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Research progress and prospects on the invasion of fall armyworm

(Spodoptera frugiperda) in China over the past seven years
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Abstract: The fall armyworm, Spodoptera frugiperda, is a globally important invasive agricultural pest and
has been listed as a "Category 1 Crop Diseases and Pest" in China. Since its first detection in China in
December 2018, the pest has rapidly spread across major agricultural production regions, posing a severe
threat to the secure production of key crops such as maize. This review provides a systematic overview of
the current research status of S. frugiperda in China, and comprehensively summarizes key advances made
over the past seven years, including biotype dynamics, ecological adaptation, invasion mechanisms,
resistance evolution, and integrated pest management technologies. In addition, we discuss the existing
limitations of current research and outline future research directions, while proposing evidence-based
strategies for scientific governance and precision control based on recent advances. This work aims to
provide both theoretical foundations and practical guidance for the long-term management and sustainable
control of S. frugiperda in China, and also to contribute valuable insights to the study and management of

invasive pests worldwide.
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5% % Wk Spodoptera frugiperda (J.E. Smith,
1797) B S YN (4 AR5 R ARy i X, HLAT 3
FAEHET . BFEAGT AR R PR PR A Ry
R, WG AR HZ (FAO) 31k 4 Bk AU (1)
N A = (Augusto et al., 2010;
Westhrook et al., 2016). 20164F 1 H 07 7% 1 1
UCTE AR P KA U PG S b DX Bl A B, 7 Bl s 1 7 4
I ] A TR A 12 B0 LA R 1 44 4 [ R A X
AR EE W E K, IF T 2020 4F 91 A =7 K E D
(Goergen et al., 2016; 2020;
Nguyen et al., 2021). 202142 H, TEPGEE A AR
FHE & 1 ORI B A AR, IR A R
BN 1 1 A o AR, R AR SR T
BT 2020 4F 3 H IR B A HE S OS8R XA (Vives
and Gaston, 2020; Balagko et al., 2025). H %
BT 2018 4F 12 A H IR AR 23K = & 3
i, WAREY s 2 E 20~ (T, X)), HE
IR ] K A EE ERAE Y e (2R,
2019a; XUZANAF, 20195 5K#5F, 2019a; Sun et al.,
2021) . 20204F9 A ix A AFKE (—ZRAEY)
R HUE A ), R TR E e A A B R T
Fol, HR M B IARNERRE ST R LSS IR
E T RN S B 5 (RALWT, 20205 Wu et al.,
2021; Yanget al., 2021; Zhouet al., 2021),

B SR B T A B, TR
J&T 76 FHRY 353 Fh Ay EAEY, XS ARABHEY) A
EELERTALO T SR e (Augusto et al., 2010; Débora et al.,
2018) . AARILE LK, HAsFEERRLEY K,
PREZEEHEERS, BV R R, HiE, 54
FHRZRATEY, JEBWT 0 2 | R R
FEME (REASE, 2019; P, 20205 L
ek, 2020) . FHL O MOE BA ORIVIE S H
FERET, U] B s RO TIE S 2 K
FREIE R, R ATHE A A AR ER BT
O HL, Oy R R R ORI A BRI T O AR
(Westbrook et al., 2016; Geetal., 2021; Chen et al.,
2022); R STARMEAHAE S . HRESHL R
¥, TEIEE R T G e 2 A, S
FRSH FESCRVITERY, R STk
i) 38 73 A5 09 3 S W) A . 2R J7 B HL Mythimna

Nagoshi et al.,

separata . Fi % B Helicoverpa armigera F1 & 3% 7 ik
Spodoptera exigua =5 ) H 2507 55 G F B0 H B B 1Y
e EEEEESE, 2023; B3RS, 2024;
SR TAE, 2024) 0 AN, FEHLBTROMER LA 2h
95 = 4 ZF KT W Bacillus thuringiensis (Bt) 2%
JEBL sk ZU R PL e HEALRE ), SRR AL,
A A 5 i 2 AR AR DG B BE R R IGAFAE B B 5k
(Liu et al., 2019; Xiao et al., 2020; Zhang et al.,
2020; Gui et al., 2022) . % EEHFEXT R4 57 0 0
IR T R T B R AR

BT 3 B0 M e R A A A 7 Y
UM, DA TR BRI TR AR 9T 3 ik B 4%
5T MRUAS 1) S R R G O, AR SR 2 i
3 ) 55 4t BRI ST B AT RGER B,
RHAEZSE N AE L AR B b i 45 By 12 SR 25 07
T F R, JF X H RTRF SRS AFE AN 2 LA S
SEWTFETT AT TRE, B AR N L ST R Y R]
FrEe Py R IS U, JF S FR IR B0 AR AR
FHRH R E BB A R

I NEXRENEMTRBEDR R

L1 NEFEEH & W EUFE

T 1, ol 5 B AT 4y KRS (Rice
strain) 1 E KT (Corn strain) 2PWEE, —HIE
BB RRPE . AEARAE . MO AT . PRAMMER M
DA 2H A A A5 5 T A AR & 22 5+ (Dumas et al.,
2015; Comte et al., 2025; Tessnow et al., 2025) .
KRBT, Wbk BAE . BT
PR s, EORAIEREHFEK . m% . HREmMm
FRAE . PIFRAE W RO AR, (H AT 3 i 2 s 14 20
i (5 3R 4R AL i I B
COI) HE R T 7 G (0 14 1) B8 12 3 128 5 A4
(Triose phosphate isomerase, Tpi) & #1751 %
i€ (Acharya et al., 2021; Nayyar et al., 2021) .
BT ER A, TEE" 8 X 7 FhRiCRE 18
DX A3 AN IR R, S PR D 5 7 AR ) D 4 O
ANEJE—F (Murta et al., 2015). 3&F COIFRid
MBI R, 249 20% 1Y 7K A L 5 R AU A 44K L IR

(Cytochrome oxidase I ,
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FORHMERE L, 1024 5% B T K 750 35 DR AL I L 7R 44
R AR b X SR, TR AR A Y
R JF AN 68 5F 4 T H 1 A ) CHEME (Nagoshi,
2010),

TEANAZHE, RO SR A R R A T SRR
Ak, syt R, ARIRE 05 0T
WA, TR WK SR (BA) 5%
KGR (AA) WS miIE iy (k& 55,
2019a; 2019b). FERWIEfLE R, FOKAIRZ I
DR 4 28 7 o 9 2 S, TB R L T oK B A% 3 R 21
R ISR . XA R A 5RO R —,
{EAR B T KRG R AN T K R ZR A R A Z 251 (Zhang
etal., 2023). EFBESEIE K MARIK EFHEE A
TE AR AR e ) B9 %8 L R (Tpi-ZS)  (Liang et al.,
2024) . HTHT COIF Tpi hric &) iz H T JE R AL 4L
SE R R EESh AT, A BFP 2 TAR 045 B A7 7 [
BIRBRYE: corbrich TLRBARILNYA, BAR
WERRE, (U WAL AL s Tpi bric v 4% 5k
KM Z gk b, SEMEE (ZW) {UdkRIFER
IR Tpi SR, MBI 5t R, AR5 —
FRic B DL e 3 i R MR AR B 15 %, B2
19 A ) B M e SRR B T TR A A AR
5to Liang 553 2 X7 5 A P AT b 50 7% A AR 1)
Tpi FE AT KT, B0k 8 /o (1
A TRAS S5, X Be A o5 ] FF X 40 7R 2 BR
MDA R (Liang et al., 2024) .

1.2 £YMBHARRNEN T

TE 0l B A= R B B, B AR A
T B A P 7R 2 T A B 9T A, AR ) AR AR
14 it A 55 08 5 W R 97 48 1Y) B R DDA G .
FEASEAE PR 5 2 AR Xk, FAE A cor
Gy FFRic BAFFEE 7R T KRR 78R o K 78 DR AR £
TEAE, HKRERL COTHED 738 5 16 K 250X 0 H 3
WK 7 (Nagoshi et al., 2022)., [ 20194 AR
KEVE, #4455 T LRk cor s Finid
(2019-2021, 2023) WyHERGIBEWN, &MU
WA AAZ R ) R AR ARG A7 R A XY “IK s
U i B AL (598%) , Bl E AW AR,
T TR EORAL” HBEE BT (B (A
A AF 9 H2 BT 366 A5 ) MR 4 2 00 )l 3. 57 1) 6 L 5
KT WA RIEM A E R 5, RIMARIEN
F14) B b 5 0 [ A EL A AR A2 A 35 (Li et al.

2024a; Zhanget al., 2025a).
2 EET RIS

2.1 R

1l B M 1) B E R T 32 B BRAR A L R
e Ag] 8 AR G0 R0 B R A 2 A IR 2R 1 255
o FRIE 22 F B AR FORE 0 BRI R T R
GerkoE . FTEOCIGE T T, LuoSF (2025) HF5E
RILCAA TR IG5 5% . Py BT K R R
PR KRR, WEESTRESOLAA,; v
(2025) WF5E & BAAE R BT 00k ATl R, JEE
MR 2F RAT e Y BEAE R (B AT X iR
g, G HE I LA A B g s A
FEH, WudE (2025) BFST & B0 S MEAEPE B R 1:1
Fish R b, % 7R R AR 1) 8 A KA ) 5 1A R B
Herm, PRI Ty s I HL R i oy 4 65 o
P Qi 175 25 3% B0 AN B B0 2 8, SR W M SR s
Al RE LA AT I B AR O . B R A NP I
Yang 55 (2025) W5 R, AR AK LG Y5
HOR 58 SR RATRE A B, Horp R
F14) i H BRI e v, ELRE DR 7 O e e B I
V55 (2020) 38 & N bR AE LR SR SR B AR
FlORE S v Y BE B RE 7, OF XY B ME B BR &= AE
1 000K 247, Hp SRR a7 d B 7= B0 o o 4
DP9 68.1%, e H P2 BR i AT 3k 229.3 Ki/3k .
22 REER MY

B TR — R MR R R, sz
BIE, HXMRREUE, 76 E A7 KER 55 b X
ANBEMUR] L 48 (FRHESE, 2020) . Ml BT kAN [
KB BRI B S, RIS
B EN RN SE VKOS e A, WA BOR 2, A A
Tk VA 01 A O] B o 49 K S A T v B e (K
BAE, 2019) o LML BT A ELA — 7 A T AR IR B
71, H#EZ10 d AR T 10 CHEE Al 4 4>
BT A EEAE ) 2020) . FHE 5T ik 7E TR B
W3 BAAERK, EFEZEHX (XEX) T
28°NUIR I =/« AR SGEAREG BE L IX, X 46 X Il
1 AR E4EFAE 10°CLL E, P AR ar %
B BA XA T 28°~31 N ZfH), Xf R 1] F 34
FE 6~10°CHYad JEHF ; M7E 6 CAFIRZE DAL i X ] G
P (RS, 2021), WS H
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Fig. 1 Dynamics in the field distribution of fall armyworm biotypes from 2019 to 2023

LREFTR EORAL . IR TR N2 P B R R

R S5 P T 4 o &5 GS (2019) 1827 S krifEHLIE I /E, JIEEIJCIEM . Note: Data for 2019-2021 were sourced from

Li et al. (2024a), yellow represented the rice strain, and green represented the corn strain in the pie chart. This map was based on the

standard map with the review number GS (2019) 1827 downloaded from the Standard Map Service website of the National Bureau of

Surveying and Mapping Geographic Information. The base map had not been modified.

IRZAE T BT RE Wt & B, B b 5 1 Mk e B A 6~
10°CYE FBl N BE LA 5 5 41 HURTER (9 T 285 58 il 4, L
A7 30 R 5 IR R L (e A& B B B E A OG, (H
R BE AR T 6°C B A E DU ME DL 4R HF (5K 55
2025) o X B N AR DO TR HAE TR E Y
T A A R —— 2 A B L M X R A
B, BRI T D AL, X 2R X
R AR A 7 s ™ M o
23 EPFHFERTKEE@ITH

Bl B 0k R TR T R R, B
SPGB B G K BB 1 (Wolf et al., 1986
Westbrook et al., 2019), F.I%A 58I ) OF 7 K& A —

TP EAE (Geetal., 2021). 7Tk E AHR 4
ﬂ@%%ﬁg,aﬁﬂwﬂﬁﬁmﬂﬂ%mz%
% R AR Ba (57 BB AF, 20205 2% KA

2021) . HARAEE T CFHRGE BRI B 5E
BHEAC AT, MMISE MRS & e E (£ E
YL, 2019b; HALWT, 2020). HEAT, Hibdk
e 7 S YN AR 35l X B T 245 MR AR A R A SR T
B —R “dbiEm R, AR kAR EER
W EH (Zhou et al., 2021), BFFEHEM, BT
I 76 TR [ A I QISR PT A3 7R | DY 2% R BB 4k
RELRFETRE, ERMEE, 2341 00IT

&, AlfE 6 HARIREHER X, 7 A B AR
DX PHRNGG Taif, Zxm. Wi, HwK ., Bk

PO, mABGATEMNS S (FRIFESE, 20205
Lietal., 2020; RBKHESE, 2022), ZREFFUH

IR [ B SR R BT AR SR G 3 B
KA IWKHAEIL T SRR, Hh2-4 A F8E kK
TR HIX, 4 A FAIES A A R T ALK
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LR HIIX (25°~30°N); 5-6 H FE R AEFEKIT
DI ibIX, 6 HiE AVTHE ., BfEMLIX (30°~35°N);
7-8 H BT RAAEVLUE . BfEMIX, 8 H L a)gk
SRAbiEE 35N Db HbIX (ZEEEEFS, 2023), 7EH
B T H T WX E )G, — A ek )
BEZ TR : BT ATES | B FIRELE) A A 25
BN, BERRARE AT G S I AR IE b 7
)47 R 2 iR 28 3K — (A RY OC A . Chen 58 AR T H
TR0 R HURAT RIS, il = N RIS S 4R
PN 2500 BT R AT AT . ST
TESC, X B AR IR E T CEF A, AT
AR, R H A AR T 1 1
T ROE MV RRIE o H BT R AR AR 2 R I AL
] RAT, BRI PURg , i ZE R R 4
— B RAT T, 3K A A R T A AR I XS
BN ARIE K HFFEI & B A T ik K
(W RO R e e o i B R AR L L8
(Chen et al., 2023). 765 —WHFFH, Chen %A
I QAT BB 22 490 ) 1) 2 b £ 78 kA L 1Y) R AT RE
JIHEAT T, A5 RN RATRE ) 225 55
=, Hodh 589% iy F B B i i K . A
FEM B T HAE W BT R SRR AR IR AT
HM13.1°C, Mt R B O ROk ) AT A
S EPE KT RALH AR T EZ ARk (Chen
etal., 2022),

3 BERAZSNERELF

3.1 EFAMRHE

H b SR i AR TR E LUK, [ N R AT BA
CAgEE A T =ERNAHIE (F£1).
Zhang 35 N\ 5216 35 B 1l BT 00 M T 28 RIME AT T
PacBio Il Hi—C I /7 2026, ARAG T G (0 R 9% g Joit ot
FER, FEH4 K/ A 390.38 Mb (Zhang et al.,
2020) o %L BEMUBIEE T FE T k—mer TR FE 43 11 43 AT
519 395 Mb, #7531 22 260 4~ 2 1 4 i HE A
BUSCO 5¢ % i 75 98.4%, 35 % =X 40 i A 2 45
(396 +3) MbAH£F (Gouin et al., 2017). Gui
G NFIH StLFR 5 Hi-C 8 AR 58 3 T — S M 1 5 it
TR IR Y AR S A 2l 3, R KR/ A
54242 Mb (Liu et al., 2019; Gui et al., 2022) .
AL, Xiao %5 A KL T PacBio Ml Hi-CH A, *fF H

WL AR PH A b, £ 30 M E B A A Y, BRAS T
K/NH 486 Mb 1Y e (o ARG HE R 20, Tok o 58 B4 11 Z
Peta Rk Ko W E K (Xiao et al., 2020). HIR
T, B R M TR 2 B Y L RS — R, HER—
Z: 7 BTN AH M L 4 T S e b st A 2 AR R .
TR AT B b 5T R 3 A AL, Huang 55 A SE
P AR AT E SRR T 137 AR R A B 4
Dy E 4, R 2 AL 5 2 38 Dy vk p gl T i
PIZH I EAT 10, o i 00 500 e A 3132
SR, orb T EERAETE/ B R A S (PAV) A
i (Huang et al., 2025),
32 ETERAZEMNEIEMLH

DN PRI ZH 2 R £ ot T s 5 3 0 ) AR AL
AR THIMT H = (SE) 5 ARMFHEZ
(] 1) e PR 2 2 o P AARRE PRI A IR 5, b B A
WA IR TR . H AR ESAR AR “# kR
FEASEM o A FPRETE D #0252 kA5
B, SECHLEE A A R T SRR A
e (Wang et al., 2024) . X2 AR FREEA(L SR
IR R A SR A R, S B DX P A R
BARMARE, (R T HAE ARG IR AL . 1t
bb, Zhang#F (2023) WEERM, ARiERIFARR
WA, MR R 2GR S Y PR A 2[R
IRETI . AT, XA 2SI BT
VZRAE, e AR U M 57 M A R R B Y
FEFH 5 PR YL

AL SE YN AR M S AR . AR AR R
LR NS R SrS R S AN Y
REAED H AR T OZ i ALt — 5 U2 b R T
KR N H 2 A8 B A AE 3 25 S M i A Ac B .
2% AAR IR A PR 3 1 A DG L PR Y 23
RIS IRSE A L | e RE A R K RE A
AH G %) B BRI SSCTE A R A A Ao o 34 52 31 0 )
VEHE, X EESLAI TN RE S R AU AR BB v s A
Jiv it ) YRR 3 W A R B R i AR OG . (EAR TR
S, B BT AR A SE N AR AR I B i B 2
I3 T 3 W AR ALY, SR B 20 2 AL
AU B REEBR, EOR I 5 1 AR B IR
T J5 AR DM ) S 90 sk i i Bt v, HAE I 235
PESCH B 0] T o 3 A B e S R B0 1k
AT DL o A5 R A% O 5 DR DA 1) 22 25 S A, Ohy B Xof
G SR TR AL 1 (Wang et al., 2024).
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Table 1 Comparison of published genomic information for Spodoptera frugiperda

R BEMARHMELRERARFRN LR

B SS Accession number

WUTJ01000000 (NCBI)

WMCG01000000 (NCBI)

CNP0000513 (CNSA)

5 25 25 52 R Sequence assembly technology PacBio + Hi—C PacBio + Hi-C stLFR + Hi-C
HHEA K/ (Mb) Genome size 390.38 486 542.42
i # Karyotype 30+7Z 30+Z+W 30+7
Contig 0 Contig number 776 618 29 584
Scaffold # Scaffold number - 93 31+21 809
K scaffold (Mb) The longest scaffold 21.9 - -
Contig N50 (kb) 5606.9 1130 91.97
Scaffold N50 (Mb) 12.9 16.3 14.16
BUSCO 5¢#% (%) BUSCO Completeness 98.4 93.1 95

GC & (%) GC content 36.4 36.4 36.52
BER I (%) Repeat content 272 28 28.24

F R #i Gene number 22260 22 623 22201

Note: WUTJ01000000(Zhang et al., 2020); WMCG01000000 (Xiao et al., 2020); CNPO000513 (Liu et al., 2019; Gui et al., 2022).

b O Mk A AR Ml 1 4B A% 58 7R AT L A
h—FhEERR A AL HB LA R R “E K
LU TTES ¥ A% N SvS EEW NEITE N 3= e 5 i R 1
“OKFERL” BYHRME (Zhang et al., 2023), LiZ%F it
KATHEY . BERSE AL RN B sk 2 5 £
D7 T B 7 BT 24 28 2 S5 W P AR R AR A AL, &
I FAW-mR (AR KB R R R AE ) SR BT
PRB PR B AT % | AL Y S A8 R s Y R AR gy
K, AT LA B 5 ) E B R A K T, I T
HXE BB ARS8 1 FAW-mC (RLK
FEF R R AR A R AIE ) DK B 22 8 o 43 T 45 A R AR
BE, RO PR AR SRR T 0 B ) (Li
et al., 2024a), X—MWFRIER T AFLRAREY)
RITEIE RS A0 B0 0 THMERS, w1
ZeAS P ERE L oy TR . S5 UME . 2 EME
67 A, BT R AR Y B £E el A,
B BRI AE AR Y B B, G 2 AR i
PR 22 5P KT 5 5 1] 6 365 IO P e PR ) 0L SR s
Ty S BT X T R A ) PR N A T I T ) BE
PR, B A 25 e nk Ak XA w2 A . BR
et I A5 S T RESL I W IE M BE RS, AT 5R B
BIEmAEE R EAFRE . SUEEE, R TR
1 BB A2 MR 45 A 7] 1) PR B8 AR Ak 2 25 0 1 BRI 2 A8
AP CBERR-Z AR PRI, AL T

ST TN ST ES S INEIE e s T
4 BRI RERE

4.1 FHELZERARIENF

T b O A MO % U A BT T A e G A
P e 2 A1 P R I 1 7S H ) s B oA S B
(RHEAFE, 2019). EREEERE AR KRE LK
HT 40 M {5 & P450 (CY [A] chrome P450,
CYP450) . ¥ Bt H Bk S-% % B  (Glutathione S-
transferase, GST) . 7K i J 45 8 22 G v il L [R]
ARG (Yuetal., 2004) . {5401 P450 A 56 3L K
CYP321A7 WHF 2L 358 5 30 T 5 1l B 10 6T i3 2%
SURE S (Lietal., 2024b); —8E P450
LRI 4n CYP6B50 F1 CYP321A8 B ¥ 3iF 1A 2 5 % A
AR FEPCHEMLE R 55922 LPiPE (Chen et al.
2024; Guo et al., 2025). 7 —HF5% 3 H & M 57 %
e Xef Y 40 HR T JE 1 B 5 FL A0 L €5 2% P4SO R e
H K S-F R A L 1 Rk K (Yang et al.,
2025) . F 5 AR R P BAGE 1K RGH o1k 1 4 i
K P450 5L M 7% 5 HL 77 A W3 N R 1 DA B R U
Fobk pEAT I, R I CYP9A J DR 45 AT LUAR 5wk i
T LR BAEY GG Y LA AR 3G Tg . BT 4E
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P2 NS R B3R (Shier al., 2023). IEAP,
O DT MR Y e S BEH K S RS (SFGSTe9)
T A A B N B S TR N B R O BEVE
SFGSTe9 1] HE 3 13 25 A A1 b 25 HL | 2 5 2% AR
I, DT L e A X R R SRS TR L AR
AR E A EEMBRAEM BT (Xuet al., 2025),

TEAAR T [ 224 Hi [X 1) 55 M 5% 9 g R e o
W3k A7 7E S A ALBESS . B R R S AR 1 4
fi 2 2% BB M A O B B AR JE PR A 28 AR . R
FISEARNL S T R, ZBEIHmRAESEE (AChE)
K 7E A201S. G227A F1 F290V 37 i ¥4 77 76 i 1 %%
Ag, Hod F290V AR L4 A o E (SR A,
2020; Zhang et al., 2020; Wang et al., 2022;
Zenget al., 2025a). TREHGEEZIA (RyR) HH
T 14734M F1 14790M {7 o5 A4S I I A1 % 1) 4= 5 58
A MTHET A8 E (VGSC) L Atk 248
UL, AAE T9291 A1 L1014F i s5 W &% BG4 R
ZZA% (Guan et al., 2020; FIPFE, 2022; /S
B, 2023). BREFIRALAS, Cai s (2024)
(B 9830 & B T 5 1B AL AR S o5, nREEA
B YIEE . 724 T HLE 2 M, Zheng %
(2024) 3# 3 53 X 42 A1 AE ) 2 300 53 B 4B R
Ace—1 JE K19 A201S Z8 288 12 5| A 22 28 IR 1) 72 FE 4
ST R, T F290V 28 AR D) A i AR g 1
OEER, WER R T A ALEE RN a5 B R R 2
AP, SunE (2023) K M 5 Mk
i 2 e H K S #5 B i GSTD1 A1 3 5 UK H [ i it
BRI, AR il SR G 32 3R 1 4 v e D T
5 DAGE AR 25 W30 B9 4y AL . e Ah, Lu 4
(2024) FEFA A IHT, RGYEE T R DT
TR A 17 8 b AN [ A FHAIL il 3% He 7)ok A b S R] 75
SO MR EEBGSE R, IR0 BE A O B 7 il
A, S5 2R RRMmE AR, b
TF 0 B9 2% H T B A R ) G A B 4 SR s AR T
EECIUE SN SR R
42 MAREFAFE (B) BHENH

B b 5 R X 22 b B B R AR
BB UK . 2300 5 s R s,
[ B & 19 Bi—Cry 1 Ab £ K Fll Bi—(Cry1Ab+Vip3Aa)
T K B Ml 5T R IR R B R A B PR,
WA 3R 3k T R EE 2R R 1 B IR R OR B IR ROR
WERTHR -FEAMM (KPR,
2019) o 1 A X 22 AR AN ) A 2 IXRPRE I 9E

WESE, CrylF Ml Cryl Ab 8 (X 45 H ] Fl i 35 oA
B E ARG TE, H Cry LF 2 1A B A RO 0 S A
(TRIFIE4E, 2022), A ZWiRTFRIE 8 44 T R A 11
Ml TP b AR A I 2 B, r A 3R R R X
Vip3A. CrylF. CrylAb fl Cry2Ab Y8, AA M
PP ERA (8 E W, 2023) . Guan 5
(2023) Xf rfv IR 1 S A A s U 2 BT, ) e
REXT CrylFa F1 Vip3Aa %5 Be 25 2 415 4k F5 15 U
AN, BICE (2023) SARESF (2024) 454
FALRIAE B EY K G . 5K S 5 57 ik L
A A g

Bl BRI B AL S I R R K
TG R OGBS (R . FER AR AR DL
TERSGEHIET (Xiao and Wu, 2019; =HE4E,
2019) Y i [ AF 99 0] 25 280G o e v DG B
AR FE ML RN G058 2R e A RONAR R B TR
FEAETTFRERZERNEE SRR, SRR
HOBIESE B R R MWIRZIR, S5 CyHEREN
YEH 3 R, Wang 5 78 #i 25 1L b & 345 K5 25 A
HaCad F& A () 82K 5 XF CrylAc HUtEAH & (Wang
et al., 2016), A HRyLE R Hb 573 85 A5 5 11 P
6] Br 2 4% B ARS8 H 35 UFE . ABC (ATP-
binding cassette transporter) % iz & H 1] K i 3
HE A —Fh B 8 = 2k, Hrh ABCC2 2B IR
TR 2R R B B R R M2, 5 E R B
ZP R 2. CRISPR/Cas9 3 A 4 i 52 56 5 47t
PE i R B SO R A8 7 AT B W], SABCC2 Ry
CrylF Fl CrylAb ) 524K (Jinet al., 2021; Jin
et al., 2023a; Zhang et al., 2025b) . Liu 55
(2024a) BIF 58 K B 5 B 7 SfGATAe 1. ] 4 45
SFABCC2 W21k, Hn] IREAIK SFABCC2 1 223k M
FAARG B b S I T Cry 1 Ac TR R AU BBURME . Vip R R
(Vegetative insecticidal proteins, IR HEH)
JEBUEE AR B W — 28 i R U
R R TP T REfEE A2
Vip3Aa iR Z IR E A (Jiang et al., 2018; Hou
et al., 2021), {HIRGFHEUET , Jin 5 (2023b)
T 2023 HIRAEI T —A~5 Vip3Aa btk % UIAH X
() 5Z R IEH Sfimyb, F38 13 CRISPR/Cas9 Fll RNAi %5
FORUESS T %L I AE Vip3Aa B MEIE il b Y G 4
Ho 524 Vip3Aa Pt sl Az R B ——JL T i
A B LR SFCHS2, B Liu 2578 2024 4FE 08, %
HEHRNFHFRIMEAS CyFBEEZH (Livet al.,
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2024b) . J34b, Zhang % (2025¢) %5E H SfVipRI
BEDR, o G AT 5K DR G i o ok T Al R b 57 3 0 AR
I 18755 1Y Vip3Aa it . X SLF 5% M f# T B
(AT PR ATL 1) B 5 B 12 i 19 [ 4 s BE AR AL T BT 1Y
Sy TR

5 GEMERRER

L BT B v TAE SR TR 3L 2R
GBI AR S ER, JroR b 5 A v I
GLBGiR . X IRIBC B 55 R A N 0 25 A B P R &R
(RALBA, 2020). %M R DR AR 250 Xk 8 05 Bl
P X, sk Kol P X A A R, it 2R
WA AT CALR, 4 7738 i HR & e, M i
RIRFE AL FEB (FRESF, 2023),

5.1 BEmRE

47 R R B R U 1 T T IR R R
FRET 5 W | 2 0 R v 8 A R 9 S i ) 4
ZIUUHEARFE (THEES, 2023), TiFEHEAREN
R MM T, X ik soR s, il
A F T W0 R R Sh A R (B R A
2025) . 2018 4F Sun %5 15 UK i 25 5 HUKT 1 0 38
S e . (Sun et al., 2021). WHIE7& 0@
T R A TUARKT % 4 R[] 48 03 1 o B8 1 Mk 2R A T
T WS IRIRE T B R A s A (RIS,
2020; JEARPLAE, 2022) . F Ik WOI0 U AESEAET R
HEHLE B R R RS, A RA T,
SEER T SRS, 2R T YN T
B W BE AT RS AR I XL (R BOHEAE
2019; SYEE S, 2019), Bb4h, HEIFHASOPE
i ) 30 Ao A A A% AN S (B A I A ST A AR Y
AR S FEE A (PhVINEAE, 2019; I H]
SF, 2020) ;T 3E A )RR R HE R F G, W]
AT AR R AR S R AR, HEEE FHA
L (RfESE, 2019; ®HERSE, 2019) . K& &
B R E BRI &, XIARSE (2023)
WA T RS LR GENHESS , B 7 HEsh IR
L TR M W I AR R AR T SRR
5.2 BALIFEFHAR

FERLH R A I, AT e o R e A TR IR AT
IR AT T A T, KRS BRI
. BiEREEAEE T, DIAR SRR AL R
T YL A2 B, M R ARG FH ) 9 O Bl o s 4

2024; HhkEREE, 2024). WEREIUENE B KIBE
S RAT AR R AE M b D AR HOAN AT E R A
Ew, EAMIE e, AR E N R
BB CUETEAET MR R R g (FDLIESE,
20245 EEERSE, 2025). HEY, HENEN A
R N B Iz sk b it . 2R R,
WA MEAT B R A 5 ML, W] 2 PR
TS CEREE, 2022; fatbZ%s, 2024),
5.3 =BG

b 25 57 R 2 I 2 B 4 5 b O R 2R R A E Y
FETFB. ERM AR T 20204F 1 H AR
1 BT I B B IA S R4 Hrh, Ay 28 b
Wiz, Hopfu 22 Fhifbeg ey (Rl ARk R,
2020) .

EAREEZRT, STk e =4 —E
FERPiive. BRI, R ny A LRSS . HUER
M 2 TG 28 0 2 B PP R T 28 R 24 X i 3 Ly B s 2
W1 R R GROPERESE, 2019). HEYT, X HHLSTR
i B IR ST 1 B 2R AR 2 A . 25% LSk
ZARWE . 200 o/L 5 B R BERE . 10% 1R50H
fii . 240 o/L H A B BEE K 10% DU BB (R4
A, 2025), BRI, HIE 6% BT4E - &
FEWERIFH (BOHRSE, 2024) . DA R G2 S By 4k
BRI R AR S DU R BERG 1: 40 D (BRI T,
2024) ., FEBGIAIE R, DN R ARIE &) HU R it 2
Kol (T4, 2023) . ENFHITE LR,
2R £ | VR SRR OO E R . TG Mk A SR R O Y ik
Jpie ok By B MK 3 4 N S A Ay Ak LA A v v
SEMA BRI (B AR AE, 2023), Mao 5
(2023) JF & T &b 57 5 ik A BBt P 12 W73 )
&, NIAE 2 h N VERR A R O R R pbE
K-, R s P S . BbAh, T ROR AL
FAH S AR AR, IF R AR i 25 B,
R VL 2 o 4 R M DR R AN R F B . Liu 5F
(2025) LLIZE -L—o 2 R el PR % 2k 4 JB A HLHE 42 1
RARLG A, TR T T R M B B A A A
FEOR W R Fe 9K AR 251 70) o i LA S
SONR R MERE, AR TR RO, 2
R B RELE
5.4 £HkE
5.4.1 KEEY)

R B A b DR R 2 1 8 A K A B T R
PR R KB IR I EZ N A . RECHRE NS
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47%:

PERIZFAPERECFPRF o, TR 165,
FEMRE 23R (F2), L &I RELR R
SRy FE B 1) A W) B A At T T 2 e R B
AT B o H A 7% 09 2B DN 8% Telenomus remus S2& 3% [
B 5 #EIF HUBEA N H 2 AR i L #h, ZEH
Vi) 817 42 552 i v o 00 o A ORIOR, o BN DX R

Wb ST I LE D BRI SR W, B Rk S B e 5 A

R2 ATHREMNFESHMBEIERBED

Table 2 Indigenous parasitoids and predators reported for Spodoptera frugiperda in China

BN AR G X L O AT 1B 2 0 AR A AEAE AT, Lk
T Mk 2L 1 e (10 2 A RO W R T R AR (i
WA, 2022) . HH RS EOE R, 700 R D i
XoF b 5 0 I B 1) B AR R AT IR 100%, B A AR AR
RO 84.39% (BABZE, 2020); BEAh, HEEEHIRAR
Wt R RE MBIARCR (LM%, 2024).

25 PNGGHES Uipe A AR A 225 3Lk
Groups Species of natural enemy Functional stage Target stages References
PNANZEY S WAL 3k 4 S 2020
R=F,
Sycanus falleni 3" instar nymphs, adults 3" instar larvae
N 2. SHHL, ik .
B R 2 ) 5;, t \ 2-5 1401 E W%, 2020
an instar nymphs,
Sycanus croceovittatus . e 2" to 5™ instar EEEE, 2022
adults
SRREE 4 s 13 ) s 0
Sphedanolestes impressicollis 4" instar nymphs 1" to 3" instar larvae - ’
ZLR K fi i i 34 WSS 2003
Rhynocoris fuscipes Adults 3" instar larvae ’
" 2% S R R
S B AN T s
. an instar nymphs, and L WSy, 2024
Sycanus croceovittatus dul 2" instar larvae
adults
Al St Tt i
{5 Lo 3~5 141k F#ESE, 2023
Andrallus spinidens 4" and 5% instar nymphs, and 3 to 5" instar larvae  FYTAFEE, 2023a
R P adult females ’
Predatory 3 SRR Rl e b e o
ol XA D5k 3 and 5 inst N 34 WIS, 2019
natura and 5" instar nymphs,
FEocanthecona furcellate dul ymp 3" instar larvae FEEAE ) 2019
enemy adults
T W Y 3~6 4 4y T 2010
78=F, a
Picromerus lewisi Adults 3" to 6" instar larvae
il S L R 3~6 ik 4 FHEEE, 2019b

Arma chinensis

ARI/NESE

Orus sauteri

E2 L

Hippodamia variegata

LEMH

Coccinella septempunctata

a0

Propylaea japonica

5" instar nymphs, adults
3-SR, MR
3" to 5" instar nymphs, adult

females

R

Adults

R

Adults

R, 4%

Adults, 4" instar larvae

3" to 6" instar larvae

1~3 &40

1" to 3" instar larvae

1~2 %4l

1" to 2™ instar larvae
1~2 84 il

1" to 2™ instar larvae
R IR 4
Eggs, early—instar

larvae

2SS, 2019

RIRESE, 2019
BXEESE, 2019

fLHKZE, 2019a

FLIEAE, 2019

IR, 2020
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#5322 Continued table 2
25 PN IES Urfg A LG ANEAPTN 27 30k
Groups Species of natural enemy Functional stage Target stages References
R
S Bk ViRAL, Avghd, il T XUAH%, 2020
Eggs, 1* to 2™ instar e
Harmonia axyridis 1" and 4" instar larvae, adults BPEAREE, 2020
larvae
) kgL, 4 il B, 1. 20kl
7S BEF B o A B BLIB4E, 2023
. 3" and 4" instar larvae, and Eggs, 1" and 2™ N
Menochilus sexmaculatus BWAEFESE, 2024
adults instar larvae
X 7 FSCIR R | PR 24 34k
LU , R N
Subadult spiders and adult 2" and 3" instar VLA, 2023b
Oxyopes sertatus
males/females larvae
. k1, 24 H
g P e -
o ) Eggs and 1%, 2" W24, 2020
Chrysoperla sinica Larvae of all instars )
instar larvae
et " »
MRERE gy 3L . 5. 14l o
Predatory u. . PRPRESE, 2019
Chrysopa pallens 3" instar larvae, adults Eggs, 1" instar larvae
natural 5 o
. O . 1~2 0%
enemy ELTS 2%, 34y o .
Eggs, 1" to 2" instar 2= R4, 2021
Chrysopa formosa 2" and 3" instar larvae
larvae
N B {iGi4hsh
S 21 SRR E ?1 inst MEHRHRSE, 2022
ggs, early instar s
Mallada basalis 2" and 3" instar larvae &8 Y
larvae
U 25 H A 4l e
. A, 2022
Chlaenius bioculatus Adults Larvae
A AR B 2184
. i BHAE, 2019
Eurellia pallipes Adults 2" instar larvae
o : AW
B e Pasli L By
All developmental MHAZer4E, 2021
Labidura riparia Nymphs, adults
stages
BRAE, 2020
TR I BB R #E Telenomus remus fE A% A Adult female Ul Egos N
# RIS, 2020
S5 IR R g Trichogramma pretiosum B Adult female bp Eggs JeElMESE . 2020
W A R 0 Trichogramma chilonis B Adult female bp Eggs FEgkItAE 2020
SIS S Cotesia glomerata I A% A Adult female Uil Eggs TERIFH, 2019
AAEVERTL 48 P R Chelonus munakatae I A% A Adult female U Eggs ZRIN4E, 2019
Parasitoid
, 2~4 4]
7 FG A 78) B34 Microplitis similis fE B H Adult female N Ml 2645, 2019
2" to 4" instar larvae
BREE B e Meteorus pulchricornis I % BT Adult female 4 i Larvae WP, 2019
. . 5. 4k .
5 V5 B 5 85 1% Chelonus formosanus I B H Adult female JEARELEE | 2020
Eggs, larvae
VR T AN V) A Microplitis pallidipes % L Adult female 2 it Larvae FEYEHESE . 2020
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£53% 2 Continued table 2
25 REGFPE Urfg A A0hR I =B N
Groups Species of natural enemy Functional stage Target stages References
, ) 2~3 14 H .
BHEUR AN V5) B Microplitis prodeniae MR Adult female ! ) YIRS, 2021
2" to 3" instar larvae
X ' 1~3 140 1
R I3 A Cotesia ruficrus fE A% H Adult female ) N I ARBH4SE, 2023
1" to 3" instar larvae
P TR FE /N Tetrastichus howardi % BT Adult female 1 Pupae JFE4EEEEE 2020
Parasitoid KPS R U Diadegma semiclausum — WERLHL Adult female Uf Eges TEIFYH, 2019
‘ 2~4 {41 ;
RS U B WL Campoletis chlorideae WA HL Adult female N EVTAMEEE, 2021
2 to 4" instar
[ 25 he 2y A b Lydella sp. % HL Adult female 2h i Larvae TEITHE, 2019
H 738 251 Exorista Japonica I B Adult female 2 Larvae TETE, 2019

5.4.2 FRIEHEY

3 [ 7 B by 50 W 2B Wy By v 4 s 2 A ke
W ECE SR . Horh B O R R B T
YER, TE AARSEME T Al g R B A Te . RS
TEREC 7B RS2 DR R w8
PR PR M BT AR ESE R AT 1K 100% (P2 AR 564F,
2020), LA BT & BRI AT B EOR T G
%, 2023) . J3HMITSE K BLER A R 6 Beauveria
bassiana F1 3¢ [ 45 8 Metarhizium rileyi 78 % ¥ b
TR 4y HOAFTE e B0 T R RN, X R E AR W)
7 i B B e I R K M SR IR W Trichogramma ostriniae
o H RN, AR MEAEE (8% %5,
2022) o w EE B IG O7 . B 2 A K N =
(nucleopolyhedrovirus, NPV) L B EILH, N
AN TR AR AR R b 23 B 0 5 34 B 1 B8 ] I NPV 7
BRI R PR S (Lei e al., 20205 FifR
FRAE | 2022; Shietal., 2024). 9 EE % IR
Wik 2 B, TRIEALETEARINES H Spodoptera exempta
R B 3 FBT B2 Partivi SRR, T 1 UOR RS 1 12
WA B B DTk, 1200 B B M Y ik R B
thoe A H Ak . BE T DR AIR B0 5E A 38 i H )
NPV (9 5 8%k 5 JF HIL LS ROR 4 00 1 BAL %
LA E T Rk L (Xueral., 2020)
I3 A, MR Wk MR VK B 5 B¢ (Junonia coenia
densovirus, JeDV). MHZER k521955 (Heliothis
virescens ascovirus, HvAV) &I B iG & H 50 1%
I ) B S IR (XIS, 20205 20 4%,
2024) . FEANE PTG, RS H SRR S 4

AT, TR ERHIT A DL U 2 R By
I BT 5 s BUTE PR B R AR (R AR A 4
2019; EFMHIE, 2022), 20214, thELRILEHE
B AL DR 3P T 55 It SOBT %6 7 1 3 B Br I bk (PS3,
B14D2 Il C3E11) , H ™ i iy CrylA. Cry2A
Vip3A 45 2% HUER 100 b B 78 1 Jre B 11 650 v Yy s
W OCE =2 %, 2021) o B o R LR
(Entomopathogenic nematodes, EPNs) K H. A L3
T FLR FEREHE)THN AN FASRELA
SEOL ARz AR T B . 22 Nl
JE i WEARAT T 224~ B 16 B L 900 8k A0 L B R
7 SR B B R LR B Heterorhabditis indica
0872L (X 4%, 2025) . CQ7-2 (Zeng et al.,
2025bh) , & 5 /N KT £k W Heterorhabditis
bacteriophora HbSD (Chen et al., 2022), /NE0r
K 28 WL Steinernema carpocapsae All (32 4, ¢ 55 |
2020) Ao XLEMFTEBCR AL A T 5T R
Y BTIR R BRI WO O R B R S
PR AU R B U A 2 Bt 1 B S

7 RESREE

B, 5T AR S — A BRI AR A R
HAEY =R 5 AR PRI T C Oy B R OCTE 48
o FEBRZHIAL LU ARG L, HFFEA D1 E BIH)
T HAFAE R AR KRS AP AP AR B (Dumas
et al., 2015; Comte et al., 2025). &= N WL
EHER T BIESE TP RAAE R S, H
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A EMRTE HAR N A o0 A, B 87 57
ORI AFAE RN RIS A7 AT ifE— 20
5% (Pashley et al., 1992; Schofl et al., 2009) .
PR ot A% 2 AT ST B, R b 5 13 ik UG e ol ok o
I RYE R Y R SR, s B2 JR T L DX
B e PR ZR 1 e 45 T ) T IR A 1 Rl e 45 4
TEMGERE T, b PR YR 9K Bl HLs A% o Ay — 4>
x % (Juarez et al., 2014; Arias et al.,
2019) JIT LAEE X AR e e 0] 050 R JHC J) St i
PERIITSE,  BRCARS T B 4 1) AR T A

3, ] A 0 Ml 5 1 Ik AR B 42 T T B g G
i 3 4R i A TR T R O S A R, A
M SE T RS (FRIFAESE, 2018) . R4
“ZEMST AR RS T H AR PR R A
Zel, (HEL TR AR Sh A M i IR T s, H
VT AR B AR TE W SR E A TEm AR YT
A (Zhang et al., 2023). RF LKk cory
TR IC IR AR RE R DT ST R, sy
5 PR B0 285 A R —— W LUK R oy & &
B Ry ORI G A R L) TR TR S A
X —RIIRRFA], T R b v AT
B, T DAY a8t A A 1) 1R A S A AR ot R i
WA AR REIE MY B 2 M RE A AL, RORT
N E AW 1 TR, s R iy
AL sh A (Zhang et al., 2025a), TEAZEENYET
I, FoEE e B SRR . IR AN ST E
o] S5 CSEPEIR T RIS, B A0 M Al R TR o
R i A4 AU Y5 TR AR A IO A A
RGHER R A B SO . AR AL BT IESE
A ST AR B H I AR B0 IR —— 2 S R e
WY HCS B RE R AE B AL, BT RS
B0y T E I AR R, & T e AR (L
et al., 2024a; Wang et al., 2024; Li and Xiao,
2025) . fEBUZGVETT T, FOHL BT I B 54T
HiE" 5 CRREIEAR U WE LRI T
SRR AR R (SEE, 2019). F&E AR
3 455 7 2 e B R 1 P20V AE bR L [ 28 A, X
A LB A2 B TR IR 2SR IR 2R )T iz Pk
(Wang et al., 2022; Zeng et al., 2025). {HASKE
52, o BREXS AT % B #E R (CrylAb,
CrylF. Vip3Aa%§) {5PRH5 B et wrFEc Wl
1 SFABCC2 g Cry1F/Cry1 Ab I 6B 32 445 [] ) 4
SE H Sfmyb . SFCHS2. SfVipRI %5 2 4> M ST A I 1)

Vip3Aa B R ZRIE, Hd SICHS2 /v Stk 5
Cry T % L HAM (Jinet al., 2023a, 2023b; Liu
et al., 2024b; Zhang et al., 2025b, 2025¢), XLk
KIVEAE 7~ T R 5T kX 2 Fh B i R 7 AR K
SEHUHE B ARV S, ™ T ST T M
FIPTPE TR BRI A Baa vk . AEBTMENLRIBE 9T 7 i
A BUR 2 8 T i B SR bR 98 A2 45 B — il
B, MO FUE A R 18 EAY) AR M R R
B RERE - DCHEAN B o XS5 2 HFE—
AE R RE L PR T FRATTRT b 5 AR Bh A Mt
PR Al B A A TR AR . ROR AR T AT 2 4
G HUREEE, O E A Y AL E IR R
SHUETEAGHESL , R oRG o B 5 42 400 R S0 A B i
HeHs

Sy, B S 0 EE RER L R
NG R B A2 e P N U E SN E LN Sk 15
EF AT R SLIG BRI T AR B A A N S R i
7o W ZHARRME 5 RGAEI, RATAEE
BUXTIZ AN () KA 35
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