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EXXWAEABSRHERNMARHRE
ERE FHEF BAK

(RO KA R 2B, )M 510642)

HWE: =k R EIR S, P3P iB L8 Ceratitis capitata A /)~ 5 %% Bactrocera dorsalis . J\ 5=
¥ B. cucurbitae 5 FEAE L ERF ERERZFHA, ABRETEZLREBIANZHRE R, B
W, RRABRAG S FERETERGELT R A2 S ERRATE = ARG M F G4 B,

ERRRAEFASLREY  BERRRERARARE T S ELOMERN., ALERT ERATLE
R ok L FEAG D ke N AL R 48 B. oleae . FL+ = R ¥ B. tryoni FRHUR F 4 B. lati-
frons MR ¥ B. zonata KINFR F ¥ B. papayae WM HR F ¥ B. carambolae A% K 5 ¥ B. minax
Yo b i 52 4%, 3 2% 52 3% Rhagoletis pomonella 'S5 R 4% 5 3% R. zephyria #= % 2 4% 9 %% Procecidochares
utilis 3 ¥ 28 6, &, % P450 B B B \ - W H Ak S #5458 | ABC 4535 % & 3X 4 K i 22k ) o o 0
R, A2 @RNT AT F AL R A &R FH R AR B AR TR EF
RACF B G #7 R ok B ARFRELF

KR At AR AR R M &K PASOBS; BB ; S H K S8 ABCHiE2 % G

Advances for the metabolic detoxification genes in major Tephritidae species

Li Xinlian Qi Yixiang Lu Yongyue
(College of Plant Protection, South China Agricultural University, Guangzhou 510642, Guangdong Province, China)

Abstract: Fruit flies in Tephritidae are rich in species, among which the Mediterranean fruit fly Cerati-
tis capitata, oriental fruit fly Bactrocera dorsalis, and melon fruit fly B. cucurbitae, etc, caused serious
damage to many kinds of fruits and vegetables, and resulted in huge economic losses, and hence, they
were listed as internationally important quarantine or invasive pests. Currently, pesticides were still im-
portant means in controlling fruit flies, but because some fruit fly species had developed the resistance
to some pesticides, it was difficult to control them by using the pesticides. Detoxification metabolism
family genes played a very important role in the emergence and development of resistance of insects to
the pesticides. This paper reviewed the research progress on detoxification metabolism genes, such as
cytochrome P450 enzymes, esterases, glutathione S-transferases, and ABC transport proteins in econom-
ically important insects in Tephritidae, including B. dorsalis, B. cucurbitae, B. oleae, B. tryoni, B. lati-
frons, B. zonata, B. papaya, B. carambolae, B. minax, C. capitata, Rhagoletis pomonella, R. zephyria,
and Procecidochares utilis. Those data and informantion could be benfit for not only a comprehensive
and in-depth understanding of the physiological and genetic mechanisms of Tephritidae fruit flies in re-
sponse to toxic and harmful compounds, but also further the research on developing new chemical con-
trol strategy and technology for the pests.

Key words: Tephritidae; metabolic detoxification; cytochrome P450 monooxygenase; esterase; glutathi-

one S-transferases; ATP-binding cassette transporter
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Schi e TR AN H SRR, 32 B A TR
T FRHT RIS AT o DX, L H DA 4 5 sl i
ZERY AR5 ML (Jin et al., 20105 Liu et al., 2019;Li
etal.,2021). MRS A CHIKRZAA 5008
4500 28, Horh 2 35% 54 REPIR ARG, 250 2
AT 42 B R AR 1) SR %, 8 B K & B 4
K (Jin et al., 2011; Hsu et al., 2012) . b i 52
Ceratitis capitata & /N 52 W8 Bactrocera dorsalis | JI\
SCWE B. cucurbitae R SEWE B. latifrons B+ 2%
SRS B, tryoni \SE5ESCWE Rhagoletis pomonella |
W 5% S W R cingulata . T 3% 4% 55 W Anastrepha
fraterculus FI 55 V4 BF 45 S0 A, ludens %5 T B S0ME 2K
T A T BRI A RYER IR RSS2 5
A I B e B i A e M i AR E AR
£ FE AW (Liu et al., 2018; Zeng et al.,2020) . Ak
BRI AR R A T B 2R DR, Ak H A
B TR T S A R, R AR it T2
F B R R RS, O E R TR 25K
i $7¢ 25 P 1) 28 1] (Hsu et al., 2004; Hsu & Feng,
2006) . 2003 4, [l e 7 A /N S AR 2 HOR
H R A T HUBRAS (R4, 2005) , {2 4F
F [1) 32 BN e AR E U R PR IR B T AR K
(7 E¥E4,2007;2008) , I H.2007—2008 4F- 11 [ g
J7 2 ML X iz 2 X 2R R R AR T TR AT
(Jin et al.,2011) . Bl LB Wi fL , Ptk
AR A2 TG R, TR o 32 PR AN 4 =, i
TEPTHE AT R A AR, B 2 T BT iR S i 2 3 U
BERIN (9555 ,2011)

B HOGF 2P b % H 7 AR Bk ) A R
R e R AU AR DG BB TE PR ) 1S 52 (Liu et al.
2003 ; X1 7K A %%, 2007 ; van Pottelberge et al., 2008) .
ZFP R 2 5 R R R R R A 4y
FF iz IIRE A FEY B R B Y
e 2 FLHE i #54C R 46 (Felton & Tumlinson,
2008) . fitFRpf i R G0 B AR SN F W ot (hE
YR A=A AR 245 45 ) HEA T B 10 179 i 2 2 RS 43
(Kim et al.,2011) , % B B3 I 25 AR AR HR 45
AEELEN, BARAREHA FWER F 2
3B B 5 1A B B 40 L {0 3R P450 i (cyto-
chrome P450 monooxygenase, P450) 1 fif fiff (ester-
ase, EST) ¥ 85 2 5| ABUBIUE e R4 R B
L) KR =, 2 £ 7K (Després et al.,
2007;Li et al., 2007 ; Dermauw & Van,2014) ; 55 2 >
I B2 e H IR S #4521 ( glutathione S-transferase,

GST) 5 JR H — W W2 — 0% £ % % i (UDP-glycosyl-
transferase, UGT ) F| i JE Ak . £ Bt REAL L FH AL AN
Wb 5y X i — D AN TIR AL B R 8
TEALTE LR 5, PR A v R AR Bl e 2
AE J1, DA G621 B AR B8 14 19 H 1Y (Després et al.,
2007;Li et al., 2007 ; Dermauw & Van,2014) ; 55 3 >
i B & ABC % iz & 1 (ATP-binding cassette trans-
porter, ABC) ¥ i 2R 28 G5 iz i 2 A oh

I AR P B AR B 58 A AR Al g
RIAS A REMT 78 A F LB . 2 2021 426 1,
GenBank $§ 48 F v 52 i Bl B o 5% S A il s A i+ A
4 29440, I 12 )& 103 R 5 1M 2017 4F 12 H , i 4
JE S A B B S D SR AU 1534, 1 1 5w
17 Ff OB SE , 2018) o Sl B HUBE IR 21 B s
LI 7 E I R R AR D K e P A 2 BRI AL
(7] 87 FH A 95 S o %) 3 A ML) R T o R A AR 2 )
REERAL TR LA (B2 U5, 2020) , MR ST S
AR AR LR A D BedR AL T AN AT AR
S S+

ARSCLRIR T SR 2 T B A /NS T
S JRAE SR SE0E B. oleae \EL - 22 B BRABUR
Sl Bk SEWE B, zonata . AR TN SEME B. papayae .
Rk SRS B. carambolae A% KM B. minax Hb
RS SR SE S0 T RGN R, zephyria =2

& SC MR Procecidochares utilis 25 P450 . EST . GST.

ABC WA QR Ry b oE ik i, 4t 1 A Al
TRAMIGT SE MR} B HON XA 384T 35 0 19 A PR
AR ML BRI A A S ER B I SR S5 e R
Ptz

1 ZAiE a2 P450 &

VER—ZSBFIEIEIA , F253k 44~ Clan(Clan 2,
Clan 3 .Clan 4 f1 Clan mitochondrial) , &> Clan H.#[
£ 5 AR B R, A5 T T XA WK % (Fey-
ereisen, 2012) . YRR N P450 4R L 2, — i
FILHAZ E A P450 By o 5 3k 5l 3 H 58 A48
HBAT e B R O AR AR A e . TR R R
FIRE ABFARE L, B E R 3 P450 FAF5E K
ZERF 5P bE R A MR A SRS J5TH . NCBI
W s 1 SE B L L P450 H, Ad /N SE AT 105 4> T
MO R S i 101 4> L JRSE A 112 4> (Sim et al.,
2015) b rPig SERAT 114 4> (T R SESHRAT 1984
SELESIMEA 1224 (Meyers et al.,2016) , 2+ 2% 4
WEAT 120 1> U SEMEAT 1104~ 5 22 4R SE AT 50
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AN (Li et al., 2019) . P450 ELA7 i 25 F 0TS A0 181 2
B R T AN IR BRI R FE RV E AN, ks A AL
Tl 28 2% HUF it 3 AN UKONG D g6 T [R) B i2E 4T (Feyerei-
sen, 2015) o FEFFE 1Y 52w AL B R 2 AR Y
P450 BERI RIS R AR AFE M DI RERT Lo — D oY
1.1 #F/hEhg

175 /INSE I Y BAP450 M 2011 4E£) 51 /> (Shen et
al.,2011) 3 fin ] 2020 4149 101 4>, ik L FE PR K 2 78
AL (46 A ) R G 2 40 rp sy 3k, AL 35 IR D 44
(63 4%) .z (61 4) AL G4 (66 1) (Jing et al.,
2020). 20124F,Hsu et al.(2012) 14 G i 54 s 2H )
J7 % 7 5] 90 A 5 AT A% B3R AH OC 1 P450, Bifi )5
Shen et al. (2013 ) 75 1 /)N 52 g v 55 5 38 4~ P450),
Huang et al.(2015) efE i 2 N4 (2 R P450 i Jiififg
BACRP-X1 1 BACPR-X2, i 2 /™A JELfiff ] 520 12 H
X Ih A B 1) B (5 55 ,2016) o AR ARG /NS g
Ji7 % 5 3 16 1~ P450(Shen et al., 2013 ) , s 124>
( F %43 J& CYP3. CYP4 Fl £k ki 1A P450 5% 1% )
(Huang et al., 2013) , E iz g 72 4> CRER 40 )& T
CYP3 % J , il fiE% 54k ) (Gu et al., 2013 ; Chen et
al.,2018;Wu et al.,2019)

FEAR /N SE 0 Sh R BB BTPE R D, CYPAFS2.,
CYPG6A50. CYP6A121, CYP6A122, CYP6G6 ., CYP6-
GX4. CYP6JXI . CYPI9B7, CYPI2A18. CYP304Al .
CYP31344 .CYP313E1 F1 CYP316342 3% 13 /3L [H B
& b9, CYP316542. CYP6G25, CYP6UI ., CYP-
12435 . CYPI2B7 . CYP12B8 . CYP6GS . CYP6A61 F
CYP314A412 3X 9 AL P B I T 3, i S 5L AR A g
547 /1N 52 i 6F i i 9l 1 B PR AH OC (Jing et al.,
2020)., CYP4D46.CYP4P5 .CYP6A41 1 CYP6D9 th
A ie2 5 SR e G 48, 2014) . CYP6441
I CYP6EK ] TEAG /NS4l BB B i 235 , [R5 1l
i S CYP6AT0 1 CYPOA WV 52 1 A7 %5 5 AH o)
Tk, R B 2 5 i 2 A 4 A 35 1 SN,
W CYPOEK] 75 5 [ R E 1L, RTH AR 2
fi# B 1 72 (Huang et al., 2012) . 4@ /)N 55 8 BDC-
YP6G2 5 B JE S W8 Drosophila melanogaster 7K PN
HR BT 245 PE A 22 1 CYP6G2 15 & #H 4Bl (Daborn et al.,
2007;Zuo & Chen,2014) , 1] CYP6 Z 5L 51 N
BT g 5= AE L AH O (Le Goff et al., 2003
Djouaka et al.,2008) .

25 LD, WY SRR B | T 408 71 2% A - S S A i Ak
PRI /NS g % A, 23 54 5 A4S (CYP6DY . CYPI2NI |
CYP12C2., CYP302A1 1 CYP314A1) . 4 4~ (CYP-

4AC4. CYP4E9. CYP4D47 F CYP4D48) F1 7 4>
(CYP4P6. CYP4P5. CYP4E9. CYP6D9 . CYP2SFI .
CYP12C2 F1 CYP314A1)P450 3£ [A |43k (Huang
etal.,2013) , X A7 By T4 T i B 2% BRI i g
J1, M BAR T HLH A Fr ik — Do . BB
(2015) K 52 3] oy 80U U A TR R L P38 S5 A /N St
LAY 16 4> BAP450 Fik K & A= 28 Ak, HARAN 1)
P450 7E iz s D 14 e 2  (H AR ARTE AR /NS i {4
PRSP, 33X AT 547 /)N S 7 X6 2% U s BE RS s e
TV A3 C B S PR IA A G o R AR /)N S e
AR E B SR HAT T —A R E AU, (T
WA T B S [ B BT Re A

— LA/ NS PASO 2 5 B HAAE BITRE .
Bdorcypl6 FEAEMEVE B IR Th 08, /T RES A
R K 5 BdorCYP14 5% A R MY o FRALBESE
DmelCYP4AAL FIME N 70%(Good et al.,2014) , 7]
S SRR ILAL ; 1358 BdorCYPS 1 Fl BdorCYPS8 1|
e 5 e K A W A O AH & (Wu et al., 2019) .
CYP4D46 7| g 2 5 Ig i f& A= BE 1% 3 ( ¥ 55 4%,
2010) , CYP6A41 Rl HE 5 ME HE B A BRI EA G,
W] BE S 5 A A& B FIRSE S5 T R (A 22
W45, 2012) o 7E 4 /N 56 W BF 5L N P4506al3 .
P450306al . P450307al . P450314al F1 P45018al i%
5 4 P450 R¢ S PR & Gk, Hoh P450306al .
P450307al F1 P450314al 2 5 Wi 1 i & & Wk 18
Ui B B 8 AT B JR O TE S AL A, RIS P450314al
N P45018al 53 ) 75 By A FNMEPE R 105 14 N 1 23k
(Wei et al.,2019) .

Mao et al.(2007) iR 1B A #% 1L Helicoverpa armi-
gera BUET 5 A dsRNA #% CYP6AE14 {IHEY) i , %5
PRI v Jig PN el A A A R TG T G b 22 32 A
My 5 #e X P e 07 A DI TE B A 1 5% S BAP450
(GenBank & 355 HQ257457 ) FI ML JE | 1 #4540 25 13
T8 5& M (GenBank % 5355 IN416983 ) , 3515 FHAE #n 4%
A (R F4E,2019) o X TCEE A5 A BRI A G
SR T KA /NS B S 4 i I B R S
1.2 hEBIR e

TETHAONE SR S0 rh 2R %00 2] 60 4 P450 (Pavlidi
etal.,2013), 7354 28 1 F1 17 LA & T CYP3 #1l
CYP4 W 5% , ik 2 4~ M5 A% 5t 225 A4 g 1l
i #3 AL AH ¢ (Berenbaum , 2002 ; Feyereisen, 2012) .
24N CYP6 R MR contigs00436 F102103 Fe X i
3k 5 FULBS H 2 g £ B AH ¢ (Pavlidi et al., 2018) .
22 0E N EEAL BE S XM-014246525.1 K] 20008505 ,



354 iR/ B A= S 1 494

AR T REA E H PN it 2 1 A T A 3 Al R AR R
(Powell et al., 2011 ; Alizdeh & Keyhanian,2016; Ab-
basi-Mojdehi et al.,2020) . B4k, P450 7 1% 52 g 3%
A A JE R R 228 KPS [A] (X et al., 2013) , )
1N Cyp60.23 TEIHHAYE A S04 R 3A Fe 1) A8 1 S
HA B B[R] D1 (Sagri et al.,2014) .
1.3 FZIRR

TEFE 22 WS i I 1 14 9 455 1) 50 1~ P450(Li et
al.,2019) , 7ERT W s 5 I A E FAS S50 Ak 3
Y8 361> P450, KB J&m T CYP4 F1 CYP6 %%,
unigene 32932 Fllunigene 33767 TE4)) H Hh 7y =5 ek
unigenes 34353 M unigenes 31805 EEAE L TR
K, R WAE R[] A Ay B B P450 3 38 7K -2 A [R) Y
(Chen et al.,2015;Li et al.,2018), ¥ 2 UG SC M 7r ik
fl s v n] BE R 2R A= AR P4SO LLTE 1 18 B A
825V 2% Eupatorium adenophorum (/)7 % (Bhaska-
ra et al.,2006; Jensen et al.,2006) .
1.4 HiARigsoig

Hiu PS8 14 ) P450 ) CYP4 FITCYP6 5
i i DR A i e 3% 365 1 5% = (Danielson et al., 1999) .
CYP6A10 F1 CYP6A W 5 5 % K 5 4% /1N 52 g
CYP6A41 F1 CYPSEK T FVERS = AR 1T RE & 452
Iifie (Huang et al.,2012) . #£ CYP4.CYP6.CYP9 Fl
CYPI12 ZJiE 1) 53 1> P450 /1, CYP6A51 5 1- =55
TG R 0 R AR OC , ot 0k 5 IR 4G R
PUPEAE (Arouri et al.,2015) . fE#E— A SMR IR
W1 CYP6AS T RENEAR I A- = J S5 49 TR AU S 49 Tg
FE SR B B TN 22 25 T 25 v R R AR T BRI #E
(Tsakireli et al.,2019)
1.5 EHfthschg

EHT, WA WA TR 22 A RS | Bk
PRS2 S 5850 g AN T SR S8 S0l A5 1 P45 0 W58
18, U NCBIR T #B53 FhAErAHIC P450,

2 ERER

VERZUIRER R ESTRE) 12 2 5 R Uiy &
A= 30 2y, JUHAE SR Ay T, 2 R AR N i
M RGP EZN— 01 . 7R 505 R IR TR
(carboxy-lesterase, CarE) F1 iH §i# Fii /i§ (cholinester-
ase, ChE) P 2% 7 46 K0 71, o S BB A8 & 44 i 2 A
WReny EEEE Sy Hrh CarE 438 13153 3¢, iX
YE53 3 NOA 32k 328 RVER B A 5 (43 3L A~C) . —
JE 5 U (53 32 D~G) FI 28 & B AR Gl (4332 1~M)
(Ranson et al., 2002 ; Claudianos et al.,2006) . HFT,

C A Z YR EST Bk W S50 25 ARG , Qi ¢
W Lucilia cuprina I aE3 FE 5 HXT A LB AR R
A 1) 50 AH 5C (Campbell et al., 1998) , F i Musca
domestica 1) MdaE7 5 FLXF 2 350 58 75044 T 45 % HUF)
(4 FE P A G (Qiu et al., 2012) o X S RL B LAY
EST th A R/HF5T, 76 NCBI ' GENE R L, 5
15/ INSE AR JC A EST A 294, 5 1B S S g AH O
A 254, 5 TRSEMEAE G A 474>, 5 i rh g S
FHOCHYA 434, 5 RGO A 310>, 53¢
LS AH B 52 4~ (Meyers et al., 2016) , 5 B
2% FESTE AR OC B9 A 28 4, 5 BRI S AH OC 1Y
A 254 WA SCHERHRIE T BB SR 52 8% (Yaqoob et al.,
2013) L AR (Li et al., 201852019) AR AL
i A A7 R SR SR AR OC EST AU 5T (Hasanuzzaman &
Idris,2012;2014)
2.1 #ENEER

2011 4F , 754 /N 52 i A N %85 3] 12 > CarE
(Shen et al.,2011) .6 EST(Shen et al.,2013), )5
NS5 8 B 37 4] BE Y CarE 3£ K i 6 4~ ChE % A
(Hsu et al.,2012) . BACAREBI W] A2 51X &5 5L
S AR (R4, 2014) . BdCarE2  BdCarE4.,
BdCarE6 .BdB1(Wang et al.,2015;2016;2017) .a-E5
M a-E3 GEAEAE, 2014) 7T G2 5 1 1L B i 75 -
BdCarE6 TE T4 41 2 ik Aig 105 3 11 ¥ 3R 52 &% (neuro-
peptide adipokinetic hormone receptor, AKHR) J5 3
5o S PRI, 5 AKHR 3 i fff 27 Bk P 7E 52 )
R i o Sk vt B A HH (Yang et al., 2021) .
BAES5 j&—Fh /73 WA B-1is (E 73 3 ) , 5 Bk
FHC (Hsu et al.,2016) . AW 1T 74N JE T T Lt
JH ik \V. 3 (nicotinic acetylcholine receptor subunit,
nAChR)ZE[H (Shen et al., 2011) , i nAChR 3£ [H Bda6
EL B IE S AT DIAE Sy 2 8 T R #0407 5 (Hsu et al.,
2012),

TEAR /NSRS 2R o B Atk —Fh £ T
RH BBk B (acetylcholinesterase , AChE ) (EC 3.1.1.7),
2 T RE A B B A 45 48 22 5% (Hsu et al.,
2004) . ZAHLBESE A BRI A FS , AChE 77 42 34
AR [7] LI AR L A5, 5301 h 1214V G488S FlI Q643R
(Hsu et al.,2006) , 75 2 AN [RIECA BPTik: s Rk
B T159V . G433S Fll Q588R = A~ B i1 € 745 {3 45, I
G365A Fr R 5 (Jiang et al.,2014) , AChE 454 11
T RE AR Tk 6 G 5 S e NS X LIS A
I PLPE T BEA 5 (Hsu et al., 2008) o 7E4% /N
LR A B ORIEGREE AR LR S
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T W 55 A FLIE S A R o &R b M TR] ace S PRI
(1) 24~ i A HLBEPTPE A [8) 098 BLBE SIS A R )
EST i P A% M A7) (Hsu et al., 2011) . AChE F: A
TGP AR AT B HORE 2% HOR) A A% 1% (Shen
etal.,2012), FIHEER XA AT 2515 00 T
BB AChE ,JIESE T AChE ik H &2, AR
P RAE AR B IR THitk &, (HHFRA
RS F X B AR i BURR 19 B AR 7 2R (Ko et al.,
2015) , T fef FH s R RR 1 BE R SRR A R[] S
AR S 5 A ARG TP AT DG FE R A= P i
T35 N Rl RN At Py b oK ke BE PR ZH KPS 2
— A MERI NS

Sukhirun et al.(2011) M3 T Fd 2 Alpinia galan-
ga RZEC e BT i B2 It  CarE FI1 GST BRI
PE, & B CarE G PR 1 70% , 7T VLA ) AL 2%
J5eXf CarE 4L m] GEAE Sy B i6 T HL i —Fh A7 2%
WA WEBEH & LD, i & 5 2 R -5 W R — K Te
(triphenyl phosphate, TPP) | #f] #{ 3 T fi (piperonyl
butoxide, PBO) I T 4 —. 18 —. £, T (diethyl male-
ate, DEM ) L[] b PEAZ /NSl 1l 1, T AERE fh A6 i
V53 CarE F5 S VTG PRI N, BEJS 7E 24 h N T B R
Ji 1A | Hh i A B A H CarE e S MR I 1 B i, R
Tk B 2H 21 i 7 ) B4 21 (Wang et al.,2013)
2.2 JRHEE

JISE e 2 0% 4y L (BRIREAL Je 64~72 h) 1] AR
g Psoralea corylifolia i £5 FH F§ 1 i 55 (trypsin in-
hibitor, PCTI) . | & 22 & Mucuna pruriens Jifi 55 [ fiff
41 ] (trypsin inhibitor, MPTI) F1 JC £ ¥ Sapindus
mukorossi & [ B 7] (trypsin inhibitor, SMTI)
Al B EHEE EST (XM 029044934.1) #6357k, [A]
PCTI,MPTI A1 SMTI B JIx T+ RS bg A K H.
A AR FIF 0 (Samiksha et al.,2019a,b32020) . i
b KOG - BE 3L A 1 ) 77 (soybean bow-
man-birk inhibitor, SBBI) , JR 3L 4y 1 EST fie ) 52
B, (H R 5 Kb BRI E] 9 SEC EST W6 VB 5
F M X2 NS 7 A= A K b A — o i 7,
DAFIRTH Hh 28 1 0 o] 550 5 | A 1 102 384 1 (Kaur et
al.,2017) . JIVSEhe 2l de RS A R LA P 1) 55
(pea protease inhibitors, pea PI) i i ¥} 5 EST i
SR SBBIZE , R HWITE pea PLACI P EST (4 H]
A1 3 (Kaur & Sohal ,2013)

2 BB B W B RN SR A, TS
WA P EST 76 M £ B# I (Kaur & Rup, 2003 ; Rup et
al.,2006) . 1A W BEJE 2 Sauromatum guttatum ¥t 4

KAWL NS0 AR P9 1) EST 364, i A&
(Kaur et al., 2015) , fff % 4L R AR D& M
fitE 41 i1 591 (soybean trypsin inhibitor, SBTT) 4b il JIL 5%
W4 G FE AR LAY 25 5 (Kaur H et al., 2009 ; Kaur
etal.,2013) , X SLht 58 25 R W] EST 7E4 Qi o 2 55
LRI B Al eI AR & HEEH (Kaur et al., 2014)
75 2E Colocasia esculenta 52 £ AT 25 1 Z
EST &1, i 5 HAWEER 2R 45 RN ], R WA=
S =13 A1 NS R L S R S N = I ) e Y V)
PRI, S JHCAH I i 7 AN BT 4R T 2R 4 (Thakur et
al.,2013),

KUK Erythrina indica MK g &2 Arisaema curva-
tum BEHE R AL PRS0, [R5 F e A R b B —FF
PP BST i 4, #ED EST 761X 2 Fhse 48 K AT
rht F 3246 (Singh et al., 2008;2009) . 15 5 2
Arisaema intermedium | J& 7 5t Arisaema wallichia-
num F {77 2 Arisaema helleborifolium Wt 55 2% 1Y
Qb 3[R i i e JIN S 44 PN EST 6 4, IE &
F Ji 1 (Kaur M et al., 200652009) . 7F % H B 6 14
T H B B P AT o ) AR A R T VR AR G T
il 1, AT AR AR fif R A R b EST 19 1)
RE , Ay TS b i B A e A R A B L ) B
fili
2.3 i soER

FH (7] s H 7 ST MR BT L5 A i iy 28 %0 B AN
T, T HE 5 0 2R HUR) B BUR M 3 AT O (Magaiia et
al.,2007) , SALBRBTIE M R Ceace FEPRAZ , 5L
ACE TG PEREAR , 2 1% 2 1 A7 Wl f st R A1, 1 —
AU S S AU SR TN R 2 — . AR
M, TE UG  HEAARTR 1Y CeaE7 5 IR HAB XL
W H B ORI ] 5 A AU A RRIBTPEAR G
HIRAE . BRERASAY AChE 41, W] BEAEAE 5 —Fl EST
ML, anxd S hr i i 2 A BEPEPE Y CarE (Magadia et
al.,2008) o XJ Ehr i BT 25 S B0 SR X
IR SAE A | mUIE IR AN LR SR A R R A
—EAL B itk (Couso-Ferrer et al.,2011) . 7E =%
FEHBEDUE & R (DU PLBLEE & R e 12 3RS )
Hr i F EST 4114k 77 (esterase inhibitor, DEF) il T
BB = VA U IR EE P, HEI M v Vi 2 A = U
FEHBE R UME T RE 5 —Fh AR R EST A iYL A
K (Arouri et al.,2015) o /N [5]H X 3 76 S i Fof i
XA B AG IR UM E AR A 25 57, HMSRIG) =T 8%
FIRF R, EST 25 1 3% HOGHE 5024 s 10 o i
(Demant et al.,2019) . Hb i 520 1 2 A AChE 1
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Ccace2 J F 54 /N2 i CREABLRE 99% ) | T ORS SR S5
e (AHARLEE 97% ) 1) ace2 LR 25 ¥ AR TR] , PR b AR 14
B b AT REALAHBL (Elfekih et al.,2014) .

2.4 HEBIRIE

TR S S 0 2 S 2 v A B 15 SR /A
HiliERE (carboxyl/choline esterases, CCE) &K HLAG 74~
H5IREHE, [ CCE T #iE 2 5 2% dU g5 LA
B IR A AR (Li et al., 2007) , [H 5 26
HE PR AT R 55 RO SR S v ) SR L8 ) B A G (Pavli-
di et al.,2013), ZENE PN TR 5 , ARSI b
EST i M {2 25 T 5 s B8R BST BEXT T WE HLU DY kv 7
YEFIBL A B, 5 55 —Fh i 25 Bl PASO REAS )™ £
— A YTE AT AR Y, TR BG e B P e H AR R
A (Powell et al., 2011 ; Abbasi-Mojdehi et al.,
2019). JHHAE RS0 AChE HAT B L ACKE YT A
LR (Kakani et al.,2013) . D3Q 1 D5Q 28754
5 T AChE BHIEJS B MiR% , 7 AL T 2 W SEmE AR 1ok
L2 (glycophosphatidylinositol , GPT) % &2 ) i 22
AChE 43, 1fii AChE [ GP 4 iE %R KA B T4
o THRSCAE S i o A7 AL 2 % HUR A ot (Kakani et
al.,2011),

TEHUA HLEZE R HO) A T RO SR S 1Y) AChE
TR S & PO BT TR VI 24 5 2878 (Von-
tas et al.,2002) ., Kakani et al.(2008){E ace ¥p i T X
R I — PR I B R RS i 440 A3Q. A3Q SR
I R G AR R R 7 Y ace FER 5 A HLBESHUPEKE
% FHH 5 (Baskurt et al.,2011) . i FH 2R 45 H MLk
A RIS I AU SR S 8 AChE XA LB
A& H 7] Y BEURAE B S AR, (RIS ace A3Q AR SE7E,
FH ) it 243 et 9 DRy >R 1 i DR 3 45 P 7 el e A 2R 52
s AChE 7 A3 5 FLth 34 Bl A AR b itk S ar 56 1A
M 4& 4% (Vontas et al., 2001 ; Ffrench-Constant et al.,
2004 ; Kakani et al.,2014) , BiH B K& A B2 ff
AW 2 T 30E P2y TR &R AL K (Dogag et
al.,2015).

2.5 PERXHE

2T B TR AR A = U AG E 3 AR R
FIAL PR 1 h, Bk S SC i B- T8 B 15 1489 i (Yaqoob et
al.,2013) ,3X 5 Hsu et al.(2004) % BLHT S HLm 5 1
A /NS e rh B- TR TS SR I R b R A SR — 3k, R W
B-EREES 5 T % RS HGAPUENLE] o BRR SEhg
T 5 THUK Moringa oleifera il JHANM 0 F745 Cit-
rus limon S B2 , 23 b 240 H AChE 1 M, b
ARIHR A R S e ) P i e, BROR I A SR B v

W B B n B, PR, 53X 3 Fh R ARAE ) 7 i B
FHTHEIBER 2 1) ¥ E (Morsy et al., 2020) .
2.6 F=HRSCHR

TEPE IR SEMRT I  h s e i AN IR ST Ak
B SR P E RN 174 CarE, b g 7403 5 a-
esterase( CarE 1 85 24 il 40 ) HA AR i i IRl v
TLECAS Y Unigene 35140 B33k & f iy, 2~3 i 4
W CL797.contigl W) 5 5t 55, & W] Unigene 35140 1
CL797.contigl N RES 51 24 IR S X 48 255 2 Ik
AR A QI 8 A — S At A= R fE (L
etal.,2018). Li et al.(2019) ¢ P& = B 50 b A i 1A
HSE F 354 CarE, KES/E T 5B AHOCHY
CHor>t ,iz45 B 5 RIE Locusta migratoria M %
ARWE Shirakiacris shirakii 7' i CarE 2325 —2, 1
R ) A R AT LA R RS Rl A ok A=A R ™
Yy, It B B 28 ORI B & e 21/ T (Zhang
etal.,2014;Qiu et al.,2016).
2.7 KRINREEFFPRR K8

RIS S g v 4 0 1) 7 4 Fp ESTT (W] T2/, 43 51
J& EST-1.EST-2 .EST-3 #1 EST-4, 4 A dEF5 44 EST
[F) -6, R ABITCIE 1 , 4 O TE P e W S TS PRI
Ji% WA VG M T (Hasanuzzaman & Idris, 2014) , 1%
25 I 5 Hasanuzzaman (2003 ) X JIVSE # 19 45 ¢ i
FELGEI — B WMk SR S R0 AR T SR S e i S 1Y)
EST-1 3k % 20 3 48 44 [5) (Hasanuzzaman & Idris,
2012),
2.8 Hfthsoag

i ARAT T B 2 R BRRUR SC S
e R SR 8 S BST AH OC KL A iy i 98 40l (HAE
NCBI A R AHSC EST %

3 AEKS 2

GST J&— 2B 2 Fh SR JE A P ot (4n 2%
A AT R Z DI RE AR RE N 0% . # E GST
FE A AL AN TR 2 K 53R 328 SOk AR GST i
JF GST 14k KiiA GST (Enayati et al., 2005) . Jfi it
GST /M1 2 (FEAUFE delta Z05) 1 2R (FEMLH
omega .sigma . theta Fll zeta ZZJ7% ) FI I 25 (2N ep-
silon & % ) GST 3% [H & % (Ranson et al., 2001;
Enayati et al.,2005) . HA i GST A9 1 ZEFNTIT 2
SR G B TR A B a2 5 P R R
GST Hy—2F , &5 B BT 2Pk fe AH G 5805 , 7EXF
TP AR AR 255 N IR RS MR S )
() i 7 1 R rh i % T 24 ] (Bass et al., 2012) . BR
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I Z A0 A5 — 28 GST Lk A28 B L A F R 24
KRG — X4 2R 4325 GST. 7E NCBI 4 2 5
MR GST, e BUAR /INSI2 g | P ARORSS SR S g | TSI g
Hb TR S0 A5 AT 43 4 37 A (424138 S EST
(Calla et al.,2014) , -2 500 7 S 58500 53 0 A
43 /4~ Fl14 4~ EST (Meyers et al.,2016) , B+ > R 5¢
e FTBUABUR S 37 /N1 21 4~ EST; A & THE R
SR RORS SR S B 2 e S R AT AR K S
GST fHRAIE . C4A 2R R B GST Bk 5 fi
FEACUIA G, 40 I LimGSTd1 575 AEm i AR AH G
(Qin et al., 2014) , /)N 3% W Plutella xylostella 1
PxGST3 Fl PXGST4 it F 3 %o i il A1) 480 EL AT [
f# 15 PE (Sonoda et al., 2006 ; Sonoda & Lgaki,2010)
3.1 #F/NEhE

Shen et al. (2011) B YK 7E 4 /)N S g A Py 4 5 3]
484~ GST AHICHL A, Forp 14 /> G A 55 55 11 GST 3t
(JF970908~JF970921) . 2012 44k 45 42 1~ 5 1%
/NSRRI A HL R A 5 B9 GST (Hsu et al., 2012) .
2013 43545 174 GST(Hu et al., 2013) , 7E 1 7 % &
#] 8 4~ (Shen et al., 2013) , H:H' BdGSTe3 . BAGSTe9
H BAGSTd5 7v. T i3y 1 3% 35 , BAGSTe4 . BAGSTe6 .
BdGSTd6 Tl BAGSTz2 & g Wi 1A 75 % 315 , BdGSTe4
BdGSTe9 M1 BAGSTt1 15 B- 5 A Be A Bl 5 Fe ik Tt
1o, [RVRE S by A A B BB (9 4~ GST ik &= 7+
5 (Hu et al., 2013) . 2014 4E 75 I 105 14 % 22 31 11
18 4~ GST, H:iP A 6 13 GST (45 # LT & 52 1
(Yang et al.,2014)

P B HO6E AR ) I A B B 2 1% 2 B b GST
epsilon WK % (eGST) 2 % B EAEH . ATt , Hu
et al.(2013) W55 T 8 1> eGST 7EAE /INSZ 4T T Fi b
B B VE L & B BdGSTe2 . BAGSTe4 . BAGSTe9 %
eGST W 55k 323k , U HUE: BAGSTe9 O 9 iF W A [
LRI (Lu et al.,2016) . 5 BdGSTe9 I, BdG-
STe8-A AT HAZACU S Hi s, (H VI28A {7 55 548
J&i ) BdGSTe8-B 5 BdGSTd10 # [7] (Meng et al.,
2019) , Al 4 Z 5108 (Lu et al., 2020) . BdG-
STd10 5 BdCarE6 #11[F] , 7F T4 AKHR J&5 35 5
I, 5 7 AKHR G 3 A 75 il I DXL M 1 A /) S e o
T 17 A 1 1Y AU (Meng et al., 2019; Yang et al.,
2021). %4b,BdGSTdl .BdGSTd2 .BAGSTd5 F BdG-
STd7 7] R4 /NS g Xt B P A B3 A B R A O (X
££,2014) . WL EAFFEATH, GST 7EA% /N SE b X 1
PLORBEPUIE Ve TS5 2 | FE A /NS e 0 At 2R
AN R BT B R N AR A TR S B o

WA . 5 GST XK BR T A g #C T shal
RS 5 HAh A PHTE 3l , 61 W BAGSTel 1 BAGSTel0
25 TG/ Op S & F (5KI05HT, 2020) , BdorGS-
TO1 W] RE S A7 /NS AL I AH OC (A 2RI 45, 2012) .
3.2 JR=cHE

T M PCTI. MPTI F SMTI Ji5 7] i 35 45 i JI S
g 2 W% 4l de CBR BE 4k J5 64~72 h) GST (XM_
011185965.2) mRNA R ik & , g HEK A F
(Samiksha et al.,2019a,b;2020) . {H1"M SBBI .3
PO TR SE M GST 16k, X 5 2 A iAl M SBTI S #l
il GST ¥ M (W 78 45 2 — 2, 78 SBBI W] T4
GST 43 1 M EVE A% 5% (Kaur H et al.,2009;2017)
HUE pea PIAYJRSEMEL) UL B HALE K& & 1 10 35 4k
K, GST il M W B AIG, i — 2D BT X AT g & Pl T
PI T4 B s — AR, DA T 52 Ml 3 26 il 11 45 B
(Kaur & Sohal,2013) . i AR = M b 3 S8 g
414 48 h 5 GST W Tt (i RERA 3, &
A GST ] REAE XTSRS — 13 (R AC A FH b I R 22
(Sohal & Sharma,2011).

7 FH B0 4= U5k 4 2 1) ML TR S i i Al 2 10
GST I 1, i H & & (Kaur et al., 2015) . H4# F1
K B AR A PR SR 4l U GST 1 M i &
I, 0 3k A 2 Jod 2k A0 ] GST 1 4% T4 GST
5 B9 AN IEE Y 5 % B (Singh et al., 2008 ; Singh et
al.,2009) . i 5 5EHE ZR AL PRS0 I BE % A PRAST ]
LK, GSTIGVES A — & I 5) (Kaur et al.,2014) .

GST i PR AR BH i S il 38 5 2 5 8 IMRfE
B AR, 7R RS a4l AR AR R
AEAEH (Kaur et al.,2013) , iZ0F57 45 54 55 Singh et
al. (2006 ) F &2 S BE4E 2 A 3N SE e 4 S GST i
PEFHE S5 S I, vT REAY B R GST vl REXT Bl &
S 4l Ak 1) 5 4 AR A — 2 /B H (Singh et
al.,2006) . 5 HAEESRE R AEFARIE] , CEA L3 TS
iS5 GST I M2 i 4 i, i — 0 3R W] CEA 52 %)
HOEH AR RE, RIS A R VR R S0 A i
LA R S0 (Thakur et al.,2013) o 25 [ il 1 551
FBELR AR B 20k GST & P 28 , itk
— LB S i B AR I AR D GST 9/ F 25 2
WA
3.3 Hftiscig

|8 SR EZE S S SRR VA R O T R o]
3FPAHFIA AL B 1 b5, SRR A = A A
Fi b # GST 6P . 3 v T X B B0 LR B GST i
PR TG B AR Ak, 3R WX S g 5 R AR B v A G
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(Yaqoob et al., 2013 ) . 7 JH BG5S i v 55 7 3
43 4~ GST %A, 50% LA 5L & T delta #11 epsilon
WG N5 , R AT i 5 AR A B A A DG (Pavlidi et
al.,2013) o W& HLPA [k 4] My AR 2R S i J5 GST .
EST i P34 il 2 i, X SE AR AT g 5 P450 & 44 [F]
FERAE R, 1 5 e RSOAYE S S i XoF [ s 2% L ) £ 2
i€ J1 (Powell et al., 2011; Abbasi-Mojdehi et al.,
2019) . FEFEZIRSCMRHTIG T s e N A A
AL T % E R 22 GST, A48 GST A 4HE U &
P, EEAEL) HORE h 2638, I RB S X R L kA
R P05 A 6 (Li et al., 2018) . B2 4R 520
RN ) 18 4~ GST 5 ZFp HoAh A=) GST R 21—
T, R RE L ZITIRE (Li et al., 2019) . 7EHE
RS P E B T 274 GST, Hoh B/ 3L K nl g
SiZ W E A K, SPUi M A fr it — 2
248 (Wang et al.,2016) . 7EHIAE KSR & B
W B alifk 2 24~ GST ££7, Michaelis-Menten
Bl 1270 45 S R B S K e B 5 e i b
77, HEM A ] GST MR 2218 1 7T B T 3 41 HUR Ak
H ] (Chen et al.,2012) . NCBI H it 3% % b v g 52
R BORBCR Sy | B 25 SRS SESe Sl T RS
B 1Y) GST AHOC KL R 430 38.21.37 .43 F1 44>, i
TR DL DG T 30 6 5 PR 25 ) TN D) B A AR AR DG
4 ABCHIZEH
ABC B 1T DIoKs — BE N 75 20 fift 75 B 16 1 1) A R
P B T R R RSN, e tE B R R S
B i Y BR800 fidt 2 e T A8 1 1) B R HE 1 At
filt ABC ANMBETE 259 LA 8 g 2 AL b A
Al AE B HCAR S ke ) R A T A A Rl A
A B3 (Dermauw & Van,2014) . ABCIE % 7N
A~H 3 8 AN E ZR 5, A6 1 i 3 4 Fn i 4 rh kB
ABCH W5 Ji% , Hoh A b A Hox 7 4 W K
(Dean et al., 2001 ; Dean & Annilo,2005) . Xf SCHERL
ABC WS L £ , #E NCBI 4% & ABC transpoter,
SEA R SCTHIR AT , & A/ NS A 12 251,
THIRSORS SR S0 g | JTCS g | b v Vg ST 20 Sl 29 .33 11
27/~ (Calla et al.,2014) , 25 JEHE 52 0 FNSE L2 ME 43
S 254 F1 181~ (Meyers et al.,2016) , B+ 22 Jaz
WG BRHUR S 16 1 F1 7 4. BARAE X B3
FO 3T AELRAR B s ABC JE DR BT ST A% 2R 58
A HirP Sl ABC 3K XP_ 004531656 1R 1] BE
518 K&\ Nilaparvata lugens NIABCG MV Z R HE K —
FES 5 it 25 10 (Zha et al., 2015) , M v i 5208

white(Q17320) 25 15 BB AR Mayetiola destructor
1 white £ 12500, R ] B2 5 ABC 4ih4 (Shukle et
al.,2008) . ItAh, JNSLHE white (AAN38825) 5 R+
22 Al ABC(AACG61893) 45 1 P il S white
(AF318275) % 1 (Zhou et al.,2009) , &+ 2% B 5008
scarlet (AAO65145) & 1 5 G WL W scarlet
(AAF49455) 25 [ 773 il R 3] — 2 , 3R Wi SL FL AR
Al e K45 E AL T BE (Zwiebel et al., 1995 ; Shukle
et al.,2008) .
4.1 #F/hLhg

Yang et al. (2014) 7E47 /I 52 08 A 5 1 o 26 7
29T FERY ABC A, 2018 4E B HN 3 47 4 (Xiao et
al.,2018) . Xiao et al.(2018)i\ N BdABCEI 7] fit%:
550 /I S i T BT 4 TR 2 R R R S A R R A
BdABCG 1 W g St/ INSE M X P 4k PR 2% Sh Pl )
FRIGEAE e 5 T T4k BdABCB7 J5 s/ INSE i %o By s i
BEMBUSERS I T, BT IRM& Ry SRk, 5
DmMDRG65 (Jd 75 5N 57 ) [R5, A itk BdABCB7 1l
A AES 5 NN R P 5 . BdABCHI F1 BAABCH3 %4
AR AL BR 2 TR 7 X B3 R 5 7K P O,
H BAABCHI Ve Kb HIJS 83 eIk, 1 PR SR
DmCG33970 Y3 Ab#J5 |8 2 2 5 AH 3T ; BIABCH?2
ZER PR ST , FTRE SR U AE 1Y A BRI AR (Qin et al.,
2005; He et al., 2021) . X4 /NsE g ABC 85T H
RUATHAL TS 25 B, WP 5L PR 2 S5 4R 2 s 5] B L
BRI eSS A R AR
4.2 Hfhxchs

Pavlidi et al. (2013 ) 7y #OHE SR S50 1 455 3]
T 184 ABC, ZJ5 JF AN HE A TIR ARSY . Epis et
al.(2014) Fl Yang et al. (2014 ) 7£ 7% 2 4R S g g 5 1A
H % TE 2 26 1> ABC,L, 50% VA )& T A B I C K ik,
T A S H s 3 A4 35 PR 50 2 Bk i BH 5 i 2 A
Koo LR SIMRIX e ABC KL PR 2 75 70 v H A
SRV R EE A ik — AL WF 5 (Li et al.,
2019) . R 4R 4 B2 A5 B 5 8 49 S IS i
ABC, HFEANA K & B Be AL o] e ik K A7AE 2
S LB AR T 2R | S-S T 0 M ke Ak B
ZcABCB7 M1 ZcABCC2 F1k i35 1 £ -4 F 46 18
V553 24 h 5§ W5 14 N ZcABCBI . ZcABCBG . ZcAB-
CB7.ZcABCC2 ., ZcABCC3 . ZcABCC4 . ZcABCCS5 F
ZcABCC7 57535 (Xu et al., 2021) , B 78 3 B0 5L K 2
5T #0008 NCBI g Si 19 b v g 520 | BN
P N R M R W T S R
ABC B3 92 27716 18 FI 554, it R WL ¢
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AR XL ABC IR BT -
5 BEESRE

ZE L, Ok R 22 S 2% B A R A I A
B A IAIT S, I e X A7 /N S i i e 4 Rl 22 PR g F
GEECR R AN AT, 22 PR R 9 702 7 5 E I ]
iz mBr it oe . BT, X R BB A DG B A
BEACIH R RIS (4540 S D ae 5ot B e 5ok
W R T SRR 8k Spodoptera exigua i) CYP9A186
BN T 32 HO AT 4 TR 2R A R (Zuo et al.,2021)
CYP321A48 535 SLWL S04 T MR 46 TR e 1k AR
K I BT PEAL LS 2 4R 56 2% 1 [ B (Hu et
al.,2021) . ¥} T Bemisia tabaci W 22 33 R 1% 1L &
1 1 ¥ (mitogen-activated protein kinase, MARK) {5
Sl 2 5 3 CYP6CMI X MRS A% HURI ik
HL#IH (Yang et al.,2020) . #F& CYPGAE J& X AR
W R 25 R 7 T B RAEXTHE 1k 2
J T HUF) ) i 55 PR 2] B 84 (Wang et al.,
2018) . TEMHEL R Manduca sexta T ABCC #5154k
HZ 5 T i B 20 24500 (0 T 24 R0 25 2o 7% (Koe-
nig et al.,2015) . MBI HRIEH) GSTes5 F1 GSTe6 5Hix
HOXT % T R UM A O (Sun et al., 20115 Qiu et al.,
2013) o XEEWFFTELE RN P — L RSB R S R
A fiRE A R I g MWL A T 2%
SRIT, HFRE T 5 R Sl 2 e 2 A DG R A
2 AR S AL 45 D7 T A 5T o ie 2 B 2
TREESEIEANE . R T Sy S 3 U Sk fb 2
BB RIS S HOR PRI L P 25 P9 5 T =5
FERATFRLLF 2078 TAE: (D3 RS
HOO R AT S BEPUESEAE R AT
¢, WA DT 24P A Jre 1 T [ g B2 A 5 (2) TS
PRPT AT HEAROCIE R RIS, TR FLE5 /) AT fg 5 (3) 4
TP TR 0 A A AL Bast AR AIL] ; (4) R
PRI G i AR A T R HRORE A AT st 3 R R
N AR Z 5 (5) B & F RNA T4 5958 B A Wk 2
AR =BT A AR PR HIA R
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