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HE : 434 & Helicoverpa armigera % —F# o o) & R 2B R L E &, KX M ALF
B R GRS E N REA LT A F AT Sk, WS FhuR 6 8 AR A TARS R ey FH
Prizfe it e 3, 4 X E B3R ARA R 3L 5 A kA 69 U R R IR A BE R AR RAT T
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Status of resistance to chemical insecticides in cotton bollworm Helicoverpa armigera

and research progresses on the molecular mechanisms

Huang Yun Wu Peizhuo Zheng Junyue Zhang Yu

Qiu Lihong’

(College of Science, China Agricultural University, Beijing 100193, China)

Abstract: Cotton bollworm Helicoverpa armigera is a serious omnivorous agricultural pest. Long-term

and widespread use of insecticides has led to development of resistance in H. armigera to a variety of in-

secticides. Elucidation of the molecular mechanism of resistance is conducive to the scientific control and

resistance management of H. armigera. This paper reviewed the development of resistance in H. armig-

era to chemical insecticides, and recent research progresses on the resistance molecular mechanisms, in-

cluding enhanced metabolism mediated by detoxification enzyme, decreased target-site sensitivity, and

reduced cuticle penetration. Prospects for future studies and novel control technology of H. armigera

were also discussed.

Key words: Helicoverpa armigera; resistance; molecular mechanism; resistance management; metabolic

detoxification; cytochrome P450

%% WL Helicoverpa armigera J2&:— it 54 43
AT A 5 A Ry, A FEAEY)IA 200 Z2 7, 1]
PO VAT S N B SNSRI TP A i
{£ %) (Faheem et al., 2013 ; Cunningham & Zalucki,
2014) . BEHAM T B Mg BEFE PR AT M R 1Y)
Ferk MRS g ekl g sl T B R &3tk
(Achaleke & Brévault, 2010; Mironidis et al., 2013;
B4, 2020) . 20 fH4D 80 4R LK = 90 4EATH , A
4 R TR FE A CRIHR VT DX 3 A e, o

R&eTH . MR AR A4 (31772195)

* M {E1E4 (Author for correspondence) , E-mail: lihongqiuyang@126.com

Wk H 391 . 2022-02-08

FRAL KA Z R 2 BEAEY) (S R IR 454K, 19955
T IC, 1998; FEEME, 2021) . RIS dAYRTIE -
B AL 2550 (HR R R AR BRI £ 23
RS HOS AN [ AP 245500 7 A 1 ok, e x40
AR ISR U A M (R RO S 28 Hh (AR, 1993
McCaffery, 1998) . 1996 4F- %% Bt Jt Kl 471 HUR 48 (7]
PR BtAfAE) JF 4R FE ARG S AT, O F IR AR 3R
e BE BURAERY ) I Bl AR AR B T A
sk AR Y & A AT s b  (RAE oK A&
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T Y b 2154 %2 (Wu et al., 2002; Wu &
Guo,2005) . WAk, KR Bt i 46 C S B 4s i
X BUER A T itk , 545 AR 45 (2021) X HATHE L
ARFNF LRI T T 2708 . BeAR A6 YR AE A fiff Bt
A T R R ) (AR =R AR T AR fb, R EOh E AR
() H At 3 L, 40 H % (Lu et al., 2010) | A5 5 Aphis
gossypii ( T JRIE S, 2003 ; 7 SCAHESE, 2008 5 5 1l R
A5,2013) SFREZIG N, 1258 1k it FH A 25 2% HUR
TS8R S B A EE LAl 3 A DA R BOK T SR I
FREs H E 2L F B AR OB % HOR B P )
R A K BEA AL ORI 1 2%, Hopr MR B 22
FARO A= 77 R A DR A T L

] B 3 2 MR A LR SIS FEAY R E
Al MER A BRI A PSARE . A SCE A AR
B8 A ORI BT R AR OL , 25 A 4Pk
ZHPTE S T AL T b LR A i R
P450 fiff 2 T A9 CIEHRE 13 5 S5 i E AT 253k, A
WA ARES BT R BN BB P fR IS A -

1 #RE BRI FERBFTTIE R BRI

1.1 ESMBE RN EL BER

H 20 t22 70 SFEARBI T4 L FE AR L C B AL R
PR B A T AR DUt G JL 5
% 1% (Wilson, 1974; Ahmad & McCaffery, 1988).,
e 542 Gunning et al. (1984 ) & KA B+
PR XA S HOX U UAE TR TR R A TR A U B T 4
PIBR HAG R IR B = A T 15~30 f5 Pt , A
SR Z e . FERRYN, A4S HUPT 24 1 () B[R] AN
BN 2000—2001 45, ¥ [ e HR 2 Al AR AR X AR 4%
HOG RS T R B R S AP B EAEECH
11.5~32.41% (Bués et al.,2005) , 2004 4EPGHEF 45 X
R 4% xR PE PR AR T 114 15 B B (Avilla &
Gonzélez-Zamora,2010) . 2010 4ELLHT, A A IbERAR
By BT 25 PR 7K T 1 Ak T U KPP | B AR
2010 4F , 44 HO X 5 UG A o- S 504G TR I Bt A AL
43 5 1 T2 45.79 £% 1 80.89 £i% (Mironidis et al.,
2013) ., 21 tH2d w740, 76 WP pe -t W ) 8 A 44
IR R R B PT 25k . andE 2005—2007 4, ER
Wy EEL IV &9 FET ) AR 4% HROGT S 03 iR 2 B v /KOSP4
PE PO R 5 130.978 4% 5 X K £ Jgl = A v 45 7k
AU, BUPEAE B 18.345 4% (Bajya et al., 2011) .
2009—2012 4, [ Hr HH A 45 HORT IR R 25 il . — 9
S AE TR AR A R A A B AL, BUbERS
B3k 34.1~48.01% . 19.6~68.2 551 19.3~37.2 4% ;

Yo PR TR B 23 ST R B M A5 00K 24.57~116.50 £ 11
22.65~87.07 f% 5 XoF FF A H P R AL LIRS ) it £ 4
73 5 K 6.0~11.8 7% Fl 5.6~11.5 15 (Hussain et al.,
2015;Qayyum et al.,2015) . 2014—2015 4, JE P 5€
PR L1/ A8 e F ) o 7 o) YR 4 T 2 3y v
LR Em PR PR RO 10.7~111.9 4%, R BiZIH
AR EE T ) o kX YR S48 1R 7 2 T it (Sene
etal.,2020),
1.2 ERHRE Rk

T EAR AL X ZA AR X VLK
i X RGBTSR B /R A6 X (RIFRHEm) A IX . Hp e
O VI Bl X 32 3 ™ o, A A2 OS2 ORI Y
YUk gt . % (2009 ) 7 2000—2008 4
I A AL A8 AR AL HLH (B R S A S R A R
AR, Xu et al.(2016)7E 2013—2014 4F- 1
FE T 3R ETE A AR KT 45 58 % B
IR 9 I PR 5o = 1 s | o N T R 35 o
I ELARES T R AP X U R A TP AR 2
KM BUrEAS 5 55.8~114.7 4% . Wang et al.
(2021) PR HRIAE , 2017 4300 7 245 AL AR A8 S5 AR LA
DA HOGT e HOB T B v A R R A R A L SR
% R BB 3R R A v S R IR A i AR R A K
SEHUHE UM RO = A R 28.43 4 L 24.29 £
29.57 1% .35.28 fi5 . 17.09 f5 M1 33.54 i . L1 5 5%
(201832021 WF5E 4l , g4 TTAEAA LR AL
VA8 AR UARR DR A% L R A e Bl = A T v
8 2 mACEUE ARV AR TR A B AN ]
2014—20154F7 13.0~58.54%,20164F-4 25.2~65.74%,
201744 24.2~48.81%,2018—20194F 4 21.1~55.31%;
POIEN =R SN SR VY O N S N i3
M 14.1~269.3 4% , 1] HHTPEK 3R 2 A AE T
FH#a#, 2014 4 2015 4F 2016 4% . 2017 4F . 2018 4
F1 2019 4F 41 M A5 507 9 8 14.4~61.0 %5 . 29.8~
101.94% .21.3~165.7 15 .72.3~269.3 1% .65.2~134.1 {5
H144.7~216.3 7%, Hoir Il AR 48 52 BLAR 4% s H (] A
HERPUE K LT A S, SO 1k 269.3 1% 5
X} R BT 24 TR 2R b R R IR = KBt
P PR RN 5.5~92.8 fiF . T AHESE (2020) Wil
1) S AR HL D[] o B %o = 9 U 4 i P G SR R
SN S TR Sl o/ N 11 S 71 € X 2 4 G| )
10.79 £ 10.62 1% o ZEFRE ZR At b DX 0 W 1) 1 ¢
PEARES L, Qs H TR 42 s () AR X SRR S TR
HIHLHERS SN 16 4% (Wang et al.,2019) . 4> E 4l
BRI M55 rh DA LU F A W2 P i 25
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(8K, 2017;2018;2019;2020;2021) F B, 2016—
2020 4F , et X AR AR HU = F SR U2 TR RN o T i
FEIA P AR S E AL, HLAE 2020 SEHTPERT SR L
TR G, X G A e 2 B A v ST, X
g R IR A A i ACEUE , AR X K7
T U DRI S AR DX A% R P 2 B B 4 o R R
iR 5 51 22 B A BURR 2= ARK i bE (R 1) o 25 BT

i, F FE AR I AN T R DA B% R DR L2 TR
R HGRTTE A 3 ey, (ELS PR 5 B A4 1 2R
R PR R, A5 R 24 R AT SRR, A DU i AR R A
DT AR A2 BT 25 MR B, 78 w5 AU XN {5
Al felT FHALAR A RIS 245 70) , SR AR 40 o K3 P i
R OB IR LSS A R E PB4 2, L
P BRI RS B IR ORI R P T TEA

1 2016—2020 E£FHEREHREX R BT 2R RFV BB MEE R (5K0h,2017;2018;2019;2020;2021)

Table 1 Resistance monitoring results in Helicoverpa armigera to chemical insecticides in different cotton production areas
of China during 2016—2020 (Zhang,2017; 2018; 2019; 2020; 2021)

& B B Wi 5 US4 Resistance ratio
Insecticide Resistance monitoring sites 2016 2017 2018 2019 2020

=R AE ]t X North China cotton areas 21.0-166.0 59.0-269.0 58.0~192.0 42.0-216.0 113.0-342.0

Cyhalothrin KITH AR X Yangtze River basin cotton areas 5.2-9.8  2.5-9.5  6.2-13.0 14.0-28.0  8.9-16.0
Hr A X Xinjiang cotton areas - 2.5-9.5 <5.0 <5.0 -

F #£JE A X North China cotton areas 15.0-66.0 24.0-29.0 23.0-57.0 20.0-39.0  29.0-68.0

Phoxim KT AR X Yangtze River basin cotton areas 15.0-66.0  1.0-2.7  6.7-8.9  3.0-6.0 3.2-5.1
i8R X Xinjiang cotton areas 6.5-8.5  1.0-2.7 <5.0 <5.0 -

MREKLEE R 42JUHi X North China cotton areas 10.0-93.0 11.0-90.0 6.8-40.0 7.4-37.0  1.0-4.8

HHREL KYLH A X Yangtze River basin cotton areas 10.0-93.0  1.0-1.1 <5.0 <5.0 1.0-4.8

Avermectin benzoate pgm i Xinjiang cotton areas 58-84  1.0-1.1 <5.0 <5.0 -

SR A& JL A X North China cotton areas -~ - - - 5.5-7.2

Chlorantraniliprole

Bl HUE Indoxacarb  EJLAH X North China cotton areas - - - - 8.1-56.0

2 fREEHEEIGES [RiR Rz KA.

& A4 Y BRI 2 HUFR A A 5 1) i 75 il
Z FEAL 5 41 7, 2 P450 i £ (cytochrome P450,
P450) ¥R IR I it (carboxylesterases, CarE) 2+ Bt H
K S-#% # if (glutathione S-transferases, GST) fil ATP
24 % (ATP-binding cassette, ABC) ¥4z 2511 (1&11)
S 5 T P i T Rt R AT X A R i A
RE 1 BT 7= A4 Bt 24 ¥ (Panini et al., 2016) . Horp
P450 41 QI RE T 38 o 2 AR S b2 bk %
HLiil (Feyereisen, 2012 ; Feyereisen et al.,2015) , [E 4
A B RPZHLHH TN TRA R AR SCR A A
A
2.1 P450 NSRRI R

P450 776 T MR AZ A W) 3 A A LT e
AR YRS  AMUBES 51F 2 WIEMY N &
BB A3 | I RefE A L3 2% ORI AE N AP o
R EE IS (BB AL , 20145 Lu et al., 2021) , HiG #
55 B TE SR AR 22 B HON 2% BRI P A B i 2 i
(Soderlund et al., 1989; Scott, 1999; Khan et al.,
2020). P450 /- FAREY BT PER 4L F 2
5 P450 BE PR i) f Tk EAEIR AR S L K P 1)

2.1.1 P450 A R AR A B Rk

P450 5 PR 20 il 8 5k i 2 5k DL AR RE 7 18 o
BB PR R R WL (Feyereisen,
2011;Chen et al.,2018) . HORAZAIHFFT R,
DI ZAPASO SE K 1y it fe R IA S 5 T AR TR
HFNPT 251 . 40 Wang & Hobbs (1995 ) fi L3R i
T 544 P25 A G 1Y P450 3L [ CYP6B2; Ra-
nasinghee & Hobbs (1998 ;1999) jii/5 5al& T CYP6B6
H1 CYP6B7 K H IEAIE ] CYP6B7 54544 %t 4014k
ERIPTIHEADC . B e b E AL K2 A4 i A
Y E S 2= IR ST & PR, CYP6B7 SERZERRAES Bt
TG R Y 2R KO 1 2 v TR (R
745 ,2007; Zhang et al.,2010) ; FI| FH RNAi £ A T4
CYPG6B7 (33K J5 , A HUXT 4503 48 T i 1 RIS
A1 1Y B 1S AN (Tang et al., 201252013) 1 H.7E
ES IR RE Pichia pastoris 1 5 IR # ik 1Y) CYP6B7 2R
P % S 48 T A5 0L IR ER 48 TR A R0 A A T
(Zhao et al.,2017;2018) , & CYP6B7 JE R 7Rt 4%
A FU AR BT E T R4 EEAEA . Tian et al.
QO17)TERIGFH Escherichia coli 113153535 CYP6B6
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1 P450 314 J5Ufili HaCPR , & B CYP6B6 REKF HUN A4 ik
BRI 47 - P2 TR TR , KW CYP6B6 FE A
W TEAR S HOH 0N A g 1) ik 2 A v ke S R I
FEAR Y FNER I S BTIR U 4 e rARES A LA S b [ AR
At b DX AT A - G038 A TR A AR A8 H b 28 A ) #
CYP6AEIL F A 1 i f& 3 I8 (Brun-Barale et al.,
2010; Wang et al.,2019) . Xf#4% H CYP6AE W 5K
JB 1) 10 4~ P450 X i 47 D g i 92, & B 10 >
CYPOAE R 945 IR 3838 5 e 50U A6 R AR
WA TC M 47 - B FUR 4G R , Hh CYP6AELL
CYPGAE14 Fl CYP6AE17 25 I A94R8 AE 71 8¢ =5 (Shi
etal.,2018), k¥, CYP6AEL7 1 CYP6AE18 75 [ if
HA ) e B Bl ) B8 J1 (Wang et al., 2018)
CYP9A412 .CYP9A14 F CYP9AI7v2 F: P AE AR 4% 4t
PR RE TP LI B # 35 (Yang et al., 2006; 4 JRAESE
2009; Bz 4255, 2012) , ifi HL7F BRI i ) Saccharo-
myces cerevisiae T 7 FIE M CYPIA12 .CYPIA 14
FICYPIA17v2 25 e A6 45 I =X 508 48 e
PN IRAUER HU A RS S U, SR ITX 2L P450 BE R 2 5
T AR BTG R A B AT (Yang et al., 2008
W IRAESE . 2009) . Wee et al. (2008) i i1 cDNA-9™
4 R B K 2 8P (amplified fragment length poly-

morphism, AFLP) J7 S8 5E T 4 Mg e fiff 2 AL [
R I CYP337B1 H AR MR IR A58 46 ER AR S
ANO2 P vt g 3, T LIS 5 50U 4 FR b
PEOL KL RFen] B ARG, 2R W] CYP337B1 JEA W] fig
HEAE R R ¢, 1M CYP337B3 & 21
SEA P450 KN CYP337B1 Hl CYP337B2 Z [A| ANF-45
ZRAE T A A — itk G L B U B IR A T
FEMY 47 - R 25 TS (JouBen et al.,2012) 5 Bifi 5 1)
5T M, X AL A7 AE T E T H B AU 44 1R
FRAS B FSD FRE TR, 7 B2 He 20 il Ha2302 v S i
Ik CYP337B3 £ B S8 5024 B A oy Jo 7 1Y
4> - ¥ Fe SR 45 E (Rasool et al., 2014) . Xu et al.
(2016) #ff 55 i & B, £ > P450 3 [H CYP33241 .
CYP4LII . CYP4L5. CYP4M6. CYP4M7. CYP6B7 .
CYP9A12 F1 CYP9A 14 ¥ 3K 1k J7 H [R] B 50% 26 Tk
s orp o Rk o 2, CYP4LS  CYP4LII
CYPGAEII .CYP33241 F CYP9A14 3 A 7F Hit 1 &
2 T R 5 HURP R bt 4 5 %58 (Brun-Barale et al.,
2010) ; 1fii CYP9414. CYP9A17 . CYPIGS5 . CYP9A3.
CYP6AE11 .CYP6B7 .CYP6AB9 Fl CYP6BS K5 [H it
FEIRTERAES OO - SR EAE IR v h R4
YEH (Wang et al.,2019) .

SNEMIBR

Xenobiotics

AHHa R

Nucleus

| =
—| $hREE A Target genel

SR Oxidation — Y HEE KL Conjugation —Y #%15 Transportation —>

P450, CarE

GST ABC transporters

1 SMNER SR EHEETEE (A Ye etal.,2022)
Fig. 1 Schematic diagram of metabolic pathway for xenobiotic compounds (Adapted from Ye et al., 2022)
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2.1.2 P450 A H#F-F A 2 RA

Al 5 A P450 J A 1Y) — > H ZERFIE (Scott
et al., 1996; Mao et al.,2007) . P450 & [H ()15 5 3%
TR R 3 1 FRR A A B B A BRI AT
Perp ikl %5 # 2 AE F (Feyereisen, 2011; Liu NN et al.,
2015). Huang et al.(2021)#F5% &80, #ii44 L CYP6B7
FERE B FUR S R A e R A S R
ik, AL, Tao et al.(2012) % FRAR I FIAEHLEE 2
Re 5T CYP6B7 S 5L A By 3R 3K , 1 HAR B 5 =
(1) 224~ P450 B KA Bl T4 e A % s S B TR 1Y
i 321 . A4S B CYP6B6 HE K 22 ik /K K- BE Wil iz %
FIVRE 2516 2 #F 155 (Liu D et al., 2015; Zhou et
al.,2010) , M JLER CYP6B6 FE [N (1) 3¢ 35 AE R H T
IR A8 g . 3- 9 52T 44 T R 7 1 I 1Y it 52 M (Zhao
et al., 2016) . #i} ¢ & e A~ 3 CYP6B6. CYP6BS Fil
CYP321A1 LA 1) b5 AT AR 4% Hexof A- 5
FF A R 1 85BN (Chen et al., 2018) . #9B24% 1%
AETE 2-FE | 2 R -3- UM 4 i s & vtk &

YIRS R T A IBTOR R 4 R LRy
T I RE % S P450 HE K CYP6B2 . CYP6B6 F11 CYP6B7
(R TK , IA T 448 7o A A8 O 2K 22 Jg8 () T 37 1% (Chen
et al.,2019; Wu et al., 2021) . DL F#F5R %5,
P450 3 A AR A H 55 S LA AR Y B 5 3555, A
T R A HOXOT 23R H ) R At SR ot Py g A2 44
2.1.3 P450 R HRALBRAART R

B T P4S0 LK (it i 3Rk , R IR AR FL 5 A8
AEH A P450 F R A8 B 0 e s A QUG P, AT 412
HERRES OO RO . BRI EE (2012) iGE
AT F AR XM GTPEFI () CYPGAE 14 2917
161N LR S8 0] 1 Y 25F, 3% R 975 ] R S AR 4%
XA SR ORI LA C . Zhang et al.(2010)
W& B, S RBUSFIREAE LL , CYP6B7 3L
FERUAE BRI R D bR T kA AR 7E 34
A ILTR R HL 9 E 3 5 V144M L E256K Fil C319Y, %
W] CYP6B7 sk i ik 55 HA HE R % i 5 28 L[]
PR O RO AG BR Pt h R 3 AR

&2 HAMEE P450 /M SHIRE A XR BAR RS FHLH

Table 2 Cytochrome P450 mediated metabolic resistance mechanisms in Helicoverpa armigera to insecticides

P450 S [H P450 gene

P2 HLH] Resistance mechanism

S CHk Reference

CYP6B7, CYP337B1

PA450 K ZH Y o 1 3R IR A1 SRS SO U A R P

Ranasinghe & Hobbs, 1998;

Constitutive overexpression of P450 genes mediates the resis- 1999; Zhang et al., 2010;

tance of H. armigera to fenvalerate

CYP6AEII

Tang et al., 2012; Zhao et
al., 2017; Wee et al., 2008

PA450 FEPRIZH A e AR A AR S HURE A-SURRSGIRAYPTTE Brun-Barale et al., 2010

Constitutive overexpression of P450 genes mediates the resis-
tance of H. armigera to lambda-cyhalothrin

CYP33241, CYP4LI1, CYP4LS,
CYP4M6, CYP4M7, CYP6B7,
CYP9A12, CYP9A14

CYP4LS, CYP4L11, CYP6AEII,
CYP33241, CYP9A14

PA50 FE K Y i 3R IR A SRS IR A R B e

Constitutive overexpression of P450 genes mediates the resis-

Xuetal., 2016

tance of H. armigera to fenvalerate
P450 PR ZH Y o B 2R AR A% OGRS IR DTE

Constitutive overexpression of P450 genes mediates the resis-

Brun-Barale et al., 2010

tance of H. armigera to deltamethrin

CYP9414, CYP9417, CYPIGS,
CYPY9A43, CYP6AEI1L, CYP6B7,
CYP6ABY, CYP6BS

CYP337B3

P450 FE R 2 R i e kA SRS dO - E AR Wang et al., 2019
Constitutive overexpression of P450 genes mediates the resis-
tance of H. armigera to lambda-cyhalothrin

S IR PASO T N A e A S S R HLA A Ul RE 7

JouBlen et al., 2012; Rasool

Metabolic detoxification of fenvalerate and cypermethrin are in- et al., 2014
duced by heterologously expressed P450

CYPG6AE11, CYPG6AE12, CYP6AE14, SF335 PA5S0 X 50N 4 Fis B A it 21 CiltBE

Shi et al., 2018; Tian et al.,

CYPG6AE15, CYP6AE16, CYP6AE17, Metabolic detoxification of fenvalerate is induced by heterolo- 2017

CYP6AEIS, CYP6AE19,CYP6AE24, gously expressed P450
CYP6B6
CYP6AE17, CYPGAEILS

SrFRIA PASO X Bl R AT i RS RE

Wang et al., 2018

Metabolic detoxification of indoxacarb is induced by heterolo-

gously expressed P450
CYP6BS, CYP321A41

SRR PASO RS TG SRR R AT it Gt e 1

Sasabe et al., 2004; Rupas-

Metabolic detoxification of aldrin, cypermethrin and diazinon inghe etal., 2007
are induced by heterologously expressed P450
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4E3R 2 Continued

P450 &K P450 gene

Y2y Resistance mechanism

22 WHik Reference

CYP9A412, CYP9A14,
CYP9A417v2

CYP6B7

CYP6B6

CYP321A41

CYP6B2, CYP6B6,
CYP6B7

CYP6B6, CYP6BS,
CYP32141

CYP321A41, CYP9A412, CYP9414,

CYP6AEII, CYP6B7

CYP6B6

CYP6AE14

CYP6B7

P450 K& P2 Ji A 3 i 2 1A S A A% HOGH I U 4 TR Y 37
P, B UREIK PA50 XU EE s BA i 2E AT RE
Constitutive overexpression of P450 genes mediates the resis-
tance in H. armigera to esfenvalerate, and metabolic detoxifica-
tion of esfenvalerate is induced by heterologously expressed P450
PA450 i PR 1755 32 15 1T 412 e A 4 X U 4 16 | Rl
BB 321

Induced expression of P450 genes increases the tolerance of H.
armigera to fenvalerate, phoxim and indoxacarb

P450 K P17 A5 B im i B HORH TR S50 TR A T 52 12

Induced expression of P450 genes increases the tolerance of H.
armigera to deltamethrin

PA450 JE K75 3R 1A B A A%t X SRS IR A iR 32 1

Induced expression of P450 genes increases the tolerance of H.
armigera to cypermethrin

P450 3 P75 SR IAHR A % TR0 K 22 B i 52

Induced expression of P450 genes increases the tolerance of H.
armigera to methomyl

P450 3 P75 R A4 A A% HRO0 2- SRR A R 1 i 52
Induced expression of P450 genes increases the tolerance of H.
armigera to lambda-cyhalothrin

P450 K& [K 75 TR 1 i v A % R0 YR TS I 9 i 52 4 i LT
BR CYPIA L4 FEIR R g A HROX 5L 44 M ) A

Induced expression of P450 genes increases the tolerance of H.
armigera to deltamethrin, and silencing of CYP9414 gene in-
creases the sensitivity of H. armigera to deltamethrin

UUER P450 K& A i A 4% HOGTIBR AR A 5 | 3- 9 S U4 T AN RS
WA R

Silencing of P450 gene increases the sensitivity in H. armigera
to bifenthrin, 3-cyhalothrin and chlorpyrifos

P450 3k [H 4 FE R B A 5 A8 A S AR % HROGT HDLER R A T 2 3%
BT

Amino acid residue mutation of P450 gene mediates the resis-
tance in H. armigera to pyrethroid insecticides

P450 LK 1 10k 5 R BEIR R B SR G F A S % Ut
KA HTE

Combination of P450 gene overexpression and amino acid residue
mutation mediate the resistance in H. armigera to fenvalerate

Yang et al.,2006;2008;
WIHESE 2009 ; Bz dE
45,2012

Yang et al., 2006; 2008;
2009; Chen et al., 2012
Huang et al., 2021

Liu D et al., 2015; Zhou et
al., 2010

Sasabe et al., 2004

Chen et al., 2019; Wu et al.,
2021

Chen et al., 2018

Tao etal., 2012

Zhao et al., 2016

R, 2012

Zhao et al., 2012

Zhang et al., 2010

2.1.4 P450 X B &L A4 AU

MDA 57 s N F 25 G005 . e85 (2009) 7o

BRZA YR N R A2 FE R A e o sk
B LA S PR I S AN A R . o sfokF
TP SR 4 ) i PR e 0k 9 G (Kranthi et al., 2002) ,
1T St PR R AE I SRR B TR 20K R4
M5+ Fe il (Harshman & James, 1998 ; FFJE 16 il =2
+-1E,2000) . L HL P450 K& PR A% 2% 18 ] 1B 52 I 2 A
FTTH e 55 - DA R IR E FH oo 44 e s R - 1
3545 (Li et al.,2002; Liu NN et al.,2015), &%
4 (2008) F FH 56 R 41 20 75 4 R o peE T AR 48
CYP9A12 FEH 1Y 503 341 H X A5 AR 15 8 2
GIHT, BRI & A S A% O 2T 51 .GATA-1

THRES HL CYPIA L 7v2 FEDR ) SR R 5 A 2 1
CYP9AI7v2 i Bl AN B B9 B R B 15 SE
For I & BT A AN TRl B ) - Y B A A BT 1k
(BTGP 55 AN A, Hh—197 bp 211+43 bp X4 5%
TG M, I =197 bp £]-113 bp X A7 L5 5%
SR N IS A0 . 2- = ke AE i AR 4
CYP6B6 3 H 1 i 1 38 (F - ML 4, 2002; Liu et
al.,2006) ;Li et al.(2014) 5efE T CYP6B6 FE [ 51
HF N A T H 5 I, 200 ' i P A6
& B CYP6B6 J3 51 1 -373 bp F]-172 bp X 5 X}
CYPG6B6 [ s i AR o 2, b — bl ok BE I FRL UK
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TR R ASEN 4T 2 IR-373 bp F]-172 bp X kg4 5
PELE A A% R T8 T 05 L 3 e, B 2 e M 4R
H CYP6B6 )3 8l 2--1 =Bt i (4 M i X #E-292 bp
F1-154 bp 2 [d] ; FiiJ5 Zhao et al.(2016) L 2-+ =%t
Tl g 1 DX PR S R g5 v, R R B 2 A8 B
AL 2 4> A] LU CYP6B6 I 3l 1 2-+ = 45 i
M) [0 X285 45 1 V6 R B 53 PR 7, il ik NCBI AU 1 L
X BRI 1AM i 5 I F 5 R A8 Bombyx mori
FK506 %% 4 45 1 (FK506 binding protein, FKBP) [A]
U8, )R T FKBP-C 5% . FKBP J& 5% 41 it Al EL A%
20 it Fp A H0 3 39 FKS06 48 10 KSR [R) I A2 44, 1T
AR N s i 20 A % 2 DA =X 32 i 2R A 42, AT
S B R 0 T R Ak B 1 - TR B
FH I 48 7 07 A K 8 BT 1 e 1 (Yan et
al.,2014). IAb, Zhao et al.(2020 )i i i B A LSS
FEARTRHE B 75— At S R F LB U 5 (alcohol
dehydrogenase 5,ADHS5) ,1%4% s K F-HEMI CYP6B6 )
B 2- = X HE 1764 (-373 bp~+21 bp)
S54RI CYP6B6 BER 1 2235 M T IR 1 2- - =
Pl B # PEAE ] o Xu et al. (2018) 13 % B 2-+ = Befi
AES AL L CYP6B7 FE N ()i B 3k , %5 3
i 48 # CYP6B7 Ja 8y v 2- -1 = Jot T 1 1) i X
FE-280 bp F1-257 bp Z [0, LA EFFELE AT IR A
RIS L P450 B R IR HLHI L R S 54
HFRIGTE B 7 F AL B S
2.2 CarENT SRS RGN

CarE {F 2 —Fh a2 i i 2 A Qi il , A 7E R e
2k rp e 25 75 P VE FH (Li et al., 2007 ; Farnsworth et
al.,2010) . F#FIEEEE(2011) BFFE Fe W0, K48 s st Y
S I L TR R P R R 1 B PRI S CarE LR
JI 3R A O, T L SO 1 FE S SR e 2 T 25 R
R ER X #3144 1R CarE TP A — BB SAE A . Wu
et al.(2011)BFFE &I, CarE 5Kl CCE001a .CCE001i
HI CCEO01; TEARES BRI b B 41 7Y 3o £ 25K
A AE S HUC A ERPUESA . Bai et al.(2019) 7EAB 4%
HEEMG AT RS 14K 2244 bp B
CarE001G ¥4 AL RIGHFF Fh Fak 5 & At fb s A
ARG B- B TR A- S RUEUAE TR AN EUSC A8 TR , %o
C i B o H 2 R X Bl A7 6 2K 5 Ge S R R
CarE001G 4 1% p- 5 FUAG BRI A RE ) (Bai et all.
2021) . BLAN, 76 K AT 1 E 41 3 3k A 44
CarE001A F1 CarE001H 2K AN} a-25 2. 1R B # 1
A P, T HLRB B A5 - SU E A A- 44
fi (Li et al., 2020) . 4% 1 CarE001D &5 1% -4

A IR N A e AT — 7 A AR S M (Li et al.,
2016) . TEM R RIRFE AR B, CarE 15 7 S 3L
XF 2- = R TSGR K AU RE 0 n 3, A B TR
R RS HOXT - — U U IR 19 Tiid 52 7 (Chen et all.,
2017),

CarE 272t n] S B 48 P R Bu 2 1k, s
137 o7 s H 2R B R A R 1) 58 AR AR A% UGN A 1L
BRI A5 PESE I 2 1445 , T35 251 A s (LA TR B
SE AR 57RO TR AN A R I K i 7%
PEHGIN 4~6 £, iX 2L 5245 W] fig 55 AR S HOGHA LS A1
PR g BRI PR 6 (Li et al., 2013) . T ARES R
CarE001C & [ H 47 432 i A 41 2R 31| 57 2 /R 1)
SRAR NS 322 (7 s RS R IR B s BRI 28 A8 e I 3 42
o A OGR4 T A 7K A 1, R X 2 AR AR
ARG T AR XU AE R P (Xu JT et al.,
2021) . DA EBFFEEE0, CarE 7E R 48 X UL 5R 1 44

AR R A Qg ot h R A AR

2.3 GSTHSHRE R

GSTid it IHoAE 5 B AR N 2 2565 %
A& R A i B PR IR L HE RSk, 22 5
A LB FNIURR A PR BRI A 2 A . PR
85 (2014) WF 5T K BRARES HOGT H S0 e F 9 b i 5
GST i Jy 35 A ¢, 1 GST ik J 3o 12 5
GSTdl .GSTd2 .GSTel F1 GSTs1 it 21547 5 5 11 H.
FIH RNAT B A T4 GST JL R (19 %35 , BEFEAL GST
A P DT B v A A8 UK Y Ao I P 1) SR (A
FAE,2015) . EFAFaE(2017) J Byl Jb A4 s i
LA R LR O Y aala ol R ) O K 6 e S R N
GST{EME R 4 SA 0. 1 H GSTs1 F GSTd1 iyt
ST SRS H AT B A P KT 2 E
FHE (Wang et al.,2021) . LM ELHEHE A4
ik % B2 Y RE 5 | AR 4% B GST 76 P 3455 Al GST £ A
FERKE LV K HaGST-8 3 PR 1E Be A B vp S R
Fik, R E A R A R se g S A
S5 34 Tk (Labade et al.,2018) , {H HaGST-8 544
RGP R AN R — P B SR SiE
2.4 ABCHIZZEAN SR RN

ABC 41z 1 s B 1, T AT ATP K i
A= B RE 0 R HUF R A T i s L B R h AR A
AKX ABCHiz 1 5 AR MABIHOCR ST, BT
1F 2 18 W W8 Drosophila melanogaster (Denecke et
al.,2017;Xu HQ et al.,2021) {8 ¥} B\ Bemisia tabaci
(Yang et al., 2013) \ SR A4+ ¥ Tribolium castaneum
(Broehan et al., 2013) A J2 & K 0 Aedes aegypti
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(Bariami et al.,2012)%F B B fRIER £, TEARAS
T RYRFFE 4L /0 . Srinivas et al. (2004) Fl Aurade et
al.(2010) ¥ 4R34 , i1 ABCB V. 5% Ji% 4 i ) P-HH 25 1
FEIR TR T RERARES HOGHUL R de 45 T FLA MLBER
A= G R 22— Jin et al.(2019) 5%
RIR, FE Teh HU BT R 2R A- SR A e A
# 1 ABCG W % Ji% 1) HaOG200310 . HaOG200353
Il HaOG200354 3 K (1) 32 35 8 W 2% L, R
Ha0G200310, HaOG200353 1 Ha0G200354 # (4 7]
RES: 5 e HUBK L BT 2k P 2R i A- S R0 4 TR 9 A
AN AR AT 0 5 A48 th %)) 1 HaABCB6 5E A3
ik, F| ] CRISPR/Cas9 7 R i % HaABCB6 3£ A )5 |
A OGS 13 B SRR (2 25 38, 2% 1 HaABCB6
A TE AR B A 25 A R 25 2R (Jin et al.,
2020),

3 EOAREURERER S AR i

A HUFR) Y 1 TS bR 3 B4 45 & Ik IH 5 52 14
(acetylcholine receptor, AChR) . Z, ik JH 58 Fii Fiff (ace-
tylcholinestrase, AChE) ., £} &5 -3l i 1 y- & 3& T 1R
(y-amniobutyric acid, GABA) Z K% . KM+
B, VR T REARAEUR M T R B s 7 AR B 24 P 1 el
HLi (Ffranch-Constant., 1999 ; £ 2 %45, 2009) .

AChR &M 28388 JoT [ 14 (0 B Tl & 1, %
TN E RGA Ml A] XAy b B L 16 )R 2 R TH R
B AR A7 H ) ) A FHEEFR (Brown et al., 2006) .
Wang et al.(2020a) i 58 & 9L, 5 A 48 Ho B A RS AR
SCD FEEAH LE , F I CRISPR/Cas9 £ A i B A 44
AChR alpha 6 V35 17 alpha 6-KO Xf Z A &R
MIEZREZ AT S3UA5FI L 105 15T,
# W alpha 6 WA HRFE HUr P 2R BR 3R I REAR L £

AChE J& A HILBAE I 2k FPY R P 2 A% e 5 10 1
FUR , 31X 2 2R U 5 AChE 25 & ] (i g Ak s &
ERHUR e R AR NTIE 27 N1 B
&5l KA T 2RSS, B BUE T
(Fournier & Mutero, 1994 ; Gunning et al., 1998 ; Gun-
ning,2006) . 5ARE RAEUEGG RA L, PUrEm R
AChE Xif A S50 i1 6 X7 Sl 1 B0k B 2 T
W] ACE g% R AT T BB AR 28 N IZ A Je )
A= BUPERY B 5 (Srinivas et al.,2004) . 43T HLXd
% HL BT i 2R FEUER G 22 19 AChE A 227471
R IATAE O MR EER A s, Ho 2 585 L N &R
MR/ 75 E R 975 ] BEJ2 1 A 4% HL AChE X A R4
UM TR )5 (Ren et al.,2002) .

B S 3 A R ) B A AR Y, R
YR AN MDA A T 2 HLSURBIR Hh 45 2 R
AR EEEERRR A A S T DR A P R
HE5H P AR A 3G a2 A s A, AT
A= BT (West & McCaffery, 1992; Dong, 2007) .
Head et al.(1998) 57 & BH, #48 HUPTPE A & para Y
BRES T ATV 25 A 3805 1 561 37 A7 AE R A
TR BN AR IR 1578 45 1 565 1 SAFTEA AR B H R
iR (Y 988 | 3 e 58 AR 1] 8 5 A4S HO U548 e i bt
PEA G, M, FAEZAE (2004) BFR BT R 44 TR
R T ANl A T~ TV S5 RS 51, & BER 223 {if
SRS 530 57 a5 Ay HA A 221 o | 5 725 Ry 5 2 I 46
RIR N RIX 2 454 AR 1T BB R 48 HOG TR
HERAPER K.

GABA 52 1R 2 5 I8 — 4 25 2% HURIMAE FH A A% .
Wang et al.(2020b) ] ] CRISPR/Cas9 £ R B sEA 4%
1 4% GABA 572 1 Rd1 W 3t HaRdlI-1 #1 HaRdl-2
SER L AR R, 5 RS HORURRG T R A H, R
HaRdl-1 FRRES B BR P 3 LG R 2k G A bt 1
RN W R HaRdI-2 BIARAS HUGIX 3 R —
SR A B PUEIRES , 19 HaRdl-1 F1 HaRdl-2 #
FERRES HOG 2 MR R R IR P e %5 &
BRI AVERMZ . BT Rdl-1 F1 Rdl-2 3£ TE Z
e AR 302 v 1430 St TN 2 e 22 s L TR
K 4% B AT B 5 HaRdl-1 19 Ala302Ser 78 78 5
HaRdl-2 [/ 32351458 I A SR A% ORI I i 28
ARHEFNPTE . A, 4 B HaRdl-1 w2 %F
B 24 T 25 P R IR 2.3 43 , LX) GG ke i Py el
JCH AR ; AR 4R Ht HaRdl-2 R i B0 S HUi )
AR 15 2. 143, {ELXT B 2 1 22 () e e AR 1k
e HaRdl-1 1 HaRdl-2 fEF — € FE LA S 43
B Ha X BT 2 B 2R RN SR UG ) BEURPE (Wang et al,
2020b).

4 REFERN TS| BB ETZE

R B ST T AT ARG BRI B A RAR A
T N [T N NS 2 W R A s N N R PN G
WD RIREEFRFROL A 24 1, AT P A= P 24 (PhVAESE
M , 2015 ; Balabanidou et al., 2018) . {HA5 1 =
()52 , 2 B 2837 M R AR FR A/ T3 A 25 R AR
ACERPUE , AH 5 AT L R AT e 3 ik
K- B . 40 Ahmad et al. (2006) % FELL “C AR
T TR 2 T A5 T A FRATRAS L, 509% 1Y 15U 503K T 2
B K AR BGTHERI A4 6 b, T HE A
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5 MU P A B )R 1 b ZRFE 48 h S U AT
TRNATIA 40% MR RS IRER B BUrERRE IR 524
Pia g% B B AN 2 14% , T HLBT R REHEIE ) b s v
LT 2 U R 248, SRR B 2R e )
R E Sy B SRR A RO S e A
P EEEEHLA o 5K IR5E (2021) DL R 4R ok kA B AR
B U I HUGR K AL CP22 71 CP 14 AR X R
B3 LA, RIS IR CP22 M CP14FE N BE
M 7 FRY 40 R T R %) IR, TR 1223 Bz BE DRl A S
B B Y AR B BE TR G PR TR AR AR
5 REE

SRR RIS 7 R, A2 BT IR AT R )
[IE SRR B B i Kl EP O R s = Gl [ E i e TP
ANEBAIE R ARG R PIG BRI 322
JE M S5 G 7% 18 R A R RIS A
() 7 FH 5 23« JOR 3R AT IR s 4o fef 1 2
PR HUR) FEARAS S BRI P 245 T 1, T 4
25X R AL IR BIIARCR , I REAE—E R ISR
PUEGPER R . TEAR LR B HT2 TR BRAY LA I,
ATt 20 T U2 PR R B INTE S T AL, SR
W E AP PEIR BHROR , A W] e ELIE
TRARES BT PRI R

H A, A 4% U6k BRI BT ry 20 AL T e 2
WA — s R, Horb LA B i/ 5 1 4% HUR) s
IHBE 3G IS TR A o AH R TR MRS 1Y
ZREE DL T REAIL I Y 52 20 1 , R BT oE 24k
HEfiff B Il PR B 35k DA SO A2 ORI A A A
D 5500 R A A% HR AR 2 Al A DR e Ik 45 20 1AL
e MEAFK, Bl e TP BOR AR 5 A M A
Y5 AR R P R e, 7 1A e 5 A A
EDIRENT ST T-Be iy o, — L6 B i 25 Ik R 458
O3 FALE BT ST S T E B RE . LA P450 fif 2 i
F N AR KT B SE 2 5 AR A S (Kal-
si & Palli,2017) JH B (Yang et al.,2020) . B{E 5
B Culex quinquefasciatus (Li & Liu,2017) FIE R
Ik Spodoptera exigua(Hu et al.,2021) %5 B B it 2514
i) P450 BE PP i Aes s TR s m K B E R B —
SRS i RNA, 41 miRNA BE R ik Bt p450 3¢
F{ % 15 (Tian et al., 2016; Guo et al., 2017; Sun et
al.,2019) , X EEHFFEEE R IR AR R 2tk
AHOC AR 5 BEBE A, JUHE P450 BRI 1) 3B 5 40
PURIEREE 722 A, GRS HOR IR e, LA
A W AR e TR Ay e 1) T Al A R AR 2 i T g

(FIA3CE,2019) , 1M HL i 48 KR T2 48 RNAL R
5HH B AR H #T A (Yan et al., 2021) . A KiE
T IR AT FAILH AR A FT , W e 8 92 i 7 Bl
DR o 8 238 A5 538 R DAY, T R T &
BT XA AL HLBT 24 A58 A RNA 4 25 B8 5 LR,
HITTRRES BT 2 A BE AR AR AL T 23R
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