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Research progress in the resistance status and molecular resistance mechanisms
of the cotton bollworm Helicoverpa armigera to Bt protein CrylAc in China
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Abstract: The cotton bollworm, Helicoverpa armigera, is one of the most serious pests around the
world, which mainly infests cotton, maize, soybean and other crops. Long-term planting of the transgen-
ic cotton expressing a single Bt protein CrylAc will impose continuous pressure on H. armigera, and re-
sult in the evolution of resistance to Bt cotton. This review summarizes the current status of its resis-
tance to CrylAc, delaying effects of natural refuge on the evolution of CrylAc resistance, and diverse
genetic mechanisms of the resistance to CrylAc in field populations of H. armigera under the small-
scale production system of cotton mixted with multiple other host crops in China. Further, the prospects
for Bt resistance management strategies for H. armigera in China in the future are discussed.
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Fi 5 W Helicoverpa armigera J& T 1538 H 7 1%
B AEEI AR B A PN 434, HRTE Y™
B R SN, B — At Bk 4Rl 3 L (Czepak et
al.,2013; Tay et al.,2013) . A4 7y FIEHET,
RERS IR AL K0 R ERAEME N 202
BRI 200 R FAELH) (L R FIR 454, 1995) o A
B R B 77 IR R e R BT R S A
P, A BRI EEE N R T . AR AR E
B gt AV BURUR S 4E B R AR X (R FRORT
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555 ) S XA B PR 2 R K i B R I 28 5 R
(¥F78,1998)

Bt & IR IE T 78 = 4 2FMUFF 1§ Bacillus thuring-
iensis (Bt) [ —J R AR 1, 250 WAE AR 746
KB B AR AT 20 A2 1 Cry R R I RIFE S
FRAE R BB AR Vip AR . A 1996 £ TT 46,
F3h Bt H W B RVEY) (AR BUVEY)) T a7 4>
BRI N KRR AR, A 3 ] 1 2 A E 2w H
g H L FRE T 1997 45 R TF 4R HE) Mt R
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ik CrylAc & H BYHT LR AE (TR FR Bt AE ) , A %45
il T HRES U MRZL48 B Pectinophora gossypiella %53
AR, AN D T A R R i ELAR
P RE R B (Wuetal.,2008;Lu et al.,2012) .

KIS BtARAE (3K CrylAc SR ) 2t
RS L (R AR 32 01— KRR $R R 07, PR 25
FHEARE X CrylAc BibE AL . A SCREAR
TR FEIARES HUH [ FPFEXT Cry 1 Ac IIBTHEBUIR L A 2%
JEEHP BT X A A H Cry L Ae BT £k 1 SE 245 H LA
R4S X Cry 1 Ac T HEEL Z 0 JFXT 4 5 3R
KT IS O Cry LAc BYPTHIR BT SR AT T e,
DA ARAS U SR B PR i S 5 K305

1 7 $% B M 8 # 8 3t CrylAc B Fi 5
IR VN

i E AL BL 2 BEAE D A IS T S A LA P BA R
FHN T Ak VR o 72 22 G W0 7 8 ) o 4 B A 46 LA
SR A% s ()R EXT Cry 1 Ac O BIURE R4k, , Wi 2%
R TE BURAEFIAE 0 (1998—2004 4F ) , #i44
X CrylAc 08U M R & A4 2 78 46 (Wu et al.,
1999;2006) ; [ 2010 4F LIk , B ] 37 3 A VT3 38
R DX A4S ORI RERT Cry 1 Ac OBURME: 1 2 R I, E3Y
PUPE A2 345 , 18 S X A % H AR REXT Cryl1Ac
AYBURRME R UL i 2% R % (Zhang et al.,2019) .

B AR R AR YR 2 Bt 5 i AR AT AR A
TR 2 R RGN T 2010 4F LR R [ AR
DX AR S UG Cry1 Ac B BBURMEAE A, Wi &5 51 8 R
2010 4F B Ja] 3L 38k A1 K VT3 3R XA 48 s b B X
CrylAc BIFUTERSECH 2~16 £, BUPEA AR A 0~
2.6% , % Cry1 Ac BBURNE B 325 (K T di Al X A
AN [] X355 ) A % ERURRE X6 Cry 2 Ab R SRR TC 1
5 LWL BORE AL IS ] 5K 0 B el i Sk A
VLSRR AR 48 R IR Cry 1 Ac 16 48 5 1 S 80
JE Ik i 2 R P& (Zhang et al., 2011) 5 8] i 3 AT
VSR DX AR A8 HURPEE X Cry 1 Ac BTN A5 2 DA
20104E#40.93% T+ 2013 4E (1) 5.5% , 111 [Rl 91587
iR DX P AN 2P TPE A (Jin et al.,2015) .

DL AFFE 45 SR W, 2010 4F DL 59T 37 3,
i DX R0 R % B T [B) R XS Cry 1 Ac FOBIUSME B
BT B HTE AT/ NF 1045, X BeAf 42
FH (R B 73 3505 i A P A AR R e . B, TR A4S
HUFPHENT Cryl Ac PTHEAL T RN FUZ R B, A 5 75
FAN5E Bt £ 40 Wil TAE , it A Bk is 2w s

FEL
2 BABIFPEIITEE HCrylAcintk
HUAWEEIER

R T IE G E B BUAEY RSO, SRR K
NV 55 1k 1) R 30 R R R4 i sk s, B BeVEY)
B A AE 20% Al Bt VEY) Ry Bk AU p At e g or , ix
FERT D4R pE R o e o7 v R DL R A 7
(Tabashnik et al.,2008) . £ 3% E A 1/ NILEL 2
FEALAIAE Y, SRR IR Y £k R B AR
Z RS A AT AR AR AR T H AR T .
R T A AE A 7= 1 SE B 100, A B R A A P AT
20% ‘& PR AEAE S JEE 4P T , i 2 DR b ol R 1A 4R
JEF I E R EZEHUEIA PR (Wu et al., 2004; Wu &
Guo,2005) .

Jin et al.(2015) T 2010—2013 4F 1 4L 4 4E %t 3¢
648 17 B ARES 1 BPU AT W DU AT 14 5 P 7Y
W, 28 L R R ] BT A SRR VT I S A DX A
£ BT AR 2010 4F 19 0.93% | Tt 2
2013 4E 119 5.5% . HR 4545 FhaF EAEY i AR LA
4  H Jin et al. (2015) %45 2010—2013 4F
P [ B YT A SR VT3 A DX IR B 25 EAEIE A
H SRS T BCR AR Y T & T 56% B A U
JIT o FEABEAEL B 0T 3L SR VI SRR XA 4% L Be bt
PRSI K R s A AR b BRI BRI
BF L HPE AN A R AE 2013 4F6 345 5 98.0% ; SR A
56% (A SRS T, PRI 5AE 2013 426
4.9% , 55 SNME 5.5% FFF , 45 RUESE T A SRS T
FRFEGE T AR BT Cryl Ac P AR BT s I AMERS I
SN ARES B BT AR, AT b M BRI 4 LU 1)K
2010 4F1Y 37% 131 2013 4F 1 84% , 6B 1 SR JFE 4
JITXT AR S HL Cry 1 Ac i PRI & A 19 8 224 F 8 3%
X BT & A SRR AR

3 1R Rt Cryl Achi R IE R ZiF 1

RS 4 BB A BtaE 5, BtaE FI7E L b
bR AR E R S — RS2 R
HAEJE TE R A0 1 TP R 7 L, £ v i
R BT, 40 A IR ERE IFAE TS (W, 2014) . 111
R4S O BT Bt 8 19— b J B2 ML 2 AR T g
T2, il Bt 2R 2R FLACE T RN RE 2R 1L, S8 Bt
EEFELEAREE(E D, A RN, RS R
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§5 K 4 11 HaCad M2 HaABCC2 il HaABCC3 7 fir
ABC %% 12 5 13} CrylAc B fiE 32 & (Xiao et al.,

2014) 3% 2 B2 AR KA DB e 26 1 2 A8 1T DL 30A
B HUXT CrylAc 72 A i K Ba e i v (Xu et al.,
2005 ; Wang et al.,2016; Wang et al.,2020a), i K
KA F AL 28 1 F, G 28 , Zhang et al. (2012) & 81
Rt 4% du FH ) R e Cry 1 Ac A HTM: 3 R G A 35 T4

R EE B PRI AR 2718 A Bt B AT, oAy 22 Al 2
R AR BT ESE A . 5T Jin et al. (2018) 97 45
R, HaTSPAN1 U5 IR Ml ) L31S A8 7
RS B Cry 1 Ac 7= A i MEpT M, E— 20 R A4S
HURT A R LA X Cry 1 Ac P btk
(K1),
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Fig. 1 Modes of action of Bt insecticidal protein CrylAc agaist the larval midgut of Helicoverpa armigera

3.1 $BHIEAEETART

Gahan et al. (2001 ) F1] JF 35 R 437w e 4 B AR 2
gk Heliothis virescens £5 A% 5 [ DI RE Bk 2875 55 H
X} CrylAc L8 1E % 8% . Morin et al. (2003) &
PR LT A% HUES RE HE 1 70 3 ol 9 728 25 v 36 [R5 =X
CrylAc PTHEBREIEDT. Xu et al.(2005) & BUAR 4%
M HaCad 3£ R 58728 5 H X Cryl Ac (B2 18 4% 1%
1. Wang et al.(2016)i# 2 CRISPR/Cas9 4 A i 55
K48t UG 2R HaCad 5P, 4RA5 1 5L R i i 2
XF CrylAc BIHTMEZY 500 15 H R Rtk f% , & Ik
FEAR B b3 3 S [t T4 W 1 Bt i e i
R RA L CrylAc it R R R
3.2 ABCHIZERAINEERART

ABC # 3z % 11 HA TMD1 A1 TMD2 #54> 2 i

4Ky 3k K NBD1 Al NBD2 Wi R 45 4 5k, i % LA

F 3N iz J5 58 M Fh 4y 1) 5 B 2 (Alller et
al.,2009) . 7E 48 ZE 7% ik (Gahan et al., 2010) , 5K %%
Bombyx mori (Atsumi et al., 2012) FI 5 Hb 53 7% 1%
Spodoptera frugiperda(Banerjee et al., 2017) % 2>
s H A T T 20, ABCC2 K A= Thifig e e 58
A5 55 = K- Cry lAc Bt 5G . BRIl bR A 4% L i
W HaABCC2 8 HaABCC3 3£ [H {fi H:Xf CrylAc iYL
PE/ANT 4451024 2 A3 PR [R] e e ok i, LT g I

[l T2k , PER R4S BT Cry 1 Ac BOHTPER T 15 000 %
(Wang et al.,2020a) . Bfi)5, Liu et al.(2020) Fl Zhao
et al.(2021) BFFE45 R AL K B ABCC2 F ABCC3 A
L[R5 A8 A RE i /NE WK Plutella xylostella X%F Cry1Ac
FE A KB T AE R M 57 7 ik (Banerjee et al.,
2017;Jin et al.,2021) FH3E A MK S. exigua (Huang et
al., 2020) MUY K EE Ostrinia furnacalis(Wang et
al.,2020b) i, ABCC2 Ff J A= Ty g ke 2k BV AT £
XF CrylF Ml Cryl A P2 A m Ktk . Likbitse 4
], e —SeiiEH B b ABCC2 F1 ABCC3 JJiE
FATR, A 1 XTI RETUAR I CrylAc 24K, T 7E 53 — L
5 H L s i e Bk, BV ABCC2 PR B T
SZARIIRE 1 ABCC3 32k T 524K ifE. ABCC2 Fi
ABCC3 1EH Bt ZAR I D BB TUAR B/ K I BARHL
A FFRAIS
3.3 MEEERRRE

VU5 5 1 Y 41 B R AE R B TM1~TM4 /)y
a4 FR ECT AL R IE M CCG 45k 3L 3 1 R e &b
I EC2 ¥4 1l 1Y) — 2 5 26 1 (Maecker et al., 1997)
Jin et al. (2018 ) | FH 4 2 PR 41 SCI06 53 A7 R 32 DRUAG 24
TENL RS R Bt S PP T R 6 TS 155 1045
e bR R 250 Kb HOHREE DX, 18 3 %12 DX sk
21> Ty R Jk PR A 70 35 ) 1) R 38 KT xS &
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P, DU s AR A g L HaTSPANT 4T T92C A5
GRAR B 31 (i sE MRS AR N 22 % R 5 | CRIS-
PR/Cas9 & A Jit 5 AR @R YU 5 R HaTSPANT %
FEOLXS Cry lAcPiPETE 2TH R B T92C w548
il AR, 2R RS 125 50 5 bt 1 1) A0 1]
AL 2R B T AR A4S L HaTSPANT JEH T92C 1
RAFE Cryl Ac BAEPUPEZ IR AR

T HUAT DU o Bt A2 445 P A #5 K 25 11 F ABC
Faa B M Y RE T R MRS XS Cryl Ac = AEdi i, X
FPpi P8 5 o8 Bt A%, Pt S L R A 2l A
REFCH PP, 1M DU 5 2R 1 A D BE AR AT R 2 AR Xf
CrylAc = RBTIE A R s A%, P A5 3 R 7 24
BARAS Tk &= Ayt PR %Pk 3 N 7 H 8] A
P B e TRk o 3 A (Guan et al., 2021)
R [ B VA A Sl R VL Sl DX A 48 B Ha TSPANT %
T92C ZEAL AT #2006 4F- (19 0.1% L F+ % 2016 4F
(1) 10% , 7635 T4E 3 5 T 100 4% (Jin et al., 2018) .
Guan et al. (2021 ) 15 X A 44 HL DU 25 R A 1 4 ) i
PSS 1A B R LA I8k 4 1
KA 2258 % B i & B, T92C AR AU 22 5k
R LA B S 107 35k PR BB 7E A Pl b X 5
R, (3L TR T AT PE A B R DI Bk 1
3.4 AEIREMHTEE E E A R AL B A

44 HL SCD-r1 Pk i 7 PR ELAT 5 Kl 2 1 8 A8
SN IR 1T, HORE Cryl Ac BIFTIEZ Jy 500 4%, Hi 5
SCD #Usk i R 24587 1 F AN Cry L Ac A itk
P A PR % (Yang et al.,2009) . Gao et al.
(2018) I F AR i 15 72: M HH (8] 43 25 31 1 4~ X CrylAc
B 224 f5PPE Ba kst i AR I LF256 fh &R . R
TUEFIARES HULF256 i 202 A A7 AR A Rl B 1 SR R 28
A5 K5 LF256 5 SCD-r1 fh R 2438 H A7 18 % HAMK
By, HiZesg Fo R4 vt Cry 1 Ac 77 4R T s K SE4irE
iz WA AL HANFCRR I LF256 & Z2%F Cry1 Ac BT
PRI FH S RS ER 1 R AR TR 1) . (HJE XS LF256
i FREA TS R 2R USSR F 81 X \mRNA 87K
TR A KPS 25 A 2 B35k PR 2728 | 388 4 8 Al
25 Bl 2 B LF256 % Cryl Ac BB YE 545K 5 1 5
PRI 57 5 AN 431 (Gao et al., 2018) . X LF256 it 2 I
SCD #U% i 22 ) HaABCC2 1 HaABCC3 i [K] )
T PP 51 RN s oK S AT EL A Ao i, Y R R B 5
CrylAc UM AH 1Y 3 [ 48 55 (Qi et al., 2021) .
I, HRES HULF256 & B2 46 Cry 1 Ac B = K BT E T —
Fofr 3 U0 1 5 IR 52 k), LF256 5 R B L I 5
SCD-r1 fify Z (5 Kl £ A BE PR R A T S0 AR ELARSK

I (second-site noncomplementation, SSNC) . & il
SSNC &L 7™ Az 8 1 PR AT g2« (1) BRI, B 2 Fh
GRAFFER IR A S B H G T2 5X Y
HF AR AR R A DI RE I &2 A, NS RE 7 A6
HAMEF ; (2) 58500, B 2 Fh 356 K 2 i 1) £ L AE
T F—m g, A Y 2 M E A MR IR R R
PAIES A7 A SOV, (320 Bk 2 1 DRE , AT
Ahgist il B AR,

peogc ol ST /1 o R W N B K 2 B 3 P el 21N ]
SSNC &N , Ho& ANF = (1) Ayt A% B AMA T 25
K TR R X s A% B AMAS B T
BEDR . WA 2 A Bkt Pt R 243 FARER
IR, RURNRE B AN, ASBEWTE TR P RE —
FEANL T [l — 354 o o5, T T B0 A% 3% RN R 25
SRR — LR . (2) 5K T F AR L A bt
PEEEI A Rl . 158 Ak F AR a2 ik el
BT T SE PR () AN [ 4547 5 R FIA R 1) S s A%
Uk SER . SSNC & Y & IR W F AR 156 7 18 7]
REATIN 2 5 O BT BE R A S AN BN Y 5
— PRI BUPE LR (3) 2 PRt pT L R 2 A
() SSNC & AT LUmARbe ik fb . i otk ot Al
BT RO , i RSP B AT LUE S 5
— AN BEPEPTMESE R B SSNC &40 F= A= A v, i
Pyttt k (Gao et al.,2018) .

4 RE

WRAEFRF O BUVEY P A= Gtk , At Be/EY)
R B £ P 5 23 b 2 T B R o Ale R R I A
b 3 PO ) 8™ B R BeE9) K e e Fha
(Tabashnik & Carriére,2017) . 1 X} #8453 H Bt 31
P AU )8, H AR FH 2 T 1A B I 48 22 Bt it
P AL B, DATTTZE K BEAEYIA R0 I . 26 1 FR
PO BEIR WA SR i SR, 55 2 Fhbo v I6 B SR
RFEERIRA ARG . FED R A RIS R 2 45k
ZAE ] — AR T A RV AL e s
KR AT A —VEY s rh , S0 FAR 35 At A
RAC”, T HL 3 AR i A 2 At R A
AR, 3 A BTk 7 A R AT DL AR 3198 2% (Gould,
1998; Roush, 1998 ; Zhao et al.,2003) . % JH KT
AR T AR D IR T B 458 T SR AE G e 1)
H Y, e BT i AT LA/ 28 5% , %F FELE Z R
W) HEL = AR A R SR Y B AR e S B it
TTHitEIR T,

BN RERMAAR THERE A K K BT
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[, 1 7 S5 [ R R 1 I 45 [ 8 R el 4t )
11996 472 = ILAR A W TF & T 55 118 BeAfe (R
Fik CrylAc M), 2002 51 & T4 2 U BtARAE (%
ik CrylAc fl Cry2Ab WiFp Bt & 4 ) , H A% 318 Bt
FiAE (#35 CrylAc.Cry2Ab il Vip3Aa =Ff Bt 1)
WEFERR A ERIF G ED A . TR E H Al iL
FiAE ) BOARAE IR T55 1 ACHH BeAfi AL , ik 575 B #1
TFRRAZA BUEEHF IS 2 AR5 3 B fE.

Wit 25 7 BT AR VL3 S A A A T AL A
R BE UL, F RN K AR ) AR B HU U R R 4
HE TR SR 0 [ SRS T, DT A R T A8 22 X Bt
UL &, T Bt K BIUKE 72 3 [ 54T AR Rl
AEFIAE , A SR FES T TR RRCRE R v/ | R 5 M Xof
RSt BehrtE IR B . LG, AH Al ATRHIE
B BT ZEEA T Bt E K A BIE & B, 0] 25 JE e 3L &
K I A LRI Be IR, LUK AR 3 A=Az
PP XU .

RO HOHE SE BT VB = A e — b
SRITFE , BUPETR BEAY H A5 2 28 22 b M v b it
Fio XFHRITZ R BehU iR HR G, bR 3
b B Ak HRE N A AL, G S R T L E 2o
PE Ak CrylAc & P Bt 1 >F B2 X5 JEE 47 Jr 5K i (W,
2014;Jin et al.,2015) ; £F X4 FE R R G- 0E , BES AR
4 A T DIGE A Ak 28 BB DS SR
U, 6 SER TR SR o R v, T B RS TS
Bty ML S A BEXT SR, 16 22 G0 Wi ok i) Ll
ST R  FARYE ST AL S R R B
FEMEAH B
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