Khan et al., 2016) {5 0 1& % ( Cotter et al.,
2013) . Fp#E% & ( Barnes and Siva-Jothy, 2000) | 2f
FAH (Oui et al., 2014) 2 FARAE (O et al.,
2014 ; Khan et al., 2016) ZZ 5 [N K H L5 H T,
A5 e R 2 5 B P e S 52 75 A SR s 22 i) P ASU A
K&

G 92 I H Al A LT AR 22 R] A3 R R BT, TR
A0 5 A4 B A FHUAH DG 1) A= 1% S0 0T SR o ) 4 s g
AR 2 A SRR AN RE FLRTE Sy DI RE B AR ]
(Zera and Harshman, 2001; Lazzaro and Little,
2009) , ZMHUA R 1) B JURE S8 7 A ok B A AR IR
AT AT A W, 91 R 2 WA R 1, 4-DR B ( Blum,
1981) , 3k £ 70 WA IR 1 4 £ 4 HA SRR I o
BRI I AR Wt a] DR S BT 1 (SRR A,
1995 ; Prendeville and Stevens, 2002 ; Yezerski et al.,
2007 Joop et al., 2014 ) . KR53 Wb i 76 AFFf
()2 28 Ak 1, T HL 2 AT DL st % 19 ( Yezerski et al.,
2005) . HY HURERSARAE 7 A= W (0 T A T A5 R BT IR 1ok
P ARER 19 4 i i ( Yezerski et al., 2004 ) , [&] B} 43
WL 2T S WIS [R) A DR R &
H AR ( Yezerski et al., 2007 ), IAh, B L =0
A RAERE R D R AR S S YRR, JE T A R A
43 WA 877 0 0y i A ) H Al 3 2R ) ) AR A ( Yezerski er
al., 2005) , X FHILID PR} EL R A% 38 o B 14
WA 2R A Sy SR e PR el /b i R A5 v
T PR, AT SE S BT B IR S2 BT 2 o

T T 07 A A SR %) 2R 0 TR O B i PR
PEATUURR IR 1 TR 1) T 1A ) B R A 3 A AN )
JG 5 4 30 % 22 TR EL S ) [i] Ff 3k o i PRI 38R
BT 43 WA 1) 3 T RE ) A P A2 B 1B PO ZRER 1Y)
WM (Liet al., 2013) . fEH Ky T. molitor 1, PO
TRt 1 9 B 00, 0 I 40 2 ) 735 1 A G 7
ARSI 2 [6] B AU (Rolff et al., 2005) o flAUTHKF
FRAA AR B A R Al A 2 s 7 3K R A — R, IS 4 5h
T SR 5E 7 A RIS P S B M bR B A A T sk 0 SR 2 7]
FAEA GEIR T b A AT ( Armitage and Siva-Jothy,
2005; Li et al., 2013; Joop et al., 2014)

BOH I T, molitor T2 v 1A 37 %5 BE 45 T, RIVRH
RER TR, R AR B 2 B X R
PO )5 T B A R T ME ( Barnes and Siva-Jothy,
2000) . SR, AR A0 4 SOV BE T Y B T LA A5 i
A AR AN B H00 VR Y B A S e D T

I BT A 28D T i S H 58 ) (Armitage et al.,
2003) . A Z R, R BE R I AT
Escherichia coli X} R %s T. castaneum %f) B 3k 47
PR, JUAR TR AR R R 51k 1 B0
JIBIT B, (H 2 B BN R B /N LA il A 32 5 T
(Roth and Kurtz, 2008 ) , X545 LKW, B &
TEAR N G2 B A AN 1A S S 2 B A b A e e 450 %, 2
i 7 HABE MR AR KRR E A F BT ) S5
LIRS SRR <=

LR, B2y 578 B O™ A BT i B 2 0 s P 1) ik
P, C B X R B2 YT B A5 DRI AR 1% B8 22 []
AL TF SRR SZ AW ST o R SM R G e B A R A 21 A=
I SEAIESE 25, 30K LA — T 500 5 7 4 O Ok e B
PR S 52 7 A SR W 22 T P RSO O %, 30 44 ) B B
AR BRI A A S G B2 B A AR o BE B8 4 7% 1A
ARSI 82 114 S A3 R AAR o

4 NEHRE

HARWAEWBIE , BT HA R AR PR
SR D B B A U 4 A 3 ( Marrone and Maclnyosh,
1993; Roh et al., 2007) , 1 FE R 25574 (integrated
pest management, TPM ) Hf ik 52 1) T4, J2
Biia MG T-B, SR, 24 2F £ 2 BISPRAEY) 22
IF, WhBR A Bl — ZR 51 B S 3 i 1 >k BEL L T A 1 gl
R E I B A YRR RO . R R R
F AU B SRS 1B ST, #8 78 S g% B AR 5 A IR )
N Z AR DG 2R, ) B 3 e A 77 080 1) 4 FH AL, o)
Tt AR YIBA AL RE R A S S

R B, B HO 1A S B 10 43 Wb ) o BT
Yo BE B ANTE 1 1 , BE VR Sl R O TR A D R 58, 0Dis
JEAAARE % 18 XU , AT B M T 1) 2 2E R IR0
15 Wy B AR BE 2k A B PR B A5 A (Ot et all.,
2014) o fHZEEXT LA SN 530 40 A% 0 B AR A1
P52 7 R SRS 2 AT R A5 P Y, DA Bk Aol SR gt 1
DAV 2 2 0 2 4y Ao A2 DAY 92 B ) 54
Z AL AT A T AU A S IRAR D . BRI, B R R
HURS e & — B 6 BT R, B R &
Ji& 23 (A1 R & RE H 5%, AR AT T84 APk B0 v 43 2
Y5 1A N e Z 1) Y 5 22 8 B (BT AR B AR 2
AR R, G, ARSI A ) B B ok IR 2 AT
2.7 WIREHERHAM R G KT o R0, SR T H
iy ARG I5 300 B 110 PRLR B, A B9 525 0 ) i A o
AT BER IR T N S 22 B A BE TR (L et al., 2013
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Otti et al., 2014 ; Gupta et al., 2015) , IR, SN %
PEWTAE S A BRI B S 1M 427 S ERE R %
—PERRAE? B H A Ik IR A R 1. AN ER
B PEBTAARRL, T — PR B 8 C &5 ER# R
T, BRI 58 A g 5 B A 2 75 ) 1z & — P &
FEERS AR R B E . F&, 5 N R B A
F , SNER S AR A A 2 RN, Z 2 2R B
SRE RN 1 AR BI A8 2 ) B PR 1, H 2
ATh R St — DA B ATty R 1) 3 o7 P i A X
A FER . B, AR RIS B IR Y R SN e
SR TN 32 25 Z IR AET G &R o B, AR
PPERTH R & — A FE? IEHEO R, Ah
PRSIEAR XS T A PR A T & S ELANE R 2 AR K
7 RN SRS Z [A) AR 56 2R b H R
PRI ARART 7 3ok LR}~ i) A e ] 57 A0 figp ol S 12 ik
ARKBITE I TT 18]

I FH 9 JiE A 0 B H A R AR ol o, 2T
Je RSP I OCHEE . NAF A B L IR A
i RO SN T G 95 i iy SR A AN TET [ 42
PEFF HAFFLLAE RO A O . 35 i HA MR LR SR
SEBT A 3 I8 | X B85 U A B AR O U
VEFIROR A )8, &4 THEYIBIa M BE R b e H
U S22 B8 3 Al 5 0 o S 0 /R A ) AR )
PE? S 7 A SRS 14 SR P ey 1) 555 2 O [
SR URAE? T HURSM e FA N S5 2 [ - AL A
KR ? AEHC AF FRAS  FF 32 A4 A R 32
] 4 X P T[] 118 B 952 7 R0 SR 114 2 33K 48 i et
R 125 K N9 2 1 B AR 3 O 3 R PR A
Tl BRI A SCHE BT A , 1 — 20 R AR WIB IR BOAR A
RO AR SR AR AR E . T H R AR ) Uy T
A5 B TIRA T il 3 SR IR LB, Sk 1A=
PGB A i oA 35 55 2 B B SR e
SRR Lo MOAN AT TS, AR BY T
SHR JEL TR B HC Al R TS HH ) 18 AR ROR, i ELX T
TF & LA B Bt H98 22 G0 BB AR A8 B R Ay 4
EIUE RS =8"a
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