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The behavioral manipulation of insect vectors by viruses
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Abstract Insect-borne viruses are critical threatens to agriculture and public health. Through long-tern co-evolution, vector
insects have developed unique behavioral features that not only promote the efficiency and range of virus transmission, but
also benefit their insect vectors. The feeding, host-seeking and oviposition, of insect vectors are all manipulated by viruses to
increase viral transmission. This review focuses on virus-manipulated behavioral traits of insect vectors. We conclude that
viruses indirectly manipulate vector behavior by consuming host nutrition, interacting with critical components of the
phytohormone signaling pathway and reprogramming host defense systems. Insect-borne viruses also directly manipulate
vector behavior by triggering insects’ innate immunity, including apoptosis and autophagy, or by interfering with an insect’s
nervous system, such as by modulating neurotransmitter concentrations during viral dissemination within the insect’s
hemolymph. It is worth noting that deciphering the behavioral traits of insect vectors and the neuro-mechanisms underlying
virus acquisition, maintenance, and transmission, is necessary to predict viral epidemics, and could provide a basis for virus
control. Future strategies of virus epidemic prevention should focus on the effects of virus-mediated insect immunity and
nervous system modification, and aim to restrict virus transmission through the behavioral manipulation of insect vectors.
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A B R BB ARG 27 A L L LR L TSR
Z R IR, 25 NSRRI K Je it i B
KB B B AR AL R - ry e, AU
PR TR Y AR A I SRR 5505 SR T T [
A T & R SR AR T ( Conway et al.,
2014 ) AHXT T 75 AL LB SRR IR, RE AR
fAf B, WO B e i R SRS . A ISR
R, R B R R L ACHE L B
A EF AT AR, X AT R AR AL S
BEAGHE A TR | B[] R LA o P 52 )
(Han et al., 2015; Mauck, 2016; Eigenbrode
etal., 2018; Mauck et al., 2018); {HA XKHFT
SRR A WBLT B RIS R . L, e
FXTIEA Y B AT AR R R R S AL, BeAg S FH
WA B AL R A 4 R R i
R 7 RE B TR B AR N TR R, 43 89k
PG PER R ( Non-circulative virus ) FIJEFERR
# ( Circulative virus ) Fi K2 ( Eigenbrode et al.,
2018 ), ARTEFAE R W HEEE AN R R
B NIRRT, WK B B B A RR B ],
o M AEFE A MEAE#E ( Non-persistent transmitted
virus AR A AL RE( Semi-persistent transmitted
virus ) $5# ( Eigenbrode et al., 2018 ), X FiE
TER PR =, BN B R keE 5 it By
TERSRII RN N e i, A0 SRR | T e
7 S5 RN AT 2 5 A X T AL 36 AR PR 06 B R Ui TR
AR H SR DRI B BRI TR A B A AR
K A IR, SRR R A PR AL 15 0 7
( Persistent transmitted virus ), A 4557514 BELE
B HR N HIE5E ( Propagative ), RFLEfasE 1Y
B IR S AT B8 A F T8 PRV B A B
AHOIEHEH ( Mauck et al., 2012; Mauck, 2016 ),
TE 75 0T 18 B B B AR 24T S AR Ak
b, R B R B B A R A (g & fie
FIEHE ALY B LR ) AR R B AT AR
( Manipulation ) ( Sampson and Mazmanian,
2015; Johnson and Foster, 2018 ), MRIEEREI
RUAIANTR] , o5 BERTIRAY B R i AT R Xl
ANFE, R E A E AR . Horb, i
TR T R E TR L B bR

S5 7 T B A B AT i SO RHEVE R, X
Fi@ 25 AV BT AR RS A
Bdm , B BEIETh, MR
SRy i 1) SR o TR 006 B 1 B 3 12 A A
R, JEAMMKEIER, A
TIPSR A EA TR, BB MR, X
i 28 ) OB B R IR R R G . AR
gt W R G HEER R R AT i Ch &
24/EH ( Blanc and Michalakis, 2016; Zhou et al.,
2018 ), Joit i T B A SRR, AR
REMR A M5 M B I B AR . 5 ke &
e ™ O A AL FEA DG AT, DNITTBR = B A5 5
MYRES o T HLRIVERF AR B =, W Bs E A
MY AHSCLR IR 2SS 1T S R i B B AT
REACAE , AR P8 217 A AR AR O A T
2 ARSCE T RATEH BB ( Wang
etal., 2020), XITAFAINEERNBS B HATH
T RBHLEIHEA T T RG0S, UARHEY-R
W AERG AR, WIREERIEEN B R
A7 ELAAE R 0 7 B E s e T A SR Sk it
FEITI), LA A A R0 BH e 2 1% 1 1 A JEL i .

1 mERAENERITHAELNE
A7AREERE

UTAF KA KA B - 75 BAE R GEAEAT
DTSR TR (3R 1), SRR BRI AL
I B HAT Oy ERA AR | A R B A
IGEREESE T, FRAERT ] A Sh AL R FF
ik VB B AT N R AE AN R BE 5T R e v n]
REEAE S 1Y, (R TR Y B ST o A LR
A — B A3 5 3

1.1 HE1TH

BERHENRIREREE SEFRRENLL
AR . T 3l e A7 BT (Electrical
penetration graph )f¢ W 3 0 =X 1 2 B B OB
S A T B o I FL A AR A AR R N R IX
SR AARIWECE SR, xR KRB, #
FEFRARIAR . W RV o A o R TIR L HR
1 TRV 53 WA PR AR R R SE S 40E, T



+ 1225 -

RO B SR AT O B RHAE S BIL

=)
A<

FRESE: T

6 14

B HY

S10T “ir1ong S-S E IV BRI G S R CE LR IR A S 0T R ADTAL HG ‘8
WS G A, T A G T R R A Y
€107 “/v 70 Suey FILri Oty € Hrah YT WIGR g B0 "W WG O B0 %, %
[t 72 2 Y T W el P BT G S, ° Wl
YR RT AT T B O T % 2 T T [l Sl G 0 ki e B iy °
€10 w10 WY GHE M Fr BIXHEH) U sk R AT M P i B (MY 7 O 17 € snaia
,.NWMQMM_WM.%M uwwﬁ __w%w F B [ i G 0 0 e 14no foa) mopjad oppuiof
6007 ‘ourysop] pue exnnsyey 5T 50 H G B Ao 2 (6 T B A O WG OE G TRk OV e B %= TS A R 2
SnAlA 2]730uW OJPULQ]
T00T QIZUSOW 0 Gl el W B 4 A% LMOGIGUR
HEHBFYL “Jups K& SnAA 14nd fva] U010
600T “1v 12 wueN FHIEU TR R M OHE B DR MBI (P SENEP 0T FE T Y&k Ei TR R 2 AT
ol SR T O £ B AEGHRR € X T bz snia smojjad
S| 0 © sl 06 T O Ry Ve Yl G R R R B ol R (e on0401Y2 31qnom)
610T “1v 7o 01 VR GH IR 2T (@F 1 NGy * V- Y B 75 GH Y 3 7% O fX AADD * Bl 75 S T 2225 BN BT o B
sniia m..:.QkQN&u OoJpuQoJ
223 LM IR
%, et G TR ADOL FH NI (M BE0C [ 2, o Ty 36 3B 1) B30 VIE [y Gl SN 503N 242425
910T “Ip 12 soxo104 AMSOL 4t ° [l RN J HuF Y B [l 7 9B Sy * L Bif9¢ 1 257 Y&t omuwol BHOGZUR 100qD]
G =l T R R M “1dd snaia Suimofod uoa vIStuag
610C “Iv 72 eyysaays  TI-0T Fr B b ° [ EY IR B U 8 “ By N By e 2y, [l YA [iBNE Sfkidy “P T1-01 £ Ydbse  ysonbs ErEEINN( B B (Kl
910T “Iv 12 Ya[I[EYS Z(HYMEEIE H BRI O W R G
COIEMI By e S0 O W CH R B L T VI 3k % %
6107 “ipr2np B¢ ‘Y H YOAW ¥ €OAW GHMRIELY TOAW 53 HE SSN EIHMEdE AMSL ‘A VI
NG ISAMBE B TR F A RN (3 VO N R A s s
020T “1p 7o wepn & °HE[EfHDHE ° U Rrlg H T HICHE (M T FE EEE TR
610 “17 32 PROWYEN-USg Fl Fildol MR (HIGTH T HNES ) TR U
P10Z “77 10 SYURE-pIOPTIS R TR i porsods opay  ppsuimenay
1102 “Iv 32 pIogels &) € J N Rysi Il Bl B0 R O S &k MR g hd
SAOUAIRJY muwﬁmﬂu Joraeygogq MM”MMMWMN HMMMMMHHH STUIIA JOJO2A 103sU]
VBB ML L) b HEYH

[E14CHEE [0 RSB

103993A S)1 U0 SAZUBYD [BIOIABYI(Q JANE[A PUE SISTLIIA JUI0Q-)IISU] [ J[qEL

MEET KLY RN S L H

&2



57 %

o FH RS B 244 Chinese Journal of Applied Entomology

+ 1226 -

S10T “1v 12 199158D)

AT G o S T P T R G L R0 S BT E LR
|0 G ¥ Ty O1d-RIN YRR Y WG L s AL B © B Al

sndia owsow diuing

Y10T “Ip 12 1NSe)  [LHEEHT AL B s UMY T HAE "R W R B ML IR B AT 1A R MY
AR (IR ST ¢}
LO0T “Iv 72 zo1eAlY  SRZ[EEEH) 57 BONGAGH T YA B M2 0 0L [ 2, ok GH A Y Rt ) (ol B B Y
BRSO M b
FE S HE T el (o N W ey X TR © - - St T - B O T N I 2 Sk O it
p107 ‘qerog NS ch AR Rl € T CHN S R A el ¢ BB WWRARE I
‘eg10C “Iv o Teyseqefey B €1 L RGP MR TGRS RIS B LI RC R
o 5 I RO R R [ W H W
L00T “v 12 1qundN LY “HIL B PWEFH G FEEE) - 3B T (4, 30 T W R REE) A1
600T “Iv 2 IUIIM CHT R E) LY 2 Tk AP T WHRRE ANTd FH snusa groufory opsog svorsaad snzdyy
700T “1v 12 9poIqUaSIY (e, Sk G S TR B 2 N DL 2, b O T = W BRI E) AT 3 3 [l B Y i /R4 7= Y WEEHT 9
U (561 T (g B I %
AR LT LR i NS VI L3R (ML VS BIES
SLEE S Y MY E S TR N 2T [ H o S S RREE AND U
$10T ‘010T “1v 12 Yone I |G ‘AZ IS AUE HREEWREY e AR AND EW ¥R
610T “/v 72 onn EZPR) W E M AW A E ‘Wi SOY H-fu J I HrHE 9T G AWD sod
L10T “Iv 12 DM\ [l 3V i T R A T YR ) B E VI GRS FIE AT G AND HE VI
(i85 B T 1 14 1 o i I L By SMAIA DIDSOUL 4DGUININD
¥10T “1p 32 esnog-owre) AWD® i =/ W BAX W EY TGS H B H)  WRIARE AND [l 00 B ki B Y RHE %Wﬁ&ﬁéﬂw
SNAIA SMO]]2
Tl G e R B 20V SR T ou.0q-prydp Ekxmﬁ ndfssos siydy
910T “Iv 2 esnog-owre) BYFEM | [ Y ST W R A S [ul o G st 20 (63 o T W R ) W i R 0 7= MY H ity
sn1a 14no fva] 23vqqn)
v10T “1v 92 11 mIRYHIE G R WOl HERE OOAN 5 10 ‘HBTLVI
T10T ‘0107 “/v 32 onp CHYEE M B B A N e YR 98 [ “ B A i =l T WM iR M H 2 A
G B ERARE ADTAL THE VI R T
L10T ‘v 32 nr] MAE VI B R BT B0 VI ) Sk B0 X BV (G B HE VI S DULYD) ]4ND
e Lk et - Jpaj mopjad ogpwiog 233
€10z “/psouen [ B MINY “SEM S I Yl MRS B e WS S s My L I By 3 iV Lok My G, 4 YR M B B R o
Em_ﬁsﬂooﬁn ﬁoﬁmmﬁd
S9OUIRJNY so3ueyo J01ARBYSH SwiApopup  -SUei] STUIIA J10399A 309SU]
YEOCSERY WL Y 2 TEHYH

G CHEE [0 FeSe RS

(panupuod | dqsBL) T %



+ 1227 -

RO B SR AT O B RHAE S BIL

=)
A<

FRESE: T

6 14

910¢ “1v 12 ]

610C “1v 12 nH

610C “p 12 1]

800T ‘[[9oM0{ pue o3poYH

¥10T “1v 12 M

S10T “1v 12 ysoyn

T10T “[v 12 [1oMSUY] {600T
“Ip 12 ©891Q-BUIPIN ‘$00T
*ID 12 ZOUTMIRIA-ZOUQUII[

9861 ‘MOP[LD Pue IO[[FUON

6661 IV 12 SAIdIdY]

6961 UIA PUe Seroejy

Y- o5 [l 7 1 B O X TR R e 3

° B AT B L TR M e O | B W G AR ) ° | & A o T e f L
N RrRfE) ASHYE ME AQSEYS S W41 fx BRI O “RIHEO(BY ‘&
WHGYAEIM o | W16 SHAE 10 SHAEM YR IXBNGRE) ASHYE JE AASEdS
B VG [ QE T 2 G A B F 21X} "R

[l V) TdEO™S G REIVRIL " S W E YRR 11/2d90 HE

Fol 0 [ TV GHERL fox e [ BE ST S BT (7] “FF3EGH 0010 Y1k NIy
[EERT R (T ML T B R g [0 IR 010 L4# ASY

| 690 26 W G R ) B oo BB [l BRI Y T W 2 fop

WRGHRRE) (R iy ‘snaa opow uvaq proig HETY ) Ebidy € L [X T kg
L T W RARE) ANA B W N e 0 B T W AR E)
AT B e T G Sl I 20 el O I B SRR B ROl E) B
Edeode Bl RG] W RIARE) AN X8 AWNE [l B B3 L fX B e 1

B W W
SRS N WHTU B HARE AQED £ [ B sisuaSuodunvy g

HTE TR H o I [ Tl bt 2 (1 T 4] i

GE¥ " ETGENIA ch CHE T B 20 e "B B Y, B
[l o e G DE B g S [ Pl DS R [ ° T ZEERRE) AQAE Bl X — %
FARE) AQAY BT ERIY " F [P DT

e ORI D I DY R B 2% O I R AR ) AQAE I Y B R OCEE

| &1 46 1, 27 Sk G- 1707
& AWS B 3G bl S Tl B R O H - G 3 1 2 e e H
BHREE) ANS X "D EAE 5 BN H thy T Sl o al B o ok S i 38

TR M-Sl £ fx I B RO U 96-8Y
HH T W I RS B S U T 148 [l Y [ Y OH AR
W XIS G B st T e s B I S L o o B B | B O

ey

%, 4t

HEEIE

HRNW

Y&t

Y&

Y&

Y &HE
Y

Y&t

Ykt

Y

Y&k

Y&
Y&

snd1a junys pa33n.4 201y
B RO

SnA1A fIDMp paYDaALS
-¥ov]q 2914 ULPYINOS F

MeHp R W RO B

snd1a ad14gs 201y
BHOGR RN
snaa

owsour mojjof unag

BM P HEAE
snaia

21DSOU UODUD DIJ
BY QR HOM
sndia jjod fpag

uvod LEEkIFEK
snaia

Jaomp Aysnq wowvpin)

BMEURE

snaia
Jaomp mojpof dapivg

BMHHEFEY

sn4ia 21psou upaqAos
B WP EY

snaia

smojjaf ui21som 3oog

Eat gl T

sna1a smojpad 192q

Av3ng LU HAHY

suagdny
vipaivdopIN

ER B

vaafioinf
vjja10308
EN LE
snjja1o14gS
xvydjapony

BN

wnsid
uoydisoy1iloy

e

sisua3uoduioy
SnzA&woLo1py
WNUIUDAS
sydvziyog

27 g2
tprd
wnydisopdoyy

K TG ¥

Siptou
wnydisoypdoyyy

EKE

RERLENE ) |

WOCEHY

sa3uer]o 101ARYSY

MEFELCLY

WSIUBYOIW  UOISSTUI

Suikj1epun

-sueI],

14 GHEE o eSS a)

STIA

Bk

10199A 109SU]

FEYY

(panupuod | dqeL) I %L



57 %

o FH RS B 244 Chinese Journal of Applied Entomology

+ 1228 -

A (N R 10 B B

snaia sy1aduwoipydaoua
auinba U125

S1|DSAD] Xa[N))

Q28 [ FeSe RS

000T “7v 72997 LHEZYALYN W H YA FHLYN B TR E WY A G BT R A E R Y&t LML AL B pHEEE Al
SndlA SHIIDULO)S ADINI1SIL SI1SUDLOUOS
8007 v 12 NPUUDYg T J R T € 8¢ “FHHTH L OMET 2P T HEYE ASA R BN IR BN $9p1091IN)
861 “0 12 [loIN] snaia 4242f Aapva Yy suardid xan)
‘10T “Iv 12 ounqen) XKk [N B T G EL 4 B E Al GH%O0T g B HHEH%IT J G700 S0 B 4 R BMOEOTE 5&&%&
snjordoqv
sapay
[ 7 2 15 0 26514 27 L memwmw
10T “1v 92 vosxor( Y H i) H B Y0 B M 0+ g = B < WO I 046 27 B LG (1 = G Bl sopoy
610Z “Iv 12 Suex SR R R TR RA R i1 HZ &mu..m@zmmm
$600C 10 12 05008 M “ HBITOR B FEHT) < Fhl HGHTE BT NS 0G L B AOVT AR S s 25504 77
0861 *Iv 12 peISWLID) GAXBYECH B W W 22 55 R b B X H B A % LMl 0 TG
MR AEYE 4y P Erde “%0T-%01 S I Br By G H Y+ snaa siqpuig
T10T ‘v 12 sjrend  [XBY SN0 00 By T WL [l [ B W S G L ANTS Stk % B e S
(570 1 O] B L0 ) A snaia vy1z
810T “/p 12 oumqeD LI Y [u °[AFFIEHY vewemD YIRR ROPWHGM LGS I F ez FEEY i Lebeo 32
€10¢
“I 12 SBIR1]-9P-[S10RIN (i O g 3 vk GH B W 06 I Y3l TANAA
110T v 32 eIRWwE)-BwI] KB X “%0S 6 I Y By 3 B L OH 0GB 4 778
[ AR T ST 0G S I BT RN X snaa anSua(q  1dASap sopay
L661 “1p 12 weld HLTR[E| JHCHAY T T ST E G 0GR N SN MG A G 20F ANAA 4 G Y&t & XG5
snaa ajjjou pod uvag
%51 EMGMAR DK
snata S1I82414DA
21DSOU UDDQq UADYINOS vuyovjidy H
€00T “Ip 12 TosSIN H P B I - G Rl S B i [ R Y&t MW ERLE  WEEEME
YWHESHERS MmN EEL e h SUPISIAIA
IR E R M ZmXhLe R iy B T WM HRY B sndia o4Suny X11210YdIN i
861 ‘euoxes pue ueyy (L MIEYEIOHE U ¥T W Y F KBS O | & CH LM P B R E B EH Y& EMEYHY EHEE
WISUBYOSW  UOISSIW
SO0URIRJOY saSueyod Jo1ARYeg SmApepun  -suei] SNIIA I0399A 309SU]
YHOCSCHY WALy . b FEYH

(panupnuod | dqsBL) T %



6 1] FHEE A RRFRIEA B AT O BRI S HL R

+ 1229 -

FE 5 Wil A0 e B AR 7 AL B Ak FE ( Nault,
1997; Tjallingii, 1988 ),

CA RIBFE R, T 22 U A A
YRR E . REEYE. A SR K
A ) O R R A ) R AR A B R IR AT

( Mauck, 2016; Eigenbrode et al., 2018; Mauck
et al., 2018 ), JNHE{RYLEF FAHY) AT UL R Y
TR A AN E IR o, R R A (Khan
and Saxena, 1985; Mauck etal., 2010, 2014;
Casteel etal., 2015; Suetal., 2015), X TIEH:
OIRBET 7, 30 FEARAR AR B AR i B K Ak & )
FEER S i, ORI BRI
FRPIWTFERE WA E, AR T HEEHE
(Mauck et al., 2010, 2014 ), TiHRFAMERREERE
i o S PR VA 9 7 AR DA () 2H 2R 1) 5 R
Erat, QR AR B R SR,
AR B A I )52 B 7 B VR IR, DASRIBURR %
MR EERL T (Suetal., 2015), #RIfN, 200
a5 PR I SR A R B LR AN TS A, X
AR 2 h B LR AR ) 2 AR e 7 B AN )
T Y

H SR A5 EAE Y[R ) T Wi o 22 R A= W e
RGBT R R 1 AR B R R4 4 1Y
AR TB, TS EAR I EFAERKREE,
HAARMGEEEH T RgeditE (Walters and
Heil, 2007; Kempel etal., 2011 ), FHXFFHA
B (D =Ch ) b EIRCE, SRR KE
I AR Gl il AR R AF A ) 6 Y FE A

( Laliberté and Sanfagon, 2010; Alazem and Lin,
2015; Zhang et al., 2017), AL, HNEHRS
R CFEAREGTET SRS, FEAF AR AT
99 T2 e P [ B, 300 3 15 TR PR 8 Rl T
B PR IBCEL A5, TEAL R 99 B 1 [] I 3175 B 4 1) JiK
Bkt (Alvarezetal., 2007; Liuetal., 2013;
Luetal., 2019). BF5EEM, FREERENS A
AR PR TS e B AL AT ok o 4
A7 Cucumber mosaic virus( CMV ) {2
PLniet R KRR ( Salicylic acid ). ZRFTIR

( Jasmonic acid, JA ) FIZ /& ( Ethyne ) {55
% (Mauck et al., 2014; Collum and Culver,

2016 ), JfHidid JA 5HAE S @B Hoe
R, SLHEA R, #F—P ek B
CMV 1 2b, #FHAKEZEEE Tomato spotted wilt
virus (TSWV ) [ NSs, H [ i 10 i -5 2
Tomato yellow leaf curl Chinavirus ( TYLCCNV )
f) BC1 FIH Wk #1575 Cabbage leaf curl virus
1) BV A58 FIRE S JA b s R 1 B
P, b U5 Sl g, A A T B U (Li
etal., 2014; Liuetal., 2017; Wuetal., 2017,
2019 ), MEAL, FRATRAHCHI AR B, HEYIHY
b A B RN DG P AR B A DN &R R A
e B A B AR R0% (Casteel etal., 20155
Suetal., 2015; Guoetal., 2019). &K HidEfk
it M5 5 Tomato yellow leaf curl virus ( TYLCV )
i FARAE ) HUERES , 4245 PAL. POD. PPO,
SOD i i JIG Joz 0 FR K i 40 A s A9 A4 05 %8, T
CMV %) 2b & 1 D3OS A 0 16 1 4, AR H s
TR, AR TR TR UL B RN B
(Suetal., 2015; Guoetal., 2019 ),

bR 13t 7 A R e R R
AR R RN IREIT R, WK IR
(B, BEMURERAmAR, H RS B Rk, o
v 463 o Frankliniella occidentalis i H
#5a7 TSWV J5, MEEZELm/D, R
o, B IX 28 BRI AT N A SCHL RIS AN i
# ( Grimstad etal., 1980; Plattetal., 1997;
Stafford et al., 2011; Qualls et al., 2012;
Moreno-Delafuente et al., 2013; Carmo-Sousa
etal., 2014; Jackson et al., 2014; Stafford-Banks
etal., 2014; Luetal., 2019 ),

1.2 HFEEETH

A B AR R A, — BARIRT —
R AREERL TS, B T EE RN
ARG T, IR B EARPR Y BT MY
o ATUL, A B A2 3 e B T o AR TR
BEARRE FE P OU N EH L, HHC R BN R L1
AE I R AP B Fl ( Shaw et al., 2017;
Gandon, 2018), K=EMFFEEMH, KREHTHER
B B ORI 2 AR BRI B e ( AR faj PR e i
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A BRELEAY )R T (PR AR AR A G o Rk 114 1)
PEFEAER 22 5, 8w R W O RE A B o
[6] TR A ABAR , T BE A B B R U ) T
TEFEAE AR B ) ( Mauck, 2016
Eigenbrode et al., 2018). #&1M, BE# X F[6]—
TS BT, ARSI iR T AR, )
PEVERE Y AE AL AT BESZAS R , anFRATT S AH DG HA
BAK B, JCRE AR Ry B Ea 1] T G Ai Ak s 3K
BUREERL T 5 , #8072 22 450 2 Tomato severe
rugose virus f K B ) AR AR RE,, S
TYLCV (145 S TE S F i ARk (8] TC A i
#l (Fang et al., 2013; Fereres etal., 2016;
Wang et al., 2020 ),

o T U P 3 2k 1S 02 A A 6 A R
EHIRGE 5| 7, (4R B HOx 27 38
PEAT R o A i Al 2RO B YA R BT 5|
) S, 7T e PR 2 1) €8 0 22 50 R e
TREATR R AW 51/ M T H. Fereres 4% (1999 )
R, TEHER SRR R G, B R R Tesk 3t
o FE A g I B I B A I S R B = S 2L
AL, JF HAERE AT, B0 B Ioik sy
PR SRR g iR bR, UM e T
i AF EAEY LG b A B R AR R Y
#77% (Hodge and Powell, 2008; Fereres et al.,
2016 ), HIENTER YL P EAE N, 2
TR EHE R AR o PRI, e 24 e A A i Y
AEBY B, RS B e i | Al g
Br2= 5 ( Macias and Mink, 1969 ).

o B b 2l i U AT R R YRR S
AL, XS A B O RG], SRR A
FRYEFEAT R, AEX PR TG 2 B AR A I R 5
— 2 W5 BiHEF/EM (Eigenbrode et al.,
2002; Ngumbi etal., 2007; Mauck et al., 2010;
Fang et al., 2013; Rajabaskar etal., 2013a), I
o B 20 3 BT E AR A W R Tl | i v 4
Wy T A SIS 1 L RN D AR SR R A5 T =, Y
I FEH YA B s A5 ( Fang
etal., 2013; Luanetal., 2013; Wuetal., 2014 ),
HE— 2P R I, WA L& S B2
B JA GEEKEEE, REMISAE D REE S JA 8

B EAE, BRRE EhiHER FE, A RemE s
Wi S HE R A, T 5 [ B e R i
FaRE, AR THARBOEEE (Lietal.,, 2014; Wu
etal., 2017, 2019), W CMV #1 TYLCCNV [
DUERIMEF 2b A1 BCL, REREATHIS JA @iET
MYC2 1 JAZ BAE, i) JA iR R4 G &
BGIE Wl G B A HE R AR R R A
S INEFE ( Cedrene ) 2 HIR (Luan et al.,
2013; Wuetal., 2017),

FH T B R G AR R T B A B A e | O A
iR, EIRBUREERL S XA R T AR A,
PERHERICEEAAR, WL IEY 1. K,
e B XTI B MUY BF R BRA T N AR AR I Y L
EHEOMER (Zhou et al., 2018; Mauck et al.,
2019 ). A WF5E K PLGK TE RE S SR M Ak e P, =2
NS B2 R 50, T2 0 21 B AR A
B MRSE E AR BE /1 ( Platt et al., 1997 ; Grimstad
etal., 1980; Ammar and Nault, 1985; Ammar el
and Hogenhout, 2008; Chenetal., 2011 ), —/#
M, ANFA S AR S ek B o i f 1 £L
T 2E A fil f bk 2, FESIRES A & H ( Odorant-
OBP ) Ffifb &K Z & H
( Chemosensory proteins, CSP) WZ5& T, 1%
1 2 WRLGE P 28 9T b %) 5 R PR AZ 4R ( Odorant
receptors, OR), Mt s A AR ML, f&id
FHR PR 5, SEBLER He p st iR 515 A2 ( Suh
et al., 2014 ), EARFSRIA LI, B R AT
J& , OR 8 OBP 7E44 58KV B Rikm LA T 10
FA4k, Wid RNAQ T4 OR 2 OBP ik,
RERS B I B A 25 e B Re g, Ui Ak
M A RENE 5 SO BRERSEHRIEN R
Hfam 2 EZ YRR Hu et al.,2019; Liet al.,
2019 ),

1.3 EHEITH

BRAMARIT LSS, B B R i R R 250 [ A
PR AL R B ) A R X JUH 4R
AT AW, I BRI B H A N 1) BA B
2, JFERAEE & 4K (Reeves, 1974), Hrp
A RO (BHE ) ) AR R S e B %

binding proteins ,
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A B M BB S e 1) E AR AR . K2 B0 I
IRy o e A A e #EE M (Turell et al.,
1985; McKenzie, 2002; Matsuura and Hoshino,
2009; Casteel etal., 2014; Wuetal., 2014; Su
et al., 2015), fHALA TR IR AR THA
BB, W TSWV (242 280 FAYPibE
UCLE ) Jo o MRS 0, DA i 2 i 5 1) 7 B
( Ben-Mahmoud et al., 2019 ), It4h, BB
(7 B BE AR A7 B ) A (A1 RZ e, A B L
] T AEA BRAE AR B GG AE AR 77O (Chen et al.,
2013; Shresthaetal., 2019 ),

Joa TR REA B BB R AT R ) R T g
SR I B AR RS . BB AR R4 IR R
A RV B B EE OB SRR, R AR e E Y
7 PRSI B B o — e AR BE RE I T S 1A
B AR S R AR, S0 SE AR,
BN OP A R R ARk, H L b e o
(Guo et al., 2010, 2012; Huo et al., 2014;
Wei et al., 2017 ), 7E/=015 07, JUEAH T
¥R IR B R RE S S e B At s MEA T (H
FCOETE AR SC AT N RE 5 B B AT 5 ik — 2D
KB ( Miinch and Amdam, 2010; Roy-Zokan
etal., 2015), IAh, FEEILRE HHESL WA B
HAEHAT R, =TI Aedes triseriatus #
WL YL % W T La Crosse virus Ji, A8H0AT N 2s
BFERT, AHAHCHLHIUL AR (Reese et al.,
2009 ).

1.4 4720 R B B 18l 3h A

A B T R — S B R, R
PEBEE 7 B 1R YL A7 AN R B B A A= e, 5K
PRETIREL RN AT R, W RER 2 TR R IR gl - A
RGNS . ik, TN SIS BN R
HAT R . DA B RO 35 47 R R ],
MBS [a] | F 49 45 %€ L ( Orientation ) Fl i 58

( Colonization ) W~FrBt, AR HOX [A]—2F
F IR 1) A J R B R RN R 3R
T — 5 B i Nephotettix virescens SR TEY]

R Bt 1] T AR M B EE Tungro virus 124 i AH
Pk, {H7E 24 h JE 5B R R E 5 ; TR

T 7K A BB 2% %k 46 % 7 Southern rice black-
streaked dwarf virus FI/K & H & 4555 % Rice
ragged stunt virus fx 4% F A RO A B AL T
K@l Sogatella furcifera Fil#E K@l Nilaparvata
lugens 7EWI 4G BT Be e 51 355, B30, S5
PR , U RE 4R YL i BORUR #E kL1 5 e 22
SR B AT S s e AT RE A BT 22 5] ( Khan
and Saxena, 1985; Mann et al., 2009; Rajabaskar
etal., 2013b; Luetal., 2016 ),

ANEAT I Eh KR 1 2 &, o
( Oviposition ) ¥ FIH & ( Foraging ) % 2f 3
TP o R R AR AH R, B B AT R
925, Shrestha 55 (2019) ZIAHK ELE
FE VKB 8 Squash vein yellowing virus f= 4%
5-6 d MY AR AT 3 2 [0 JCRH By, SR
TEfRGE 10-12 d J5, MM ECE e e dE R e 3
I, 8 h R RS T, I HME R e R 2
= F O R AN, X ) ARk T Az E)
BEHIREL% MM ( Carmo-Sousa et al.,
2014 ), JAE G A AR 28 i A0 I A |
AR, (HREE R R G B =M, EFR
FEARAIBT AR A 2 SR 22 W RS Rt , (A
B A B ] JC A B2l “ %3 ( Rewarding )
(Y IE T S5t 4 IR B AT BRSNS FE2 0k [RIAE 1Y)
W5l BT “H9%” ( Macias and Mink, 1969; Mauck
etal., 2010; Ghoshetal., 2015 ),

15 EHRESRKEESTA

AR TR ERE (Activity ) JEd HAT
R —AEESE, HESEmMENE SRS . B
UK AC B 2 55 | {EAE ISR i 4 22
W o XTCH A RIFTE A B, T AT REAE  HY A 2
Mz £k ( Glutamate ) 7K-F-, $ i B A 1 % Ay B
TG BREE ; AR A B HOR B 5 ), #a
WEReR, RATRES) . IEERIE Y R B TR,
XA REEH TR TR BN 5-8 68K

( Serotonin ), Z [} ( Dopamine ) 7K~ Fl N 7E
LA TAME (Plattetal., 1997; Leeetal.,
2000; Lima-Camara et al., 2011; Moreno-
Delafuente et al., 2013; Gaburro et al., 2018;
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Yang et al., 2019), 7EHEE-1a F HEAERMFR H
KW, W FERE SRR TR ST
e ZREL, WTRERM ST (Sickness
behavior ) R, BTN IRIEMETEZ 2| &
YUy I 0 3E AT, TR e b ks
G SR A O B R AR

MAEEA Y B Ao 2817 5 a] Ge A F T %
#% (Patotetal., 2009; Jenkins et al., 2011; Han
etal., 2015; Mauck, 2016; Eigenbrode et al.,

2018 ), FATE TYLCV-Hky BUE AR R 5E h &
B, TYLCV #EAMREANIG, REMS L —Fh
HAE S A 1Y B 82 A5 5 G Iy A S 7 AR
Caspase MM JR TR 2R T, 1155 HR 5 A
PG R FETRRE T, [ZRG 0 1 7 5 B HO g B 2
FHY R, AR T TEREHRE ( Wang
etal., 2020 ). ITAFRMBORBZ HFFE KBS
F IR 5 K A 922 2R G B A5 Bl 4% 15 1 48 A P
BRI , JF AT RESC I BB 2 AT R, (B
B AU ok pR S RGEAE TR L SCHE L PR IR A

SR e
X AN ' e Hers”
; '.:‘,,1‘)41~

.

. L
-;!}' r Blood brain bgrrie'r ° gﬁ%ﬁﬁ

Vitellogenin

N
Javiava

PR o4 -

Central nervous system 1§

=
. ‘:5 2, .':Ho.st seeking
U
Volatiles
HEAE

Trichome

Feeding beI{ior
A B |
Terpenes synthesis pathway 7?;«

TR AR B

L § L1 e
ok .’ﬁ‘ y ?‘zﬁ?' - K
Phytohormones pathway ' BEHL J g

Virions

Bl mEXMHENE

Haemolymph

AL AE Ty 1 XA B 7 A 5 e A BT R EE /D ( Wang
etal., 2016, 2017; Chenetal., 2017, 2019 ),

2 WENENMERITHEANM
ZiREHLH

I BT A B A T AR BIL R AS S AH ]
2y K 22K 2 3 o Ko T 22 R G TR T SE BT o
JUAE S 7% - WA B A AR B b 22 ML i R
Z BT 2 MRE Rt 35 47 I Ja s i a2
BLI, 9B W] e o IE R 28& ( Ventra nerve
cord ). ARG HBIERF — A7 TR EAS
B AT R Hrp, A B R 7E R R R AN
KHEEBERE, WRIE-TE-M A R B 2
Y, iziiGh ( Gut-brain zxis ) A e 2R EAE
MFEAR Rt EZgE (K1), B 1 &8
N, A BRI R R Y A RO S
Joa B L5 0 P i B B, — T RB IR G RE T
WPT A [ g, Gl e - e A A8 B O R R

AN e

- Peripheral nervous

€S

Hormones

Mating and oviposition

TEHER

Reactive oxygen species

WA

Secondary metabolism substance

1

1T ABRNBI R ENH

Fig. 1 The neuromechanism of the behavioral manipulation of virus on the insect vector
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THERGE: 71— 77 L e T BUMMK L iR 5
P2 T KPR A AR A, Jd 3 o i A T
MARRGE; MEtld M IRR A E RS, HE
ERI T e, 80T LR,

21 BEWMER

B A BN ph 28 3G K Az 8, % N
Az BT Bl AN AT R s v LA A TR A
FH L HZE AT i 2L 3h ) 1 2K B fl22 ( Vagus
nerve ), KiEWF5ERM, B fEY A 221k
RERS AR 15 AT R, TVIBRAEM AT, XL
AT ST, BB TR W) i A5 5 e sE 4ot o i
PP 2 R G IIBE ( Bravo et al., 2011; Savignac
et al., 2014 ), Ve MNMUBETELEA B LAY
IR IIORAE, i ReiE AN B2,
Bt P 25 R 0 E A R, il LA 2 A L e
WAL RS . R HFE ( Rhabdoviridae )
Y B K AE M%7 Maize mosaic virus F17/K F %46
J# Rice dwarf virus, #: A GER AR HRK
2T (Nerve ganglia ) AN, 5t B HXGT A
B 2 AT REAAAE HAEEHI G R ( Ammar and
Nault, 1985; Ammar el and Hogenhout, 2008;
Chen etal., 2011 ),

22 ERRS

S FE SR B U B R R S, REREREE
I bk A4 BHE A , JF 4 S AR anfil )
B PR A Ik EL Y Y, 5 2 B R L W v g S ] o
ZAFAE B A 7] BE( Hillyer and Pass, 2020 ),
130 187 NS SR U RS 5 T O R 1A o
X G I o B s e 2 R A EEAE . ©
FAFFE IR, S B R MO A B e b 2508 3 1Y
IR, A T oAt g 28 BN A W EA T IR A
A EFRY B IR B 62 ( Gaburro et al.,
2018; Yangetal., 2019), WINEEE AR, o2
N R AEME AR RS B, 2 BRIE iy B
BRI, BRI, OB R RETE
W HER SRR . Hm s o QnaE s e Bk I
Harpegnathos saltator & fii 3 41 siRNA T 5 B
B RS, RN Bk Bt AT o

WD BT TR, R B R ) B B AR
JFHAEAE AT ARSI RE (Li et al., 2010;
Gospocic et al., 2017 ), HizFikn o0 & & 1R
W REE S R s s b 7 Be ks, 2 55y,
EHCRE 75 T Bl 25 5 A L Pk ¢ B AT s iE — 20
3% (Rono et al., 2010; Salmela et al., 2015; Huo
et al., 2018 ), Mol i fik e REAS B BUE Y AR
b, BEAS T Bk B bl 5o J AR T 38 Ao i fii o7
B R LG4 5, R TR RS0, IS8
AT AT AR AR/ TP AR R B,
S U7 3 A0 P P SR = B 8 2 T 0 A o R P S0
JE, A X PR 2R 40 b — S0 5 4 B 7 R 38 a5 1
AARAE, DT B AT R b ) A R R A
( Braniste et al., 2014 ), [Fitt, FREERTEA B H
I ik 7 o A 1) s i) 0, 1T R S FL R A AT o AR 4k
M B A

23 BREERS%

I B CE LA B MR N I & I B e 7,
WEFEAT R AL R 2 R A By 1) o 2 22 IA
A B e ML R 1 TR AR A, 20 TR EEAE R
AR RO 5 AR R R I, W EERENS TG
WA R e R i (Wang et al., 2012,
2016, 2017; Huang et al., 2015; Chen et al.,
2017, 2019), Hir, 41> ( Apoptosis) Fl
HWEVER ( Autophagy ) J& B HUE R 8 %
A, RPN R AR R § o e
WA B AR N IR A D, B P R TR ik
B 0T B2 I B s St A= B HH . QR A LA
B S AVEVERWEBRIANT TYLCV 8k
T, e E R E B (Wang etal., 2016 ),
FHI, AT AN RE S A A B B F By
e ik HAE R AR NP, ot st i Recilia
dorsalis Irf&4%& /K FiJR #%9% # Rice gall dwarf
virus, BERSS IR A A WEFE T, #F—2DaE it
A2 A R0k 55 1 A P s 200 9 T s T R AR
TIREEIMERGRE ) (Chenetal., 2017, 2019 ),
FESYIR EE A B R SIS Aedes aegypti 11
WFoEr, HAL#%& % Sindbis virus fEf% 51 EHH
WA T, @ RNAL 40 M TS, R
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SRIEAR T Al FE T4, A 58 1 e BRI 9 HL
AES1. DIUL, AfMEYE 7] fe 25 Bl B B R i
A= B R Y OCHE , TR R A B B et e &
GeH B B BB G AT ReAE N W A I B
BRI R GE R B Ak P (Wang et al.,
2012, 2020 ).

RIERFNE S HFERE—RINBM &
ifeffS ( Neurological disorders ), H:AJEZA4T
SRR R BB R B o e A Gl Ao S A A OC
15> 7 (PAMPs ) S AH G Y 23 7188 X
( DAMPs ) RRREIIE Jo R S re 4m i, fn E w4
Ml ( Macrophages ). W& h ¥k 40 /g ( Neutrophils )
FIA 240 ( Dendritic Cells ) 45, M= A= £ Fift
e RN T ( Pro-inflammatory cytokines ),
XA 4% PR 15 sk I G 5 e -5 28 O R S
Yif (JUHR /DA ) EZ iR A, i
FEN A R GRS LA, AR TR
( Dantzer et al., 2008; Sampson and Mazmanian,
2015 ), X TAEYIIREE T | K WA B i
SE RIS D , BAEVF 2 R P R, h T
RYFTFFERMSE, AR R R G| K — RS
MIRRAAT R, ELHETE B I, T, SR,
JREHHNAE S TR (Han et al., 2015; Jenkins
etal., 2011; Patot et al., 2009 ), Ul Invertebrate
iridescent virus 6 24 #t Phyllophaga vandinei
Ja, WSl T EACEL (Jenkins et al.,
2011 ), AN, BUA AEY R ] RS2 R
B U TR AL Mok Ry, JF HARLAE 1959 4FEmi A if
58K PR FE R A B AR SROEAE I .
AT DL, B B ) S R G AL R BE 1 U3
FE N, SRS A B SR AT A R R
( Jensen, 1959 ),

3 RE

H 20 Ml BT, W3R B B RUtT
NN A B AT ST A FA R (L 2L Y
P LA TR B AT B fR] UL AL R
AR, BEE T YA AL EOR 1 K
J& , Aedis REd ) e e B Y B AT BBl
HIBTTE LT TR0, KB T — RISV EES

T HiE T HES SHYPUEE E A E
P, JA¥E 27 EAY BTSSR, AT EZ
A EL HUAf T (Lietal, 2014; Liu et al., 2017;
Wu et al., 2017; Wu et al., 2019 ), #RTii, BT
ZA R BN | R . THRRCRALC
P FAR NI . BB RANEMT R R, A X
R REXT WA B AT N B AR DL AT 2
H A7 o R AR R T - S R i ik
TN R A 2R AR D E . g, i
WREL . MEVRAR . DPERAE SR LA HEEEAE, B
Uk 18 7R 5 5 ELIEER AT R (9 1 FH s 42 R I
A BUA AT g 2 TR A 7E B K B
PeR s A BT, DAk B L #
TR S 2 — RIS B AT
L RE PRI R R BHWTR 1A% 4, I AT Ry 4
Bl I6 B T Bt A

i FINNER TS A EECR T, WA
ST B AR KRR B A R i i E A 2R
11 M AT R A S0 B P& I 192 2R B8 9%
ZHOPRE , Wi RAIEN R iR E TS
TR A RO . AR, TR R R
P ) S A, T B 2 ke 3] ] s 4 o -5 HL
MR RRCR . A, (BN B 3 B S
ARG HR RN 58, SR —MIR A
TR EE A TR M . I BRI R R e T,
A B 7 B LA PN %) TG R b B 2 A
Ko iR H SRR, e, RAS R R
AT i 4 S RS A BERR AL TR e R
g, nTLARI A R R A B Hi> | LR
TH bR B 7E B SR N 185 DL, DT R LG B2 e
I1 o (BT BEWUR S0 RGP BE R BURA R R
AT AN, AR AL T N e — e R
JE 1) 1 TR SE A P 2 A8 Sy 3k B8 1 5 A0 R 3 B g
FIHIE, AT /N 1 ARG TRl . Rk, JF &
JCEEPE Y B R G5 3 R0 s i 391, SR P el
M TCECRER AR, BRI B HUAR Y 1) G
fir, FIREA B TAEE R TR G A0[RI, pai /Dt
25 RGN N AR 5 1 Jal o

A e B R A O X B LA ) 3R R S
) B AR 22 RGE R, Sl A AR A B
1 R e B AL 4G 1Y) o5 — PP 42 o A 2k A g A
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BIMRR RS, FOFHAGE . MR, af
AE S H S S BRI Hh A A s8R A W k3 AN B
S, USSP W RRE 1], SN SS I Y R X
PRI, SEARTEHTMEAB R L BOHCRD, BRI R A
BRI 2 o X AT LR A AT B R B B
ORI 5 BERRAR , 20 ) R -2 o 2 R A
EHARCR . AR, M TR AT A B A
2R A T B R B AR AR | TR AR
I B BT AR 75 1) Bl PR R SRl o ST R
XA B B2 | IR R GRS , A B
TR AT D L B 1 R A B HUA AT R
1598055 FLA B AL R A BE T, () it i D HLA A
B H BT 408 1143 D 200 o B ) 77 9 B B
2%, Wi R FAVESHERN — P EE TR (X
I, 2020a, 2020b ).
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