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Defenses of invasive plants against her bivorousinsects
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Abstract Invasive, alien plants pose a serious threat to biodiversity and the sustainable development of agricultural and
forestry. The spread of invasive plants is closely related to their evolutionary response to herbivorous insects in novel habitats.
This article provides a systematic review of the evolution of the defense strategies of invasive plants and their ecological
effects of these, focusing on chemical defense, physical defense, and volatile-mediated defense. In terms of chemical defense,
invasive plants exhibit evolutionary shifts in both qualitative and quantitative defenses, enabling them to precisely balance the
costs and ecological benefits of defense. Physical defense traits, such as increased leaf thickness and higher trichome density,
are significantly enhanced and play multi-functional roles in both stress resistance and insect defense. Volatile-mediated
defenses reconstruct multi-trophic interaction networks, influencing the behavior of herbivorous insects, the recruitment of
natural enemies, and pollination efficiency. Finally, this paper proposes that future research should prioritize four key areas:
The molecular regulatory mechanisms underlying defensive trait evolution, patterns of co-evolution within multi-trophic
interaction networks, the potential application of specialist natural enemies in biological control, and the impact of global
climate change factors. Further research on these areas will provide a theoretical basis for developing invasion management
strategies grounded in ecological interaction principles.
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G EAE )N AR T B SR AE ) 22 R AR PR
HERRGW AT H722 & e ( Diagne et al., 2021; X
1N, 2022 ), Fo S S AR AR f5)™ B 1Y
KZ—, MY AT Gl %3k 5
(A SRR VR 2 2 4 BB Rk (V5 £ R 4%,
2009; ZRIBRATE, 2002 ), WFFEHEY) S HE A1
REEAEXRWEL, XA RESF ISR RA
A EE Y (Waller et al., 2020 ), A4 SHIETE
B HUH AR OC R T L2 B AR S R A ) 1 2
A2 E LIRS, JLRD 32 i B an K Hdk it
R4 ( Keane and Crawley, 2002 ), B fH%#R0

( Joshi and Vrieling, 2005 ) Fl3& 4 J1 3455 i AL R
i ( Blossey and Notzold, 1995 ) 45, #FET AR
T Wy 3tk e 1 B HRJS T 5 | 19 3 R £k T
Fro BRI, R BH AR 0 A 1 1 B HL 1) 77 i
LW, XTIRA T A AR BT S AR Y
AP RA EE T L

R 6 30 A 2 i TR A SR AB ) A 1Y 32
Btz — o ZARULINA , SMRAEIIE AL AR A B
J5 ., SRR AR 2R B ERE (AR R
WA ) PR X AR R R AR A
FHT 44 8 5t 0 B A B I (A e A= Al ™
Y. MBI ), HR R AR A,
T B B 7E 5 A HAs ) 0 5 4 v o5 B D034 i
Wit B BRSO Bt AAREARLA) %) B 5 gt
W A AR R o B RS AR T, AR
23 [ ARONE o 1 B SR B AT g s e ) B R
HA B 7E LR IERY -, Blossey HI Nétzold

(1995) $ili 7 F A 3E P S s gL IR,
R b F2 it 1 AL AR o 2 T R B
o FERZ B EEREMERERIT, AMREY)
B AR 255, AR AR S MR CanA= 4
i AERKHARSE) SR, Y R IRAER S
KA E R A AU, 408 T ARMEYITES T,

SR, B ARRRIAA “HbiR-B 3G
PYZMER, AR TR T H N AEALS . AR
PRI “REBEE” . A AR d
% BER] IR B B 23 X BA A A A0 AT ) R B0 38
P BERT (Rraas” RO ) B2 (CAsERRIE” ).
BRI (B RS | 280t A S A o ) B 5 i [

b, Baf—ior B s E e R R R b
BRI, 223503 B DK 3 L6 S RARYIVE M B i) 18 32
PR ( Pearse and Altermatt, 2013 ), Hit, #hk
FY) I AR TR — 57 K% , 5 A4 s £ 1
REMEAE, R T —%280 . st i4E
AR XY PRy . — W T IR AR
BEMERE P RIS 50 “RER " ( ARIE
Y1), J5— 5 2T BE A A B AR BT S P B4
) 5 EE BT R A R SR 1 ST IHIR " (AR HB R A ),
W BAE G R A =X B s, B
HIA T TR B B o AR 2558 B 7R S 42 B 55 4 )
T o AR UERESE , AT [ Y 4 P TR AR A
1RAGYIFE BRI SR L ) 2 i Al . TRA AR X —
AR HAEMZ I NTERLAE , AR IC AR D)
SEHNE R OCHE L, WO R R R A R
S A ISR

1 NREVERSHEEL: N
X HT A ST AR R FE 7180 38 R M N R

NEAEPTEH AR AT G, HALE Pk &
T Im AR A VAR . 7 12 L e R A &
PR HURE, sy B 5 A=) SR i 4
AR X —BE R MR, IR AR
B 180 5 W% & A= P fE ( Uesugi and Kessler,
2016 ), — Mo L By A A A L[] o el S 5
E A E . AR A SE S, RGN
TR AR e e R S 2R B,
AAEY T v B A B S mS , REAIC B
ML R, $2m “HRUT BOTE B, SR
2B TAK, fEm AR TS )
(Sun et al., 2023a ), XMEABEARHR T AR
VRT3 AR £ F 0 BB e 1, 0 s ke 1 5 U
P SR ms AL AL

I8 B K2 1) 24 TR 9 B 5 AT BA LA B A6 K B
Soartina alterniflora F1EHL Reynoutria japonica
RIXTG, T T AR AE B B R B i Ak
PTEISE . DLARIE B ALK R X4, dad
I Y B A/ o7 S0 TS N 48 i S 56 & B, LA
KE AN T EME R R IR 4L
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w75 R SRE L EARILEE, S8k
FHEHERRBA T AREYH BB
(Sunetal., 2020 ), EAKBL, BALKEFARA]
WU B RIS 2R B B ), AR £ TR e ]
Bl AR 0 17 I R A 5 Ik A A 3 T %
fift, X SRR A R PR RS
wE R FARE VI (Jiang et al., 2024 ), i#
IR 5 AR HL I LU A S R, 3
P b3 B TR | K MO S BB LR AR M
H KB R N & AR 4G ( Zhao et al., 2024; Cao
etal., 2025; Wang et al., 2025 ), + MR R
RS RT, HARKEL R MR & A stk
KT 2P B AL (Ju et al., 2019), HAfR
Hi RN FU T R R L B TSR G A K B A 2
BAE”, XA - SR AL R SR T H
KB TR EVR ) 2 AR A

52 H KRS AR 25035 T
#1 Alternanthera philoxeroides %%, Lt
P B H- AR A - AR AR ) BAE G R AR
Ja) 5 Ay A T R T RGAFAE o alad X e
25D VE T RAE A (BTAREE ) 551 AL (HhE )
(1) 275 B LR A RS R, R BAES | AL
WIRETAEE 2500, A ml e R B h 5 LR
FBl N AS [R) A B AN 255 B A A 26 AR (Liu et al.,
2021a ), 1 XT A= HE R AKX B 40 S W 1) 45 A
i, B iE—2 47 AR T 4L bt
PE S 2, SRR R TR KA
HEREINYAEAER, NMRFVEE Rk & &t LA HD
FREEIG, MATiZZEFHEAK (Livetal, 2022 ),
Fl%e “BHfFE Rt , ilad Meta 20T X} LA b
FRES AN RFBER B RE 71, & AR FIEEFIA
AR Z it R BOE T EEHR RN E
P, HGIAFPEEXS Tk B R 52 M e, T
Xof LB PR B AR T 32 1 AR AR RAS b bR 22 ]
WA 725 (Zhangetal., 2018 ),

HUKFE, AMZAEY N R AT,
PR TR I AR 5 CRUAE” RHE
M BT KA, NRIEYRA P 5 )
R E AR, LLE N RS G R AU T
J1o Zheng %5 (2015) MIBFRERA, ARHL K

HLE Chromolaena odorata FPEERY KL & & &
e TR MR o SRR A T Y
T, SZAE YT AR AT FREE o A W i A
M. —J71H,  RALF A AL , X
AAZHRAE ) 7= A SR A IR BON. 5 59— T
KL R AR B0 T RAL R T AR
HOERPTHE, B AR TR A b A 3805 I B A0 A
AR B RE ) 0 R T R A . AR
T3 ot A AR ) B Ak, TEREIRA PR
M T R e S S BRI PR GRS, M ER RS
KA Y FEHTAPG JE Hh  PRE E B S  sR BR AR TR
bR . N AR SRR, AR
PR T R AR R L AR R S A
BT, e T 28 B AL 2 o B A i,
— BB A A AR W) ol o RO AR U R A )
s IR Y A S R A B, 7R
55 b AB W 1) 55 R AR AR ( Callaway and
Ridenour, 2004 ), filln, LISEZEESE Lythrum
salicaria AT G A = AT s, AR
AU 32 A I Hh RN 1) 2 Fofrvs v L DG O AR e, X
SO JBAE Jir ™ b KRN AR o R, & Rk
A0 ) 3 S AR W me A i o R R AT BRI L B
P R B e B e 7 g A , e AR A
LEHRAED . JTEER RS, ST
BRI A E B 15 T B L, R R AR b R
B R AR (Shietal, 2023 ). S —4
A 2] e AR AP K Typha angustifolia
TEAABH I 2B 3 AR AR A, AR R
P A B AT PR 2R o 5 i i ) )
Fh i3 Typha latifolia fA7E R 225, B
T A BB AR o 3 e AR A AR A E )
KA, AR EFRHY (&
Bolboschoenus fluviatilis )JE i, 1 5% 21 441 il R4
( Jarchow and Cook, 2009 ),

AR, 1558 TA S HOR R LA I A= )2
)R &, 5T O N B TR TR A B0 42 o 2% %
WAEIEREA S . BN, 24H Triadica sebifera
A9 AR AR R 20 W T A A N R, 5- AR
I G BE R R BE W v TR R, BT AR
FREEFN G MRV RE SR G R, AT T i sk a2
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G HTRIVRE E JE R Ak SR &4, AT
B 1 S A v R 9 2 A ) B B 2 R
S5-I AR D 4 1) SC B P 8], R DGR IR P
GIAE AR B b 0 2% 18 8 Ak A K 55 B2 25 R
4 N R T) Z& (Tian et al., 2024 ),

2 WEREHhERELS B!
ZHSIRENES

FENRAEYIR B AR R, BB MEsF e
FIEAS) S 1) 40 30 B AR B At 1 i Oy L4 R BV A £
P, AT R | BRI IR Ak ( Lombardero
etal, 2022 ), X T ARIEWMI S, PEEEHE AT AR
P 5 e AT S R AR D s A A T ) e B
JE FmigEfL ( Ntfiez-Farfan et al., 2007; Yi et al.,
2024 ),

21 ANBEYYEPHASENRL

UN 271N A 5870 TR A R NN Y o B
PR RUFICE R AL, AR RS RRIE A58
0y 3L 975 0 114 Ak SR AR AELY) 5 R A B A
B AU AER LR, ALk R R 2 B 5 4
J1¥gsR AR R A HESLSZ i), {H R LR L
MR MR AR BRI RS, 172
A AE YA L G s 0 P BB AR, i an, Ab
KA P 25 0 3 1 R AR Y R B A AR A B ) 25
BRGNP, H AR L
oo Lo BRI T R A I T AS MR R
(Sun et al., 2023b ), Xf4BkPEARMEY) H A&
1 Reynoutria japonica f#F5% i, HRRYIFIIL
N R FREAE I R R S5 ) P B A AR |- 5
J Az 7 b A R [ —— AR AR R R
FEYR T I s A, HaXFh 22 7 SRR &
P BT D 22 DIAH G+ 7 2 JEE A R AP T 6 A
PR R, EZ MR ESGE (Cao et al.,
2025 ),

22 WIEBHEE S B IETIRE

Yy BB A B D e AN 1 TR
EATE R A Z ARSI, XA 2R E AR
5L TR T AR E S I

QOEIFE 7] SEE i =2 /b g il 2N
RIFARAAE & 4 S8 AR W ihaa Y [RIE , dE ARAE
W) X I A 45 T A AR A 7 DB I MR

(2) B4JERYFf o0 )2 AN 5T . REAA 0D K 4y
75Ws, WRMEMMPTRERE ) (Xue etal., 2017 ),

(3) BENRELE: AR EZNY)
PRBG LS 2 —, HT LU gt & KRS, A
Ey A2 N TR TN i 5y i = s AN PR D) A =
TR IE TR IR, [F]Bfix S 36 fe B REE T 3%
T — N m R HOAE , DK 378 %, M
H BRI AE T 52 4EFF/K 49 F-fif ( Karabourniotis
etal., 2021 ),

(4) HLUARTI: AOUEHR T PR,
WA R T4 H K ECR,, LR T2
T K riak, REE R T hrEREe

2.3 YEBHSKFERHENTRER

Yy 2195 A 55 1 2 By A 7 A ) A4 N Ol IR AT
FEAE, TR T —> w8 ] 1Y 2555 B A R
R, U 141> 27 1ROV d o SR
AR BT o VR 2 AR IR B B Y B
Gk, SO E I AEAE AN I B AR AR A
(anms2E | M2 | BEERE ) 4k T ( Champagne
and Boutry, 2017 ), R H4EfM F i, EKLE
L, VR B T R HR R B AR R B0 A
b, WS T AE R AR R
B SIUE |97 3% NS SN =8 7/ BLIN  AUER S Sl EYE Y 5 25
FRCE , 38 fdf B Ha 48 9% 51 22 1) ] AR £ ok AR
Yo XTI P RE T B B R R T 3R m N A
TR R RIS TE], I n] BB MCH: 1 A8 B4R, AT
R T A2 B A i 45 FACR  ( Firstenberg-Hagg
etal., 2013 ),

3 EYEEZMNSHBE: LFEE
BEMENRELSESEN

YRR PEAHLESY) ( Volatile organic
compounds, VOCs, LU N iFREDE LY ) &l
Y S HAERIROE B, M T — R
(1 “fb2 1% B M 45 "( Dudareva et al., 2013 ), VOCs
IR PR TR RIS B R = E X, BT
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ELHE AR | T ST I R R RS 7 ) 22 B 1
VLS Ay ()38 TR e T — > 24
BifHIfA 2 ( Turlings and Erb, 2018 ), X} AR+
Wi, AR ORA AR Y
FEAMFAETRG, H VOCs R L#F R
D 28 THT I A AR AR PR () Pk ik 5 E BB AL o AR Rk
iR L, NRAEYIREES T 5 i i L B PR
B H, B F 7 0728 A L7 00 5 s 3 Ak R A
BXE Ty o IEAER AR, AR AE Py i h H
VOCs W& R B M A= AR T e A T PRk T
b, Ty Ay T AR RS TP R EOC R, X
R AV RS . I AAR B = 2R ( Lin
et al., 2021 ),

31 ABiE#W VOCs REMENL B

HHIC T AR & W i ik e e
DA I 2 AR A K 1 e T 2 R o
AT A WS G WE VOCs
Hh g B BN O3, ORI AR AR AR
ek T . Llusia %5 (2010) SR 35 XA
R A HOAE ) 1) ORI 98 A B, A AR b By it s
FETCH 6 50 35 = AR M o 3o Ak 9 A0 9K
I WAP R N N el 2] S N AR R TS
B . KEEPAMAAIES, AMRIEYITE
5 1 22 (W B R ) S /N T AR I )
(Sun et al., 2023a), 7EXMELHEENT, H
VOCs i B AL IR R Ay A, TR A
A5 BFFER W] , AR AR 5 L M AR ) VOCs
P2 i 5 AL B 25 S i, SR2Ri 2
Ageratina adenophora A {2 #uFiE A #E & 41 5
5 JF = i A [E] (Inderjit et al., 2011 ),

32 VOCSHEMEEFREEXRNEN
VOCs J&2E R “HHY-H kR R - KE R A

SHEFRRA MO (LR R L,

1997 ), ARZHY) VOCs AR, AR E X —
K2 HAEM L, HAEmRBLE 2421 .

(1) X R R BAT N ISEN : VOCs X
R EE—E IR, B HE A R
FICZ, WRARY A 79Kk F1)th 22 ( Schuman
and Baldwin, 2016 ). AAEAIBE R 444 Centaurea

stoebe MRERBEM ARSI BT, 25 W R RR
P 4> 1. 4) 1 Mel olontha mel ol ontha %} 4R 1t 48 47
/AT Taraxacum officinale FYECE TRy, JET N
JlJ5 2 3z 1916 % (Huang et al., 2019 ), R 14
FEEPER AUk, —2s AMRMEI RS R Y)
AlRE EA B R HUEYE, I E 48} Lantana
camara fEAF EHRINRARZYFZ —, HE
TR A A AN B A kAR, i HBA
Ep/ NS d L SR NIV E NS P S S S 27 NI
KRSy, Beiakt 2P E R A . 2
KRBT £ %4 Stophilus zeamais X4
fiti BRI R ZI BN, HAET 2Rk Tk
JE 18 0 R0 22 f B ) SE 4 1T T ( Bouda et al.,
2001 ). PAEE PR 0 3 et 25 PO AR AR P Y
VOCs i, UARIEY 2 OE TR N, HiRES
U 25 O E TR INIE R R, T BRSO
Spodoptera litura $ fil X} A< M A8 ¥ 3 7 AL
Alternanthera sessilis 147 B as-, (A0 A AE
Y2 O TRk 4 (Livetal., 2021b ),

(2) XHEA B Ay 5| AEERRE I 45 &
X TAE ) B A% A N B b B SR H o AR ER 4
RYMEAE M2 5 B RAC S Y RBR N AT A4
AN, HRBE AR SRRk, W 5 m s
A, WA BRI R R R . KA
S A 1 R S0, TR |8 e AR R 54
E.H (Stevenson et al., 2017 ), MXT AREY
A R AR B R R R B = AR
PR, XA T5 Slene latifolia i 52 A £ 1
B AR, O RO 5 R T W 5 | A A
L, TR T H B 25 2R ( Cozzolino et al.,
2015 ), XWRUMY SR B EAEMLE T, Y
RPN Re 2 E R0 WIS & BE
B LM 2 AR O B R Ty, AR A B
B o X R AL A B T R Rk i R v vt
A2 B E 55 E R W5 | A AR A

(3) MR YA TP . ML
Y-SR REE AR R, MY . EtER b
HRHE A KD R AL A 25 5, X R L b ]
PERIAEAL 2405 5 HORS MEDT IC | B SR WG (A 3h 245
AT A R AR S T RE R RS v U T B
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Jacobaea vulgaris J&— LRI 24, R B
I HI AR M FP RS EE D7 b b B TR TS 2 A 4
RUPE ), o B L Bt R A s [ VR FH AN
X B R R SRR - B R R R R ™
Hi R R A 24 W, T v o LR R T
IS IVER , RS R E e s THEEHER R
UK S W45 K D I B A D e fE (Lin et al.,
2021 )

4 HiLERE

ARICRGERE T AARAEY) S o % A B
FEPER RO Ry, fEAesA Pt . Py B A
T A5 S 1A T 122 97 00 25 5T e 22 3 4 PR
B S E N PEE R . RIS, X LU
TV SRS A T A AR IS A A, i B 23 BE AR
7 A5 P4 0 45 T 0 e 2 BV DI RE R 5 I AL
AR BEAE R, AT A RPN B EE
B N REA MR AR (SFIHUR™ ) AYHL
T2 o A TG T AR Y B A AL OIS
C I a5 ke, (AP 5 N R A A 1 2
KR A R AR SR o HESIZ BB FE 1]
ARG, FORHER T [ A, BEBORR BTSN
H RN PUAS T fa) -

i, GALBI PR AL I 75 i A HL A
IFIE o SR AR B A 2 A A 1 1o A5 A
WHSE R, 1 AR Bt B A A A AL
il o RRAFFEH TE ML 7 | Fe gl
IR A 2 A A HOR ) G55 2R DN 2 B AR (A1
R p 2T B, RiESE B BRI 5 5™ Hudh
THE B0 22 57 (9 S R PR IR %, O
TR — 2 il W7 3 5 AL 42 T 2% A AR A ) 365 7 1P
AL R A T EIC , e s A AR 7R A
AR I NP A ER S T

B RIEZE RPN EAEME T R PR L
s AR SR RA B AR — sk
ShAERALRE R, TIRAREMIRT Y-
PER A" B TIO0RAR, MNET Y-
BH-RER R (nerhsg . gt )" =%
BIFEAR Y B HE IR B AT o R AR T
T Xof R YT S UL A0 i S AR A 5T, B AR

FEAME B (JCHGE R AL ) X AR
T AR, PSR B B B a2 > R0
5F A R R R (5T

=, i R R AR YA B
e SR HAE . BT A SCE M AT L BT R
o CRP Ay ia ) e AR S PR i A
AT HIMRAS S o ARRMEFE E R5GHE: (1)
LB R SR LR IR Ak A A AR AR ) S 1 B
A BN, 2T T e A e i FEAB A BT O
il LE s (2) AR LBk R R EE
N BRI, R T R G ) 5
B?(3) HRWAF A REY S B R R
A BB A A (55, R L B R i
142 3258 0 BE 1 I B8 R0 o IX SBHIFTE AL RETA
ey mhal R AL 5 A S AR R EE AR, TERE
ITENEWE | ARIRE . ATHFEER A PR IR BOR 3R
PERL AU o

S50, RS Bk TRl B A AL R R
Hag . HATERAE (WA . CO ¥
Thim . AT SRS ), BN E ALY
A= BRACH AT B SR AR Sh 25 o ARRBETTFR A
R PR TR T ST, AR EY
S AEYIEE R RICR , DL EN TR A 285G
YN F2i-k7/o VU DE SN SR i S oy
T SRR | RS i T AR A 858 AR A
oA S IEE KK

B2, A SRR U (A AR
5 SFIHIRT Mgy, R—-YisRE ., £
FHE 2 72 o MEA R — 2 RS T R Y
JRB, Ao HLH 2R s . BRI R
T, T RRGENE S SUCE A WIS, A AE4ii
T2 X TR B e LA S AR 3, B L
X 0 SR A ) AR K — A Rk AR A B S K 1Y
FH S
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