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Recent advances in under standing the molecular mechanisms
underlying wing polyphenism in planthoppers and aphids

YUAN Yi-Yang" LI Zhuo MEN Xing-Yuan GE Feng

(Shandong Provincial Key Laboratory of Plant Virology, Institute of Plant Protection,
Shandong Academy of Agricultural Sciences, Jinan 250100, China)

Abstract Wing polyphenism is a common form of phenotypic plasticity observed in insects. In populations displaying wing
polyphenism, individuals may exhibit either dispersal or reproduction morphs. Planthoppers and aphids, significant
agricultural pests, serve as prominent model organisms for studying wing polyphenism. In this overview, we investigate recent
advancements in understanding insect wing polyphenism, focusing on various factors such as IIS signaling, TOR signaling,
Whnt signaling, endosymbionts, plant viruses, neuropeptides and neurotransmitters, and wing development. Furthermore, we
offer insights into potential directions for future research and suggest the exploration of innovative pest control strategies
based on the manipulation of wing polyphenism.

Key words phenotypic plasticity; wing polyphenism; molecular mechanisms; planthoppers; aphids
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L WP R R B R 2 (] B A e o R 2
G =AW B RS2 I SRR N A R R 5L
S HFEHLIE A A E ( Xu and Zhang, 2017; Lin
and Lavine, 2018; Zhang etal., 2019 ), FEFXIA]
U B A S A R PR DR R B A, E i 322
AR N L 1% 5 1 S 19 43 T HIL T R IR ABF Y
( Miiller et al., 2001; Brisson, 2010; Zhang et al.,
2019;  Yuan et al., 2020 ), HHr, TCEFIEF AU
W R R 2 AU 2 2R, LA, FRES:
FEAEREUFIIEE H )38 A ] 45 SRS T — R 1 %
WP I . ASSCEE G CREA s e ) R IIEEE
MRNES, MWBRER(E S . TOR ( Target of
rapamycin ) 5 538 M . B MEG S EEE . Ak
AT MY MR A FE TSGR TR
T Z A AL OB i 78 R, IF X AR B
AL 5T Oy 1 AT T R

1 ESEK
11 BEREESEE

B £ 25 530 e TR 4 B HU 2 R R
o 2015 4, WITLRFARME FKAL B 2R A BA
RN TH# K\ Nilaparvata lugens IR 2R %
A InR1 Fl InR2 38 ik 75 90 W IR Ak o) R 1 455420 Jir e
¥ 3 ] ¥ FoxO ( Forkhead transcription factor
subgroup O ) BYFRIR, M il H A oAb 1 45+
P (Xueral., 2015), FE—LH5ELI, # CE
microRNA miR-34 . [R5 ZEFEME MR (fR4)
TR FISE B2 R ) T I 17— T v 42 [ % ofe A
HIBAIME (Yeetal., 2019 ), JB8 F {55 Al
PR E RN Tra-2 ( Transformer-2 ) 845, B
IR TR R Tra-2 FIkWTa@ T 1A PI3K
( Phosphatidylinositol-3-OH kinase ) il 4kt ( Protein
kinase B ) fZRIEAKAN ] FoxO, M7= Az 50 HY i
PF1R (Zhuo et al., 2017 ). 1ERIRS R (E 5
TSR SRR T, FoxO HAZINH T CElH
J B G5, TS H R S LMK ( Lin
etal., 2020 ),

2022 4F, WL RS IRIER A4 3] — 4
R EA B T 3 Zfh] ( Zhang et al.,
2022), E4ciEit RNA-seq #6317 123 e K@M

I e 3 A L 2l S B 25 S R I 7 Sk A
TR, FIF RNAi ( RNA interference ) % AR ffi ik
IR Zml 25 T AR, @K Zm1 =6
AL I IR AR, A S 4l duA
KB MAEN . R, @K REL Laodelphax
striatellus Zfh1 WLHENS i E 4 N KM AIAMA ]
ULEA Zfh1 A5 CEGH 22 58 () R 45 D R FL AR ST o
RNA-seq. CRISPR/Cas9 3 [l i A Fl a2 PLiE i 5
SRR, Zm] HEES G 3] FoxO Ja 8 X LA il
FoxO ik, MIM{Estw Rl A AT . BE
2SR P BURABIALE R R, Zfh] T & B 3L
Ubx ( Ultrabithorax ) 75 #4230 %4434k 7 T AH H.
M7 IR RRIRR Znl S 250 I CHESE ] InR1
B Akt ANRESUE AR CECE I LU, BRI 2R G i
RN FIB WAL 21 EHKE, 3 Zml
e 5 2R 38 B BORH N ST R PR D) RE %5
HRIARG T— ST T Ubx FHBE & 20 J Y 5
AT HITF I, R T 2 AT R A A 1k
PAZEMLRI AR, Zm1 LR B BAR T MU v ff
HE— A A

B i , BRI 2R A5 53 B R OF 1 ) e
ZRPEHE PRI RE &1 T EEZA/EM ( Grantham
etal., 2020; Jietal., 2021), 2020 4E, PiRR#
TR B e R T/ RNA il s £55
8 VRS T T Aphis citricidus SR T
ML ( Shang et al., 2020a ). 4FhHE® EAAKET,
% X miRNA aci-miR-9b F3R/K T, T2
HALFRIL ABCG4 HFEE, MKIEBYKFET+
e, HETE N ILP3 ( Insulin-like peptide 3 ) 43
WA T TR 8 2R A5 510 B DA TG 7 A TC IR 5 AR
FEREWSINES, miR-9b FIkKV-Thim, W% T Fiif
RS, (e A=A (Shang et al.,
2020a ),

2023 4R, INZRAE RO B B TR ZH Frh
[ B2 B W0 7 BT 90 T il iR 4] & SC e 7R T
BFEE S MR EB G Acyrthosiphon pisum
AL AL TP DI RE R BF R SE HE ( Yuan er al., 2023a),
WFFEEEIRFI , 7= A w8 A JC g 1) B DI i 3k
#hrf, RS ZEAK ILPS (Insulin-like peptide 5) [
FE R R 7KOF b 2 i T A v LA SR A R AR
PO S8, [H, 0 RNAD FAR@IE ILPS
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mRNA JKFI RS0 AT L. RNAL Fl1Z
2R a5 R L B, JE 5 R A2 4K InR1 Fl InR2 7] G
WA 2 550 s R i s . AR,
PICHE B 2 W R IE  BY Fox O W] 38 3 30 38 % 7 2L 1K
KRORGIFH&EMERMER, X—HL 51
H FoxO FIMEML, XHETHEEF FoxO TERIR
WA MA T, MitE CEl FoxO W74 d ] 3
KB (Xuetal., 2015), H, JBESZRESEHKE
3 R AR D) e T REAE B R A R R BT
itg stk

12 TOR{ESHEEE

TOR {5553 & A L B O 51 1 38 57 B
WA, SR TR A AL RS
& (Katewa and Kapahi, 2011; Xuetal., 2020 ),
2023 AR, HEREBESPIEIE A T ORI I 4]
BASRSE ] T TOR 15538 [ i 45 4 i [ s
3 ) 30 R oA A s o 0 R TC T B B T
PLl (Yuan et al., 2023b), BF5EKH T —4 TOR
G538 % F, W E ® ™ A4 08 s N
REPTOR2., TEPIHFai Wy 4%/l 2% 1'F F, REPTOR2
3 o R s D R 4 P Y I A g ] A o S 2 g S
Rk, AR, W ILMAEMETIREAE S 53
R IR R PR AR R T —Fh i
A oAb 38 B, Ay B TR SR B A AR
fEARK IR T EBARTE

1.3 Wnt{ESi@EK%

Wt {55l BT EA AN ERE K
PEEEEAER], JUHX TRk B s 2 0 EH
i ( Swarup and Verheyen, 2012), 2023 4, [E
FMP R AP BNE A Wnt i B 45 5 0%
WG BUR ( Zhou et al., 2023 ). fifF5E4h
IR, Wt &5 07 2 1§ 0 L e A i 5
SRR, WS Wne2 . Wnellb F Wnt 52 13 A
/22 (Frizzled 2 ) 8¢ FFHFRIEH Vg (' Vestigial ) il
Omb ( Optomotor-blind ) ) A RAEA B EF L1 ;
fI% Wnt 38 B B0 T/ RNA miR-8 W n] & 2538 i
AW L], ARG G5 R R T, UK 22 AT
TR LA T, BB A XS5
{CUERT T Wt 1553 P& 42 i 7 el AL 5B Y 53
FHLH, A6 S 5 I 3 2 B e T A B
BREH, ArtE—P5%.

2 AHRER

SN - TR Y A 0 B 9K B v ik A7 1 B
%, A AR AT A B A FE 00 A5 R R B M , T
W RIONLEH, DR TR AR A T B AR S R SE
flRa e 4 X H % ( Bronstein, 2015 ), B A Z A
S M BB R PR A W LA, ] B2 B 3
AR IR

g R N AR PR N LA TR, 23301 S T A
A TERIR BN LR (Oliver ef al., 2010 ), #I2%
WILLETR Buchnera S EWF HUAR AL 22 bbb 2 ik
MR | 22 R ARG S5 R BT LA AR IR R A K
& B ( Nakabachi and Ishikawa, 1999 ; Ramsey et al.,
2010; Hansen and Moran, 2011; Douglas, 2014 );
DR N A TR ) 51 A PR BT AE T BE ) B DIAROG
AL A S A XA E U L R . REREURE L
A A5 PR EE I8 (4 97 % 8 77 ( Montllor ef al., 2002
Tsuchida et al., 2004; Scarborough ef al., 2005;
Guay et al., 2009 ), CAWIREMN, HHTAEZRF
FaF-1E BRI AT Sitobion avenae 1N IH]
RNILATE Buchnera VI 4 208/ A F LA, [R]
Aof i 2 AR R 5 BB BB ) ( Zhang et al., 2015),
RPN TR Regiella W] b 254 I HHF 5518 T JTHE
i 2B AR A 3 L7 ( Leonardo and Mondor,
2006 ); AR, HIOHESE 08 7 A I B 4 (R R
FJ5 . Regiella 5 B I ¥ A B ] ( Reyes
et al., 2019), VLH[R]—Ff A LA TR AR AN [R] 21058
AT A A B DT 1 o RS X 16S
rRNA PSR, 2 RSP R 7E A i iy
TR W T, BRI A T RES S
TS SO RS RS> B2 ( Shang et al., 2020b ),
2022 AF, LR XN D5 AR 5 SN X ) e e
2H KB IR N I A= TR Serratia symbiotica W)
B S KB i oA R, DN
HHE S (Kangetal., 2022), WIS L, B Wiy
UPFAY 1R 2 B R R A S B, Ak T X
AW B0 o T AR B ) SR O K
B XL 54 CEE L, Ui R AUk
Jr B S A AL T BB AR o 2D BIESER
B, 24 2 B I N E R E R B B
FREHHIEY) ERF, S symbiotica W] i EHEHNA
W RS Le ], ULEH S, symbiotica W] H AR EE H



+ 654 - R B 244k Chinese Journal of Applied Entomology 61 %

FIRERGY BLAE ) (Kang etal., 2022), IKKE,
P TR 5 T R 1 2 B AT 2 bt 8 0
SRR AME | FEFR R LA P A B i L
BHAMTHLR,

3 EYRE

UoF MR AE Y B ARG R A R, A

B ] O 45 A0 R AT O ok Ol AR IR YT HUIR 55

( Fereres and Moreno, 2009 ), 4k, 4 M\ JCi#
A ] A A (R e A A TR R HUE Y . 2K
EEE T HRE W% (Barley yellow dwarf
virus, BYDV ) (R e f5, AR 6w & T

( Gildow, 1980 ), BEESERMF Dysaphis plantaginea
Wk k1% ( Densovirus ) DpIDNV R4 55Kk H
JRAT SR, Wi 1A A AT DpIDNV AN 22 % 7
JCEREE . T H., RNIA DpIDNV [ HE N 5L
IEP B ZE A AT, AR Io ™ R A3
HIAMA (Ryabov e al., 2009 ),

TERE YT R Rl 22 FERf B — 28 DA RNA

( Satellite RNAs, satRNAs ). # JKAE M5 B

( Cucumber mosaic virus, CMV ) [ satRNAs Y-sat
AlSE AP Y- R FIBEET Myzus persicae
MR RL AL Yosar (ZOAHPIREAR T i R G il
MR AR BT, BRIF R T S IS Yosar =
Pe(X—H R “Hr”); Yosat SHEIFH) ABCG4 mRNA
TE4PELE A/ RNA miR9b, 117 T ABCG4 HIFik
KV, BRI B AT, (R YN R
MR (X —2h “4E” ) (Jayasinghe et al., 2021 ),
AT UL, R T RE R i A A S S TR
P HALIEY 1. 2019 40 —InFoE 45 R0,
B GWF A HAETE 2 ok A WREOR KT
LA Apns-1 F1 Apns-2, RNAIL fflR BT ZRIEK
SR G 2 R AR A ST LU 5], 2R I B R A R AR
WA AL I e b B AR Rl 2 & B

( Parker and Brisson, 2019 ),

4 HERSHMEER

P22 BRI b 2238 TR B M & R A
BLS51T A R EE(E 55T (Osborne, 1996;
Bendena, 2010 ), 7F 2016 4F, Brisson I/3i4H & #1L,
e AR B RT3 R R ACIORE A 7 A ey L A5 A S

TR, BRI AN Z R sz i (20K, T
TR0 R RN O ) R B RS T 0 W R AT
( Vellichirammal et al., 2016 ), 2023 4F, [A—if
M R 3R T B R4 8, (1 FH 25 32 T Be 45 14
T 2 T e A i i s A R A A ) IR TR - 45
BEACHIOME S 3 5 22 [0 i mT Jd =25 eI 1 O s i L
], 3 5 22 EEL A0 o) 590 0] 2 38 n -1 S 0 L 1]
(Liu and Brisson, 2023 ), Z#f5REH, 525
e B AR ANME 545 S e By R 3R A K AE
A A A I A A 7 A T8 3 AR ) I i =2
[ 25 5 . 2024 4F, EiF4RVBIA A T 2
NS 5B RS Aphis citricidus R4 B #H
£ K Bursicon J& K AcBurs-o Fll AcBurs-f Lu et al.,
2024 ). AcBurs-o. Fl AcBurs-p 1548 (A W 45 0 vp
FRIR B WU 3 AcBurs-a Fl AcBurs-f %
IR REEH A TR, FiRIRIER], g o
MRS5S T R R AL e r I, (R
YEHIDLEAT A i — 20 5% .

5 BAE

Wk H R AR = B s — 4,
BHEUE T RA R T BUAG IEARHE , IRA
g% CEURTF O & 1 431 LA B T R A R
W2 R JEEHLEL, Dpp ( Decapentaplegic ) J&
HREFESBEPEENEN, ERHAE RS
T RRG B RSN IS oA R IR OB R
HeE T B R )67 B 434k (Irish and Gelbart,
1987; Bryant, 1988; Morimura et al., 1996 ), DA
ey KRR R BFE 4 R KW, Dpp L TS R 2
R InR1 Al InR2 (9T, AldE S0 — RIH LT
FERRIE AR EROE E R K F R (Lietal.,
2019 ),

R AN, 8 5 R A i B T Wit 8 ke 7 B TR
AT Vg (Vestigial ), ] RNAT FoAR KA CE
YW FoxO Rk W2 LM Vg FRikKF; ERKA
UG CE AR IS Ve Rkl S LT
ERIAK ARIMEE SR IR 5 R R W, 45 KAl FoxO
Wi HEES AR Ve MR —ANEF B vg R
ik, P BIAA & B B A Y FoxO &
KA TR, Vg FRBAKENIAER BT, T2
B REKE NK A (Zhang e al., 2021), LIEF
HOABE AR AR B T AU E58 , MUK 4i
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EWF Rhopalosiphum padi Vg F&iR T[] 3 W4 1f
BT, /N RNA miR-147 W B3] Ve Fikk
FEFHEWHMAEE (Faneral., 2020),

Hox ( Homeobox ) %A Ubx ( Ultrabithorax )
2 CEH L B R CHEIE N . Ubx BRIKZ3F
FEAEY BT RIS 2 5244 InR1 ORI InR2 JA455 . 475
FHYE TR E AR, mR2 L RFRIR I @
il InR1 R IN Ubx ik, # REULE R ;
MA FAEY TR AR R, IEERIBN R WA
Ubx FRIXM# REUK 7 A KA Liu et al., 2020 ),
AN, T4 Ubx SRk i v] LA S 0 A4 R AU S
3 W R SN R, MU RS KAl Ubx 3R
IR 25 H S AL A ET# (Fu et al., 2020 ),

6 BEERE

TR ] PR [ — e PR R TR B S T
ISR W2 G, T AR T HAR A
R A W N ER T 38 A E N ( Bradshaw,

Kamig
f(}j/” Long-winged brown planthoppers

-
> -

[ Ubx ]

D m\$ ------ arn D@

Licruse)

oD | -G @D O
"

[ Kr-h 1 Vet Geel

1965 ). F& LAY 2 BB G 3 R ] B R g LA 3
Bo ARIPBLRAME 028, B AU i 8 R A 4ot
DAY R (AR ) MAE B R PR S Pk g, LA
FHH (TR ) RIS G R A AT AR R
JCEEJE B BRI P RAR A3 LR SR, B R4
SR T A FE A RARK . I, TRARRE R
2 RUHLER, AU By TR 2Ry Rt nl 28 1
AIIAIR L R AR I K B3 e B 3 R s (1A
o ARSCLL REEF HUMBTFEXT R, 230k T R dU#
PR THLHI TSR (1, B 2), &
RASK, B HUM 2 R ST AT A AR 2Rk 2 Rl
FEIIH , ARSI SR AT BT T Al AR ) S ety
S G RS R

61 ARFEFHTRHEZEERIBBSMMNES
RERRENSHME

AENE R B U 2 R IR S 2, Ay &
BRBUEALZE O OREUEBL, PSR PR
HAE . R R G AR ARG 4F ( Brisson, 2010;

4 RSB AR
) Short-winged brown planthoppers
o1 I8 [nR2J
_—
-

-

Bl B EBEESLRSFLE
Fig.1 Molecular mechanism underlying brown planthopper (Nilaparvata lugens) wing polyphenism
Bk, R RAFRAEGE OP0IE s KETFR: R IERBEEE AR WELS . WOE S R
PATIT; WAL BOGSEMGEESRPOCH] s B FHEE; L5 BHU Tra-2 il 5 Akt Al

FoxO FRARBUEMENE TR, REEL 4.

FoxO il 4EBP /-T2 RN T 13 B 71k 5

Gk INK 55l 845 FoxO BB Mt v U AL
Black font: Upregulated genes or activated proteins; Grey font: Downregulated genes or suppressed proteins; Solid lines:
Direct pathways; Dashed lines: Indirect pathways; The components that are less active or inactive are shown in grey;
Red line: Maternal Tra-2 control offspring wing morph via Akt and FoxO; Orange line: FoxO regulates wing
polyphenism via 4EBP under wound healing; Green line: JNK signaling regulates female offspring wing morph via FoxO.
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Fig. 2 Molecular mechanism underlying aphid wing polyphenism

LR SR FRGREE AP @A ER T IR EE AR

Red font: Upregulated genes or activated proteins; Green font: Downregulated genes or suppressed proteins.

Miiller et al., 2001 ). PRIEEAAFZREE H HebE
T B ARG E 5 1T g s e AN Y . mm
p Hh 3 5 Al A P B OOR SRR R 4 S 8 R
A5 B = ORI K B fEAE ( Zhang et al.,
2017 )o SRMRIE ALK . Ji 7S5 2 2 T
g 107 458 37 Wy S AE bk 2 e (R KPR Ak, B IRz
B EFRYBUKE, EREERESFT8 (Kin
and Rulifson, 2004; Kohyama-Koganeya et al.,

2008 ). M2, RAURZAFMERME, T
SEFRBRE TR W, RS2

FAEIWEACT A SRR B T e, P R
A5 Tl g R AL (Xuetal., 2015; Lin
etal., 2018; Shangetal., 2020a), ViiHF LLIREE
MR FIEIE S RIB MR . 2R, ©
MG S5 FIB R R 2 RN 28 T
SR ZFEACRHE , BT LMY SRARAG W] Al R Hu sz ot

B E 2B AN [R5 5 16 S ok Rl 4
Blorfk. A2, HETCA MRS LR =, W2
— LRSI

6.2 FARERBIESUNESERBEENHE
HEEER

B T LSO AR i aAesh, A HAl
W ZS T E’aﬂtﬁuﬁj\ﬂ:ﬁ?‘ pULNa ESERe)

W RYIEERE T . INK {5538 F A Y
2 (Linetal., 2016; Vellichirammal et al., 2016,
2017; Wang et al., 2016; Zhao et al., 2017 ), Z
Wi ZER (Yuan efal., 2020) E&#HfTHN4H,

ARICAFHER A, ‘ﬁbfé%ié%ﬂ?’f?éﬁiﬂ
AR T AL AN B A o HoAh S ’ﬁ%&i%ﬂ‘”ﬂ
FERE B AT — PR R W4, XEfF5E
% 22 () SCGnAar R B P R SR A S AL Ay Ak e RS
EA ST LIS KRB, #1570 R 55
FE-DR AN AR5 30 - R % A7 5 3 B = ) Y ELAE
Ty A L (Yeeral., 2019), {HZEFRA]
Xof AN () 38 [ =2 () P P IR 2R 5 45 il I 286 e o 4
EL R R AT i Z AR . B R, IR B
R 53 Ab B A5 538 I S 7 IR HURATY SR A 1 ik



41 W R AR ML) 7T LRI BT £ 657 -

— R o
6.3 ETERASBFLIMEEHEGERE

Sl [ 7 O o A R B B 0 1 7 s A o L
“DAFE ZR S TR R R B2 Bk 3R [ SR AT AT
{14 7 S il o ARFC AR TT & 1 3 T3 A oA R
{18 53 €5 ) 47 B A e 4 Ei A o A R R i B
Bl A IR HOT B A R b DX A P A ] e
4 [ 03 B s BN R AR,
REfEfs il IR R K . L, KSR AR TE
K BT R AU 2R ) R B YA RN B OC L EE
fian, FIH RNALTEAR, DUE#R A i O Hi
OMHOAR, BT & H AR R dsRNA, HFE
PRV EL R A S B ek L T — . AR SR
8 RNA &2, BLAh, AT DI T £ R G E 1 2
F, R AT B R A i — AR k2 24
T ST B R ISP A BTN 2256 ( Waltz, 2021 ), FI]
CRISPR/Cas9 %5 JE R g AR , X2 Py 5 ik 7 2
DA Bl R H ), s PR R BRGLS 1R 13
B, SRBRE AR R R H Y A A ST
WA, HIE IR0 5 B iR e . B FN
F R A AT T g €23 B s S o i T b A
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