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Research progress on Bacillus thuringiensis insecticidal protein
receptors in lepidopteran midgut
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Abstract: Insecticidal crystal proteins of two major families, Cry and Cyt, vegetative insecticidal proteins and other Bacillus
thuringiensis (Bt) insecticidal proteins are effective for controlling lepidopteran pests, with Cry as the most widely used Bt insecti-
cidal protein. However, lepidopteran pests in some areas have developed resistance to Bt insecticidal proteins. A change in the abili-
ty of lepidopteran midgut receptors to bind to Bt insecticidal proteins is thought to be the most important factor leading to their resist-
ance to Bt insecticidal proteins. Among lepidopteran insects, Cry receptors are the most widely studied, including aminopeptidase
N, cadherin, alkaline phosphatase, and the ATP-binding cassette transporter. The binding modes of vegetative insecticidal proteins
are similar to those of Cry insecticidal proteins, but the binding sites differ from those. This review mainly describes the Bt insecti-
cidal protein receptors in the midguts of lepidopteran insects based on the structural characteristics, mechanisms of action, and
differences in expression, and proposes the following: (1) Helicoverpa armigera and Plutella xylostella can be used as models of ag-
ricultural insect pests to clarify the mechanisms of their resistance to Bt insecticidal proteins, providing theoretical references for the
resistance mechanisms; (2) As the midgut receptors of Bt insecticidal proteins may differ and a Bt insecticidal protein may bind to
more than one receptor, the multi-gene combination strategy of Bt insecticidal proteins is a more effective method and development
direction for Bt insecticidal protein application.
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B4 F AT ( Bacillus thurngiensis, Bt) 1E
2RI i A v 7 AL R A B A (insecticidal
crystal proteins, [CPs) FIFEXTE A 4 H A 0 06 78 57
W HUEE H ( vegetative insecticidal proteins, Vips)
(Estruch et al.,1996) . ICPs 434 Cry % 412K 1 Al
Cyt A H 2 28, Hr, Cry A 28K FHE B AN
BTz 0 Bt AR A H, HE 258 79 4~ (Clairmont et
al.,1998; Schnepf et al., 1998; https: // camtech-
bpp.ifas.ufl.edu/old_name_new_name/) , Bt ;% H &
F A HEAR R (E R XCH H A H
B IEH, XA E LA AL TCH (Sanahuja et
al. ,2011; Schnepf et al. ,1998) , ¥ Bt ;% H 8 %
R ZI M3 AL Gossypium herbaceum Linn. | K K Zea
mays L. JKFG Oryza sativa L. H i Saccharum offici-
narum L., Jii T Solanum melongena L. F1 K. Gly-
cine max (Linn.) Merr. SR AR, n] A3 0 4L
P BT RAE I fEFE . SR, A 1989 /NS ik
Plutella xylostella (L.) #HGEXT Bt A8 U H =T
P LI ( Tabashnik et al.,1990) , 3 HUXF Bt A% HE
FI PP S B AR K i

FI AT, Bu A% HUE AR L AN H B X Be
ARAEAPEALE M ARG, Bt R IR AR
B F 24 Bravo 1 #Y ( Knowles & Ellar, 1987) .
Zhang 1% ( Zhang et al.,2005) % Jurat-Fuentes £ 74
(Jurat-Fuentes & Adang,2006) 55 ; B2 HUX) Bt R UK
FIHTPHEAL 320 70 24500 AL 25 1B ( mitogen-
activated protein kinase, MAPK) {5 5 i J A5 7Y ( 5
Uifi,2018; Guo et al.,2015) £l CAD 5515 5% {7 ( cadher-
in mislocalization ) £ ( Xiao et al. ,2017) %,

T, 550 42 32 19 Bt A% AR o HopL ) 32 %2
2201 3B B

(DAL, Bt JEEZR (4 F Fifk 130~ 140 ku)
BB BRI DL AR 2 A 1, it R4 i 7
AR 1 2 K it BRI DT 2K Al 55~ 65 ku 1Y
LA REHZ L, N I 7R, Be A U H Y
U FAESSF B T A SR TE -1 BT 3 Y Arg28 Ab
(Liu,2020) ;

(2) &G, WAL R 5 BB B (per-
itrophic membrane, PM) , J-55 5 1t iz il R 25 i 4
#J ( brush-border membrane vesicles, BBMV ) 3Z {A& 2%
o —FERRIRH, Cry A RE ARSI FEA
(cadherin, CAD) 255 5, 23 it — 25 i B A% 1

HEHAREY (oligomer) , AR KW 5 & Ik N
(aminopeptidase N, APN) o §if P4 B ik B ( alkaline
phosphatase, ALP) %44 (Arenas et al.,2010) , %X 5
18 33 A 5L Wk B I UL ( glycosylphosphatidylinositol ,
GPI) i 455 B AN AR F BT, 57— Rl A Al
K, Cry RAEFRRY S CAD 454 J5 il i s
B R L ( adenylate cyclase, AC) {5 51 5%
BE SR ML T (programmed cell death,
PCD) ( Zhang et al.,2006) . % 4M, ABC %%z %5 H
( ATP-binding cassette transporter, ABC) t34F & Bt
ZARTZ 53 6 H B R rp g #rp /NSek Pr-
ABCC2 R /NI Cryl Ac 7% HUEE AR 3R (oli-
gomerization ) AL P9 A 4L A ( Ocelotl et al.
2017) , H PxABC 5 PxCAD Dp[RIfE#E/ N8k Cry $T
PEIKF-(Ma et al. ,2019)

(3) WAL, AR SERY 5 2R G5 5 P
N 20 IS IR L DA T 15 732 240 95 325 4 4
Mo et M e B AT,

HRAE B A 252 19 B A& U8 R L],
il H B XS B AR U H R BT PENL A 22500 3
2 OBEH H B b i 8 AR AL B R EE Y
RE I Ph7E | 32 R R 1 1 (trypsin ) MIBEBEFL & H
1 ( chymotrypsin) ( Guo et al.,2019; Zhang et al.,
2019) ;@B i fk 4% B4 F 4% (Bt activated toxin
core) SEH H B 4 i Bt ZIREEERE S S
57 5B ) 2 A8 ( Bravo et al.,2011; Wang et al.
2018a) ;@B H B dUfF 5 I8 50l Bk elcE . H i,
e AR 5 R H B A B Btk iy
B e H R b R iR O BT B 2
I Cry 24 A T H B b i BBMV 4 g 5
E.eapaEscm i@ R duh g Gy 28R
APN CAD ALP ABC %,

1 SPEHEH Bt RHERZK
1.1 SBKkEEN

SR N R R I W H R b g B %2
& (Knight et al. ,1994) , 5%, B H B &=
APNTERGEKE bR 8 A5 MK A 44 4 APNI
~8( Wei et al.,2016) ,iX %6 APNs #BEAT LR & UL
FRIE . (1) —Znl U1 R IREE N R vh & SR 1
ity , & 55 PN KT AR K B[R] & 4 /E FH ( Wang et
al. ,2005) ; (2) C 3@ it GPT R M- 45 4 7E i |
Ea )l BBMV 4 i i 1f0 (Lu & Adang, 1996;
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Takesue et al. ,1992) ; (3) £ &% A 4 &R EEAL & K
fif§ ( gluzincinaminopeptidase ) £ 5F JoF GAMEN 3
¥ RBEEE 5 35 F A APN 43 F BT 7E 90~ 170 ku
(Pigott & Ellar,2007) ;(4) 5 Cry RHEAMLE G
i AR, HE 28 APN 7] 5 250 Cry % U 145
B, ML Cry AME AT 524 APNs 255,

APN H R Z [MfFELE R 225 . APNS BAT GA-
MEN 515 (748 A8 3, H v FRY g 2R B 4y o
ZFR (Pigott & Ellar,2007) . APNI £ APN3 7£ GPI
FeA R R WA IR IR & & X XA TIZ Y O-
HEHERAL, B N T BB CrylAc A AR H I 25
A 45 (Knight et al. ,2003) , #4% H Helicoverpa ar-
migera (Hiibner) ) HaAPN1 Fl HaAPN2 SR #51%
A O-JEHAIAL O f R X (B 561, 2017)
1EL 53 530) o I A % He o JR it &2 SCD HiX 2 4> APNGs
FEHJE X Cryl A 8 Cry2A %855 A A 8USPES TG
B AL (Wang et al.,2020b) , #8538 H B H APN
FEGEA S Cry A ME F 455 1 5 B b s an
JHL R S L i 2 2 M P 9 i, 9 S 4 i 2R
fif. APNAEN Cry RIEFRZWE, 5H S Cry &
L e SR N VR R (R R DA ISR R
Hyphantria cunea (Drury) 1/l APN3 F)4 R R Fr 1k
FIKEE LS R T 5 CrylAe RE AR SMEL A
(EHRE4E,2016) .

APN 1B Cry 5244 FEAR TR Fp 3 H B b
WA, A B8R H B 2L APN fE & —1Y Cry %2
WA B EEH H R APN IR 55 FR Cry RHREN
ME—&5k & F A Bombyx mori L. BmAPN6 ( AR
55,2018) 1 5 E K K Athetis lepigone Mschler
AIAPN5 (Wang et al. ,2017) #BAUA/E N CrylAc 7% Ht
FEA DI RetESZ AR, Wi KRS FE B ABEE Chilo sup-
pressalis Walker CsAPN6 Fil CsAPN8 #8 = 5 T
CrylAc/CrylAb F1 CrylCa & H & H B 5 MEAE H
(Sun et al.,2020)

ARl Ap R B H B SR A R & F B B b A [
HRAL AR APNs #Y 3Rk WA RAHIR], KA Ak
5 CsAPNG6 7£ 4 % BA I 7 s 3235, 17 CsAPN8 7F
IR H R A (Sun et al. ,2020) 5 HBE
Chilo CiAPN1, CiAPN2,
CiAPN3 CiAPN4 CiAPN7 Hl CiAPNS 7£ 6 #4111k
IKV-dRe s, TAE 5 8 3 1 3R 3K 7K 7 BIK (Wang et
al. ,2019a) ; 7EAR #% U1, BR HaAPN7 45 /0% APN

infuscatellus ~ Snellen

A, Hofts HaAPNs 7 i 20 20 b 21 3k (i 56,
2017),
1.2 $5HEH

PR AL TR b i BBMV E 2
Cry K, CAD B IRFEMH R KM% Manduca sexta (L.)
Hg 4552 K Bt 2244 ( Vadlamudi et al.,1995), CAD
B (1, SR T F BL R UE A 52 4
HRREZ, BH#HE R CAD 258l & LU
5 TS 2 R St TE A | 5 M — B 46—
N A5 5 JIK (signal peptide, SIG) .8~ 12 455k
HHEE F5 (cadherin repeats, CR) ,— R IT ¥
4 g 4 25 #4) 38, ( membrane-proximal extracellular do-
main, MPED) ,—/ME IE4EF4) 35 ( transmembrane do-
main, TM ) F1— /™ 2] ffg 5t 45 #4 38 ( cytoplasmic do-
main, CYTO) , A i H B CAD A I H X
( proprotein region, PRO), K Z i H B H Cry
A HUEE 1456 5 (toxin binding domain, TBD) i F
JEiE 3 CR7-MPED Hfit, CAD A 6 PSR
(Nollet et al.,2000) , ¥ 8% A A A2 4 ML R5 B 43
WEFI CAD Z 540 n] 405 515 5 40 il
WAL & KA 2 A E W 5 it 78 (Angst et al.,
2001),

CAD 5 Cry AHME 4 &5 et Cry &
BN R Y £ BRI S Cry A% U8 I
B, NI HFT Cry A HRE AR Y S APN 5 ALP
G540 Cad FEDPNRRAL 22 O Bk 25 A0 B TN st 4% | O3
B CR XN A& AR AR Ak X b 9 728 38 S el JLA 3R
JUHASE R AR I AR T8, MLt i
Pectinophora gossypiella ( Saunders) f¥J CrylAc i1k
5 PgCAD 3 /> & 3 R B AR ( 11100V, 11107T A
K1682R) ( Fabrick et al. ,2019) , 5% PgCad H:H i
A 3370 bp (r15) B FE ( Wang et al. ,2019¢) % VI AH
o MHZETR Mk Heliothis virescens (F.) FIAH ¥ K i )
CAD EHFRFH T Leu (1425) Fl Phe (1429) %}
CAD 5 CrylAc A BB M EAEH 2 XEE (Xie e
al. ,2005) , H#Y R HaCad %507 3L 1R v15 2678 3%
CYTO 1 55 PN ILRRIRHLB I | (A SN IX Y 58 28 HY
HaCAD %A CrylAc A HEIAY TBR,IE] HaCAD
T #1425 H. CrylAc $it ( Zhang,2017a) ,

W H B AT EE L CAD #8515 % (7 T H: Bt
Pk, RS BTIERD &R 96CAD 1) HaCAD 417 35
ANEIERRIE, Ho b D1726 BURKE 75 B HaCAD &
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PrgER, B 55 & 96S 1Y HaCAD v T4 g i I,
Il 96CAD ] HaCAD £ B 7E N I, 15 HH] HaCAD
EMFE IR AES CrylAc HUPEA & (Xiao et al.,
2017) ., RRLL48 R PgCadl (r16) A1 5T 20 HHf A
1545 AFEHENRT Y 187 I 5% JBE I 7 Ak — A BT R R 1R
(G SEAS (AL — R AT L B S T ) 16 S5 3k
P T3 CAD BY5E N S BRRLLES P74 CrylAc
YUt (Wang et al. ,2019b) , 570 H B HUi4 o] Gg i o
W Cad MK EEIESES RNA (long noncoding RNA
IncRNA ) iy 2 15 8 7 H X Be R B8 A 7= A bk
FRLT 4% dURT BE T S IR PgCAD 2540 JE K 9 5 F 20
H— IncRNA (Li et al. ,2019) 1 #8355 F# A%
PeCAD L[ (PgCadl) W5 5%, #i15 PeCAD 1+ i
I S B ARG ( Fabrick er al. ,2019) , M T34 58 AR 21 44
XT CrylAc AU HBIPLHE,

AN EEE H B R CAD i n] 3 i HoAth Oy =X
TERA By, ML R PeCad 5875 A 3
(HA 207 B8R i T B0 = S b FL I IR 25 )
) IR CAD 19 200 it 2 i i 3> L Cry 1 Ac BT
£ (Wang et al. ,2018b) ; #1148 1L HaCAD 114 fu Sl A1
MBI 2 5 CrylAc A& UK H 18 ( Zhang,2017) ;
TR F VAR 42 B Helicoverpa punctigera ( Wallen-
gren) HpCad e PR B A7 0 1 A% T iR 22 A M 3
R R O 6 T 1B U R e e S | R (R g =1
CrylAc Z54 2B K FEARES 2 BBMV A 32 HpCad
LRI 52 00 ( Walsh e al. ,2018) .

ANl H L CAD 5 Bt R AL A HEN
], Wn/NsRigk PxCAD FIFR4S L HaCAD #RBEIE S
A CrylAc Z K {H/N3E Mk PxCAD 5 CrylAc BY4%
B 7K M A5 L HaCAD 1% (Gao et al. ,2019) ., A
AR H R CAD 5 Cry RHREA L —ME 4 A
[ H B CAD BT 5280 Cry RIEALE,
B CAD P& mfE R AT REAN IR, PRSP IE A AR
CsCAD JIk ( CsCad-CR11-MPED) LA i 35 F1 3 5 S
254 CrylAb AHREH,HAE CrylC RABREAL
A, MR CsCAD PRI T H A BX) CrylAb 2% HUEE
A BUERNE  H A BRI X CrylC R U Y
HUBME  iX R W CsCAD 7E LR 4 Y Cryl Ab F11
CrylC & B EFE AR IEH (Du e al.,
2019) ,

A Im s H R Lk —Fh CAD, B 1) B5# H
B ik 2P CAD, HANIR & & B BORME I 7 28

IR, /N3l PxCAD1 n]fdi 4l 2B T2 % |
-, 1M PxCAD2 WA REIE 58 CrylAc A 8 H B R
HiE Pk (FEFTE 45 2016) . —ABIE CsCAD1 1 5 #%
AN 6 WAL Hrf g b R 2R 3K T CsCAD2 1336
IKFAERA K B BB A% (Zhang ,2017)
1.3 WS

P 8 R A — 20 308 o K R LR K IR
O3 T B R R P B 1 [R) T4 Jd g, /K IS L
FER IR A A B A R R
%, ALP 12080 2R 5% v B A B A 3 P ( Vimalraj,
2020) . SEHEM ALP FrF 2 IMAY) o/ B PSS
), SR W E H—FE, ALP 76400 R N4 8 N
Ayl A 15 5 ARBRTAR A55 Ik5 | A i 5 1y iz
oI, R R — 2B 1K (Ren et al.,2017)
[F]— B s rp LURTRDE X AFAE 19 ALP BA R [6] 1R
M, K A i i A7 AE B 45 & ALP (. membrane
bound ALP, m-ALP i i GPI 4 & 7E 40 i -, =
SEFEY A AW ) FRTE % ALP (soluble
forms ALP, s-ALP i FARRANMA I, = 5 & 1 F
s 2 ) 2 A ALP [6) T (] AR A, 2017,
Yamamoto et al. ,1991) . ALP & #iFSE A7 7E T 33
ENGEIERSVS NSNS CES R INER NS 3 SN 2 L 5|
H A 5 B rp ALP AR5 A PR

3% B . m-ALP AE2l Bt 524K il i GPI 4
SETE L WP i BBMV 20 it I8 % T, m-ALP 5
CAD /551 Bt AR LRSS 6 A B T /5 # i
AR S B A M R FLAE TS, m-ALP 2875 S B
H X Bt A HE A AP (Ren et al. ,2017)
438 B A P9 m-ALP R85 IA M & CrylAc &
EAME — M2, 22 P4 . Helicoverpa zea
(Boddie) HzALP2 J2& CrylAc #%H 2K [ 193214 ( Wei
et al. ,2019a) , WY EKEE Ostrinia furnacalis Guenee
OfALP #9—~> 37 ku Jy Bt (D173 ~ D473 5% 5L ) et
5 CrylAe AHEMALEA (Jin et al. ,2015) , {HAGHF
SRR, B A R AN m-ALP AT 5 H Al Br &
HEALS, FIRRIE N S Sk Spodoptera fru-
giperda (J. E. Smith) Sfm-ALP A 5 CrylFa R B
FE LS 4, H Stm-ALP FiH ik 5 CrylFa 3t
A K (Jakka et al. ,2016) , FHZEA K Spodoptera ex-
igua Hiibner SeALP1 SeALP2 Al SeALP4 £ 5 T
CrylCa A HE 8L (Ren et al. ,2017)

K48 Bt HaALP £ CrylAc R A5G B
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(HaALP1f) BES Jin 2 i 28 FPL I i R AE CrylAc
A HUE AR BER AFET A, 15 UGIER] ALP 1% U
H45 & i B B A AR H A E PR R ( Chen
et al. ,2015) , CrylAc A M H Al 58148 L HaALP
1 H) N-Z Tk 2 ZLBE I ( N-acetyl-B-D-galactosamine
GalNAc) Fr5 e &, I HLAT LUE b W 5 1k iy ele A2
o GalNAc MIAFTER B Ik CrylAc A HUE (45 &
(Ning et al. ,2010) , X A HREE BB iR $2 4L T —Fh
WIE

ANEFZE ) ALPs TS H B RO & T B
2255 WH BE R CIALP2 Fl CIALP3 7E4) i
20 RN 4 W8 Y R A & A (Wang et al.
2019a) . FHZEA M SeALP2 1] 5% 1L H CrylAc A%
BEALE, ARG Rk (HA [F] % 1)
(RIA R 25 5 0 3 TE 4 L 4 08 09 9858 5 e (%
a] 255 ,2017) .
1.4 ABC#izZEAR

ABC #5155 1, &FK ATP 454 &tz B, &
— KT AETE T IR A W) R EAZ L IR ) ATP
AE SR Sh A8 I, X B 1 CRUBE TR A 4 i L 2 Ik
Kok BE F A /Ny T T R e R, BEIE
LRI ABC Friz EAMEIRZ R RGEAR T
ST T K ABC 434 ABCA ~ H 8 AN TA] Y 7. 5%
J&: , ABCB Z G I 51 e I PRl P-AEAR 1 (P-gly-
coprotein, P-gp) (Heckel ,2012; Jeong et al.,2015) ,

ABC Je e & 8 1, H 58 B 45 M 40 475 i B2 AR <F
Y 2 A i85 [ 45 44 35 ( transmembrane domain, TMD)
12 A BB AZ R 45 - 35K ( nucleotide-binding do-
main, NBD)2 #84y, TMD JE UK M , S A Y
SEEAAL R T H AL LA B IR E, A/ S i Px-
ABCC2 1 PxABCC3 11 2 A #5455 #4350 ( TMD1 Al
TMD2) #B B A 6 4~ 5 JF 12 i€ ( Baxter et al.,2011;
Liu et al. ,2020b) , AH4H 85 R AR EE M & MIUTE W 1
I (extracellular loops, ECLs) ., NBD # ATP A9 paa
K it 55 Wy s S AR AR I , B LA RS BE R« walker
A K7 \Q IR signature £ ¥ F1 walker B ¥ (Heck-
el,2012; Liu et al. ,2020b) , BEFf ABC #5445
S, ABC & B 51 2 [H) BREAF7E 2, SUAFAE 22 57
Fi9M A1) ABC {LH —~ TMD Fl1—~> NBD 41,
{EHIRBEAT 158 B¢ ABC ZhiE.

F1 2011 4E/N3E 0k PxABCC2 1 B HRIE 1R
CrylAc ARHEE W) Z K LIK (Baxter et al. ,2011) ,

gk H B AL ABC ZR A M2 Br AR AR Y 32 14
A2 2 Bk B 2 1) e, M 2048 HL PgABCA2 5
Cry2Ab $iTtEA % (Mathew et al. ,2018) ; H M 57 1%
1% SFABCC2 J& CrylFa A HUEE H M Cryl1A.105 & H
T ) 3Z 4K (Flagel et al., 2018 ) ; V¥ £ K &
CrylAb Fll CrylAc Hitk i R H OfAbeg HE PR 1) 5 5%
3 T ( Zhang,2017b) ;444 L HaABCC1 F5 51X
TMD1 #1 TMD2 J B85 ¥ RE 51 L1 CrylAe 7%
W FTERSNES &, B0 & HaABCC1 (1Y 3Kk
I AR (RIRSE 2019)

T ABC EZAF7E T3 H B frh i BBMV
o HAERALHI M A 1P 2 R ZAb, fE/ NS,
PxABCC2 £ CrylAc 7 B HIIRR L IR R
Y AL (Ocelotl et al. ,2017) . 7EBSAHE
WP R BN TR A S ABCC2 Fil ABCC3, Al REE
BE R 45 Tl Cryl 2% BB 1B 324K (Endo et al.,
2017) ,ABCC2 1 ABCC3 1Y ECLs i 3| 56 8 1E ] .
— bR H B 3L ABCC2 1) ECL1 ) B4~ S FE R %
FEAY A A [ B 57 7 Mk SFABCC2 B R E R Q
(125) FSK W Spodoptera litura (Fab.) SIABCC2
MR E(125) MM 4 1L HaABCC2 Z 2R Q
(122) 1 FEHAF CrylAc 2% HL2E 89 BURAE A TR
(Liu et al. ,2018) ,SfTABCC2 W.AF N CrylF HyIZhfE]
ZAR(Jin et al. ,2021) , &A% BmABCC2 [ ECL2 I
1) 234 {7 T 2 R AT K 48 Cryl Ab AR
H1 CrylAc Fiit ( Tanaka er al.,2013) ; BmABCC2 %
SRR ECL4 9 ( DYWL773)-D-770 {04 5 CrylAa
IR E &5 & 3 s (Tanaka et al.,2017) . #4 E (9
BmABCC3 275 (HH 43 5 54 Cryl Ab Sy i &
ABCC2 [Wig#h¥F ECL1 5§ ECL3 3 /™2 SE R % 3L (1)
A XF CrylAa A FIH Cryl Ab A% U H 90
PEXG A, T 7E K & CrylAb Hi 2k 5 & ABCC2 1Y
ECL2 i A—> Tyr 58 5L )5, 5 Cryl Ab R A1)
SERSIREAR (B Cryl Aa BUZES A B ETHE X
W] BmABCC 1Y ECL Z5#y ke T HXS Cry A Hi R
FH R % (Endo er al. ,2018)

ABCC2 Fll ABCC3 7Efii## H B2 Bt RHHEH
PUPEMLGI h AT BEAEAE A R AR R, MR
HaAbcc2 5%, HaAbee3 By B9 A8 JL-F- 15 A 52 W) H Xt
CrylAc A& MU F Y BUSE T HaAbee2 il HaAbec3
(RIRLGEAE SRR L Cryl Ac HUPERE SR 1T 15000
¥, 18 HaABCC2 5% HaABCC3 Bt /7 7E st 2 LA
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FRES X CrylAc 2% B8 1 8BS (Wang, 2020¢) .
TE/INE M H o AR LI 45 SR /DN S BUER T R
(G88) H[AlIf & 4z PxAbec2 1 PxAbee3 #H 4 58725 i
15 /NFE gk 7= A b PxAbec2 7% ( PxAbec2 N5 F 6
Y 3B 132 5 B R 58 B PrAbee2 55 %) B PrAb-
ce3 R7% ( PxAbec3 1) ¢DNA £ 2131 by SRR S
L PrAbec3 i 2 L) IR CrylAc Bk (Liu
et al. ,2020b) ,

g H R bl ABC IRIXZ BN Z R/ AR 1)
P, ANEIKE) Cryl A BUPE5 MAPK {5538 %
F B DU LR A 5 BRI R (MAPAK4 ) i A 5% S 1
Ja SRR Z AT Cryl Ac P36 IR 22 5 3k A1
K X BEhT M L AL $E PxAbecl-3, PxAbegl F1 Pxm-
Alp %5 (I, 2018) , SSLAHEZE 11 A (forkhead box
protein A, FoxA) 7] L {44 . HaAbec2 5 Flf}
LURLIK SIAbee3 FENIYFRIE BRI FoxA Kk
B H B A Cry FUPEANSG (L et al. ,2017) , A
Fd e /NS BANRL S0 e 3 A H B HURY Ab-
cc2 RS ¥ 3] ( coding sequence, CDS) H1 2% 5 H
microRNA-998-3p ( B miR-998-3p ) 1) i T #I {7 5.,
4T microRNA-998-3p FE4T 7 7] Ltk % A 3 Firih
W H E B ABCC2 19 B2, [A) N34 A 3 Fh 4l Ha iy
CrylAc HitE( Zhu et al. ,2010)

1.5 Hft#33AEE R Bt 24

RESFEE ( cadherin-like protein, Cal.P) TEAE
TEMEEH H R dorh 45 5 A Nk AR
R L SCUNARES H MR B KMk 4%, CalP 25 Bt $it
A %) E A T BE A ] 55528 H B UM 5% ( Stevens et
al. ,2017) /N1 PxCalP ) CR7-CR11 F BiAEAR
PEFEAEAE MR 25 T R A 5 CrylAc 5 HUE %5
FHIBEST (Hu et al.,2017), 4% 2D 5 IR 25 A
(tetraspanin ) F& PR ) — A 5098 28 T3 A 4% e
CrylAc B PEHME (Jin et al.,2018), Bi5EHEHA
(polycalin, pentadecacalin) B JE1E K & H g IESE -
—FhER IR 2 11 ( Mauchamp et al. ,2006) , 7E 17 22 654
HE dorp RS HE A C RS Cry A MRUE A R4S
SHEA R RRSEA LS CrylAc 5571
HHEAEH (Wang et al. ,2020a) . ABCG4 | JiE 2K 11 i
(trypsin) \ UK 5L 11 70 (heat shock protein 70,
HSP70) WL F (actin) A HEBE NG E LB 54 7 FfS
HHEH 1 (glycosylphosphatidylinositol anchor attach-
ment 1 protein, GAA1) FI¥A Ji 44K 2% 30 Wl 51 1

(solute carrier family 30 member 1, SLC30A1) %5 1]
AES5 /N Cryl Ac AR B HPTIEA & (Xia et
al. ,2016) , WA, [7]— Bt A% HU8 1Al e 5 853 H
R A A FE BBMV 3ZAR45 4G, 4 Cryl Abl A B
P15 /NS5 6 P o W JBR B RE 22 TR AR 1
(trypsin-like serine proteases ) Fl Dorsal £ 454, 1Ml
TERSER e i i 5 i E R C (peroxidase-
C, POX-C) %54 (Lu et al. ,2017)

B R b5 vip A FH Cyt A HEN
ZEE MR A IR, BRI F , Vip R EA Y
Wy H BB P 2R s AT oy AREG
L, HZE G L 5 Cry 4% BUE A AN R IR R,
2010; Chen et al.,2017; Lee et al. ,2006) , Vip3Aa
A ATl K 8 P 1K Spodoptera littoralis
(Boisduval ) %)y 4t 1) v iy 2H 21 240 o o 25 90 Ak . BBMV
T VR I 20 0 7% 42 255 ( Abdelkefi-Mesrati et al. ,2011)
WIFERWT, Vip3Aa A% U F R C A i 4544 48 (A
510 ZEEME C ) &M T Vip3 & H B 5 Ry
X 32, ( Gomis-Cebolla et al.,2020), Vip3Aal8 7 H
AN C Ui 536 ~667 X B SRR IE T iE 5 R R
HllA 2 RS A TN S 272 ~ 292 [X B4 KL R ik
B Vip3Aal8 AR AL MU fLA ¢ (FRIREE,
2007) . Vip3Aall X HEEF MY C i 543 ~ 784 X Bt
PR E MO0 A HURe S 1 DA S R I BA
HEANE, HATF 3 2 AR B 454 1 Vip3Aall
A B SRR 7 s AN A ] (HEE % ,2017)

2 #iBEERER Bt A EWHEEER

75 Bt 5 HUEE R OFLHI A A b 7 T B
Hilis BBMV L1 Bt Z2 K& 4% 1T HZAE ], fE8EH
HE mghhrp B A Bl H 5 AR i 8 H
5 GPI 4 %2 6 (1 APN/ALP F1 5 5L 2 (1 CAD Al
ABC) W25 & 18 AL AT 4544 ( pre-pore structures ) ,
CAD i@t Br A HUEE N R I DX Y 25 BR T 5
SARAE AR, M APN/ALP 454 WA B K
RYpAE AR 2% 2 AR Z 18 P HES D3 IR 58
A B AR PSR, Bl B R U ]
W H B AN Z 50 Bt ZARE5 G, CrylAe RHUEH
RIS B W APNs ALP  CaLP (ABCC2 L)
H 1 ATPase S5 4 11 F1— LEH Al LI oK %58
Cry 7% HUEE L 45 & 00 T W & 1, a0 Ik ik Ik il
(dipeptidyl peptidase ) 52 3/ IH i i /i ( carboxyl/
choline esterase ) Fll—2& 22 R 75 [ Jiff ( serine prote-
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ke B H R Arh g Be R U R ST I - 109 -

ases) % (Zhou et al.,2016) , HHLETR K CrylF $T
PE5 i STALP (SFAPN B ZE (- i F 58 3L 25 1
TEPERRARA 5 (Zhu et al. ,2015)

38 H R s i ABC 5 HA Bt SZ 4R [E] 7775
WlfE R, LR B e Be HE, /N SRR AY CrylAc
itk 5 PxALP PxABCC2 F1 PxABCC3 #) T 8% 35
BSA I (Guo et al. ,2015) , 7E Hi5 40l rp #742
M HaCAD 5 HaABCC2 3 35 3k if 0] & 2% 4% 9
CrylAc A& HUEE PO 20 MR35, SR, RESCRC I SI-
CAD 5 HaABCC2 7£ Hi5 40 v L F kit , o204
HaCAD 1% TBD (4% %] & CRI11) 2= 5 4 fg fif
HaABCC2 3458 CrylAc A% HUEE A4 REPE , B ik
AT LAHEIRT CAD 1% TBD fif CrylAc A4 MR H & AL 7R
5 ABCC2 1 H.AEF 0 &40 &, T A7 B T AB-
CC2 5 CrylAc RAHREALE (Ma et al. ,2019) , T
S19 4 it FHSE R ik SeABCC2b 5 SeCADI1Db 3
IR AT 3858 CrylCa A HUE 1) 40 L 55 7 (Ren et
al. ,2016) , K2 7% ik HvCaLP12 FI1 HvABCC2 5%
KA AR R CrylA A HUEE 1 (CrylAa, CrylAb 3%
CrylAc) 4 20 Jfl 5 1 ( Bretschneider et al.,2016) .
X ek SR BH AN [] 52 (R (8] (1) BRI FH AT il Be %
R RN R X RO B R piE PR A
TR,

i) — Bt A AR 1 5 5 H R AR P9 B Az ik
IAEL — LG, HXFpE & — 45 & 76 R [ i3
HE R WAED R 2, CrylAe RBEAS
F 4 BmCaLP F1 BmCAD FY 454 57 25 #R A ] ( R4z
F CR7.CR11 #1 CR12) (Lin et al.,2018) ,CrylAa
AW EHYES X A BmABCC2 #il BmCalP % &
(BtR175) &5 &0 s AR (H 2 K %8 BmABCC2 %
AXF CrylAa 7% HUER A B HTHE B BmCalP 28 728 5
1000 1% ( Adegawa et al. 2017 ; Tanaka et al. ,2013) ,

3 RE

WFFE 6 H EL R B 4 BB 32 (R i pL
98 B 2R A BT oA s B 3 R iR R
PGB, R Al 5 sk By i $E it 5%
TE Bt A HUE (A AL R AR AL T H B
dufifl BBMV B Bt Sz 4K Z (814 77 HES, PrIR] 58
A Bt AR (b AR A A a2 B R R LA
RS B I 4% (Gomez et al.,2014) , IR 4% L GATA
BE ST (HaGATAe) AT LAMESRAR4R L Cryl Ac 521K
FE DR A% SRR (Wed et al. ,2019) B2 HET LT

XA R, 2 A2, i H R
HENTAEL MY RS S B A REA T EL
2 ANAR AL HUES R B 2 8 ( calcineurin , CAN ) 1 fEi#
Tob B TR T M O T By S R SR AR TG 58 Cry 1 Ac
AUV AR U R HUE PE (Wed et al.,2021)
WS E A FE DA Al /NS ik 25 3 B L
HOABE A Y AT IR AW ST, B B L Be R dUER
F AR BT R AL, S B 90 A sl 0 L HOXT B
A WE AP AP R PRI ES % |

g3 B B A i 32 AR 0 R 3R 8 Bl IR R A
AT DAREAIRIL X B 2% A8 1 ) Bos kA BHL 1R 5%
TR H R R B BERE A G EARE
H P HaAPN1 Al HaCAD F ik 819 F F& 5 H Bt $it
PEAROC, HAEAS [ &)y Hu i 109 3 3k AN m) (5K %5 4%,
2011) , HEEH H B B Be Pk pLH % R o8 4 R
A B AL AT Fr 00 UE B ¢ 38 2 Ak, Bl BF 5T
IR , B0 A HoAth Br HLPEALH ek Bt 52464 £
KB, HsH 0 R A B BEPHENLE S B BB
PEBLIA X5 (4 8k,2017) . BT Bt RABE AR
HOHLI AR D 9 55 H B R Be T pLE 2 42, B
R FHSEHE 1 4 7 AR 2 Oy i o6 S B W i H L
Hurbfig A 2 AR B ik, AN RR IR AR, HL
AP RAY B R0 T AR, R, X — 4,
75 ELAT 3 K ORI G A (B RN B S 2 S, ) B e 3 R
AU Bt JTEEMLERL, BT LA A OG5 A B TR B L EE
WHA, i H RO B SERVEY N fa
ERRB RN TER,

figh 30 E FE R Be 32 (A AH SCF 58 ] Sy 3 H
796 $ LA 07 S W, 2 [) st 22 F B R B A
(IR AR (B 2 BE AL ARG ) B IR SR g ] B
S s L R B R U (AR M, LR
ik Vip3AcAa A A CrylAc A% HU 28 19 35 3
PR AE AT A SBTIR BT CrylAc A% B RO AR 22 R
(Chen et al.,2017) . [FIEF, 8530 H B fh i A2 7E AR
] Bt SZ 48] i P [ 4 FH LA i sl 5 RS X B %
HEFRPUTE, 0 CAD A1 ABC (5K F4+1,2019; Ma
et al.,2019) , {H 3 26 37 R[] 2 ey 647 B R4
e e[ B VR ML A7 AE B RE G 22 31 38 A Fr B ff
RGN H B g B Z K5 B R HENA
S BT, 2 H A A R AKIH
J4 I — BEmt ] Br A% HUER 18 T H A H R
WA R T H ,
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