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Regulation of insect-plant interactions by herbivorous insect saliva
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Abstract: In the long process of co-evolution with host plants, herbivorous insects have evolved a vari-
ety of feeding styles in order to better adapt to and utilize host plants. Meanwhile, in order to cope with
herbivorous insects, plants have also evolved a variety of defense strategies, including direct and indi-
rect defenses. Insect saliva plays an important role in the whole process of insect-plant interactions. On
the one hand, plants can recognize some components of insect saliva to induce defense responses. On
the other hand, insects secrete saliva into plants to regulate host defense responses. From the perspective
of insect-plant interactions, we introduce the composition and function of herbivorous insect saliva, re-
view the research advances in salivary elicitors and effectors and discuss the future research of insect sa-
liva and its application in pest control.
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R E B L [E] B2 B 18 (Wu & Baldwin, 2010; Pan et
al.,2021), — MM , A&k R R 25k —
FRINVEYIAE 5 PR B, A T AU B
A 5/ A= B A0 5G9 23 5 B X (herbivore-/dam-
age-/microbe-associated molecular pattern, HAMP/
DAMP/MAMP) Jf1E i #H i 7 b7 18 ( Baldwin et al.,
2001) . RN, AHE TR B T RS Y AR
FEARHEAG T A 6] Y % S W (Wang et al., 2017;
Chen & Mao,2020),

E R i i S AL A o SO A B A  E RN TR]
THLI A 157 (Reymond et al., 2000) , 3% Ff 2% 5 7] fig
PR M L 7R B e R v 0 A ) A ) 7 |
(1) (Musser et al.,2002) . E& HU7E AT i 2 rh 23 e il
M Y, MR VY 5 R ) 2 4% il (Dussourd et al.,
2016) , MER NI 23 1 27 EAEP IR B 75 S sl il By
£ 5 1% (Musser et al., 2002 ; Tian et al., 2012 ; Chuang
et al.,2014) , Horpn] LARAE Yy H 00 375 548 40 Bl 1
SR8 L R AU 1 T4 A0 975 ) S ) ol
SRRV T (Howe & Jander,2008) . MEJR 76 B
WO R v HA A D Re , i i F s E AL R
YRR 72 55 (Rivera-Vega et al., 2017) . [RItb , M I
e B BB TR A AW b A ) DGR 2
— . 1995 4 Mattiacci et al. (1995) % Bt Kk ¥ 5 4
Pieris brassicae %)) B 53 WA ) p-71 %) W B 5 5 1 3
FAEP R YRR, TR 5| KEG, A OC TR R
W YA Jo8, 735 4 P 75 907 0 22 1) G R B BIF 5 T 2
P ARSCRTEELEIR T 3T 30 ARl AE 1 B H e v
PR MY BEAERIBESE RS , B e 4 T B e
W S I06E, AR B A T B MR
FNZLN - AR AL, d5 5 %k B He e 3 A 7 5
R AR T B AT ST R LU I &
B L AR B R T B SRS

1 EHRERRRS SR

AT AR AREE ), A B B A
ZMOREIE ARG O 2%, annE g = | ] g = e g =
o TEH SR L R b fRREE F RSN IE S
Ak, A BT R R R R N o i T R A A, H
T R O AT A AR RE R A R R
DL SR B Y
1.1 MEEX O E RERKN S SIEE

REL I 1 AR FE S H 4 i H R R
H H d 4 pE B R P40 DL (Bonaventure , 2012)
gL s I o o = I N I N =2 B 57 2

E I A R e o B b S AR Y 2 2
WX AR AT A5 BAE 0 905 40 S g R LA 45175
SRR (Mithofer & Boland,2008) .

RELEG 1 2% B S Fe i s A ) Z4H 211 3 e
W o PV AN [F) i 53 e PHLES =X 11 2 B e 27 A )
HAEPREANREN, ELAAFELLT 4 FhEA .
(DI JUP R E =X 2 B ey rh 4
B 7 I AT 0 YE #1155 (Celorio-Mancera
etal.,2011;Tian et al.,2012; Harpel et al.,2015) . 7£
P T B U I B O AL B HE K oo, #b
s AR D EE , T4 R T AR . 9 G el
W H B A2 i Heliconius melpomene Ji, HUME R
v £ F B A B T 4E #8978 1k (Bberhard et al.,
2007; Harpel et al.,2015) . (2)f# 85 . YT & A K
OO B R #9446 B ) (Fiirstenberg-
Higg et al.,2013) , & HUMER IR H 00 A 5 36 A 237 bt
HK-S-55 B it A1 AL (025 P450 A1 UDP-H 5L 55 B il
& (Celorio-Mancera et al., 2011 ; Afshar et al.,2013) ,
7 D R ) 2 1 B A rh S B — S R, A
SE Ak S T AN i & B (Celorio-Mancera et al., 2011) .
(3) e, 7R HE RWmEREHEER 725
o BE 1 B 15T, AT TR KR B - SR OBE 2 IR B
(Celorio-Mancera et al., 2011 ; Harpel et al., 2015) .
Bl AN S B Helicoverpa zea Wi H 1) ) 26 A 48 A L T
VS P it EL A HT B 15 M (Liu et al., 2004 ; Musser et
al.,2005a) . (4) Pl F22F FAHDI B S . e H B
H R A S S R A ) B S N Y AR
s A Canast S ALY B AN A A U ) P LA 3E A s
/DRHPITE 4R (reactive oxygen species, ROS) #f Bl [
MRG0 R 40 001 (Baxter et al., 2014) , JLFP &
it 00 381 5500 AT e A AR P R T RS RO Ak 5 e (Li
etal.,2009) . ULAh, i B R R b & A 5 e
Y R YR R 43, R A] BE 2352 AR ) I | R
T4 fBE 77 (Delphia et al.,2006) .
1.2 FRXOFE RERNR S S I8

SR X 11 2% B R (g e Ry LR VAR H
B 1O ) H 2RI L By F g AR e AT i
R G, ETERHEI T RN, BRI ZEAE )
ZH Rk A R I BTV T R 2 A K o M A
F KN (Bonaventure, 2012) . K ZHHE &M
W H B AR R 2 A 2 PO [RIEER  ——
Jiog R e Y N A HR W 4

JREPR R e o A 2 B P B R 43 A 1Y)
WEYR , £ 5 Z AP ES A YEER 1 SIS . JBROIR M A
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W 1 25 B U BT A ) 2 2R ek AR rh o i o3
Wo , AN BRI , F-A 11 B ] BRI 8 e Y3
XRESE R I 5 A P 4 21 B e fh, BT
Tl V0Bl L AR PN, B LR T WA E R L R v it
U (Miles,2007) .

AR A R TR 3 I 1) Jo A 5 T T
PRI R 27 4 25 | TE K53 T 7 S b 114 i
TSR T T AR SIS RN HL A PT R A A2 A2
(YT o ZKCR M AE il =X i B - E AR B
VR S A i T S A B e R RS BT AR
BEAT A 975 0014 A 2 40 Jo R R 47 2 0 0 B A I
(Miles,2007) o
2 BEHERHAEF

) R B ) IR 2 S B0 B A S N Y A
120 A AT AU — 26 B % i Y s 20 I DT
JE 1) 1R LA R X BTN A2 B H 1) K, 3 S i 53
R R T , R SOk - 0 R S R s A8 2
Kbt Ja shAs 4 7 A ) o 22O IE (Kessler & Baldwin,
2002; Gust et al., 2017; Erb & Reymond, 2019) . 4%
S H T4 B 0 R 2R AU X
v E I MR K, FE AL AR RIS (19 Qs A 4
AT | p-#i] % W7 ) (Mattiacci et al., 1995 ; Musser
et al., 2002) M TH Tk (48 9 88 1 OB s 22 K (A
inceptin) (Schmelz et al., 2006) . Jig i iR — & FE R IL4E
¥y (fatty acid-amino acid conjugate, FAC) (Alborn et
al., 1997) 1 & i g W R (42 2R caeliferin) (Alborn et
al.,2007),

21 MEEXOFERERHET

H iS¢ T RH I F1 2% B Ry O i o L
B2 H AR IR R MR S R A
41 ST ) B R, B AT DAOR B
FAEYH BB R N, 75 T A S R R
ALY Ky, W | KT 2y A 1 (Hopke et al., 1994
Mattiacci et al., 1995) . 73 —FhBE A T2 —FifF
TET 22 nE g =X 1 % B A e g v ) o A 4 A L T
(glucose oxidase, GOX) . GOX B JETE & Y Vb B hg
Sc. americana WWEWR W #% & B (Candy, 1979) , i 5%
FW] GOX I LA3E aoF IR 42 A 4% L v i 1 M K-k
520 L JH 4k 25 B (Eichenseer et al., 1999; Musser et
al.,2005b; Peiffer & Felton,2005) , J& S 7E fH 3 7 ik
Spodoptera exigua (Bede et al., 2006) F1 4l & K #
Manduca sexta (Diezel et al., 2009 ) [1%) M & 10t [k 22
WeEF| T GOX. Tian et al. (2012) WF5T & 3

(1 GOX R LA1F5 5 7 it A< A1 R 15 U 5 1073 1 255 85
FHE PR QAR A B 1 500 A R GOX J&—Fii , 777
TVFZ AN FIFR 2 B Ay nae g v, DR 47 ot R 1)
XK H B B A AT RS AE ) 6 AN [ A
PR R R R R . O R BRI Fid
5 W i Wt C A U7 28, 40 5 Ml S I Sp. frugi-
perda WWE IR C RIS K rp JBE AR 1 A 1 770 Y
TR (Acevedo et al.,2018) , VIR IR Se. gregaria I
JEE 53 WD N DT T RE S = 40 P o v i AR TR O R R
FNBF A S (Schéfer et al.,2011) (% 1),

B BOTH AR AR A RS 22 ik T DAy
WO o TEREYI BRI S )2 I 2 IO 2
—Fh44 A inceptin B & A —AEEAIZAK, B Vu-In(Vigna
unguiculata-inceptin) H @ & % F
N ICDINGVCVDA . Inceptin ¢ Vi 45 9 1 4% 14
— W% MR B 17 (adenosine triphosphate, ATP) & [if y- .
HE I AR ) RGN I R R A
LA A £ 1 B H ) BT A, SR AR A %) B IR G I
SREE B SN T S . YA R AR
ATP A5 il y- S0 e 5l 53 ik 40 A RS B g
HAOK AL Ny inceptin, SR B A B HE T T2 AAE
W41 (Schmelz et al., 200632007 ; Felton & Tumlin-
son,2008) (& 1), HHAMPB A F—H+, inceptin AT LA
TEFEPIAR N M K F 2 (jasmonic acid, JA) /KA
iz (salicylic acid, SA) K V- Tt , i HEAF P R Tl it 24
G FHN, K IKARIE Sp. littoralis 4y MU 1
. B A — P AT BESR IR T 4R B A 2R AL 1, T LA
AT A () B 0 S R, R A A 4 L Cat i I
it (Guo etal.,2013) (£ 1)

FAC Z U A Tt i 2 n—35. FACH

BTTRER 73 QIR R B R R M AT A=) ) Fned B
MR 0 43 (4% 2 2 B A% 2 It i ) 9 38 4 21 1 (Wu &
Baldwin,2010) . AR , R NTR AN IERR 73 1)k
A ) AR o, IR AE B R g rh A 1 (Paré et al.,
1998) o MR M4l He 11 43 WA v 4385 L R 1
PRI 2 voliciting, B N-(17-F8HE 3 BRIR 245 ) -
L-7 & W% (N-(17-hydroxylinolenoyl)-L-glutamine)
SR 1R ) AR B TR S B 12 ) FAC
KA, AT LA R FOR IR 44 R ) ) B LA 51 R
T35 8 (Alborn et al., 1997) (% 1), & K Ae HiAlh
NELP X 11 25 B A b % BT volicitin A1 At FAC,
n AR B K % (Halitschke et al., 2001; Alborn et al.,
2003) %% B (Mori et al.,2001) RISk Sp. litura
(Mori et al., 2003 ) FI 2 Ji5 Ji & % Teleogryllus tai-
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wanemma( Yoshinaga et al.,2014) . A= U] A
S P TR I R e R el ) FAC, TG [l A )
KB RGAR T, WS 22 2500 A 8] T
(mitogen-activated protein kinase, MAPK ) Fl JA i fi

(Wu et al., 2007 ; Hettenhausen et al., 2014) . Block
et al. (2017) A BT S0 Wk ARy SO MK Trichoplusia
ni B FAC AT AT LI SR - AR A U A o

x1 RRMERHET

Table 1 Insect salivary elicitors

|2 H Insect i Species 5 1 Protein IJJHE Function S ik Reference
NG TR A3 BRI SR Mattiacci et al., 1995
FI#% W Pieris brassicae B-glucosidase Inducing volatiles
Insects with SEPHIARE A B L 5 R AR AN B L ] Eichenseer et al.,1999;
chewing  Helicoverpa zea Glucose oxidase Eliciting JA and defense genes Tian et al., 2012
mouthparts i i 57 137 ik Wilg C 75 8 R 57 Acevedo et al., 2018
Spodoptera frugiperda Phospholipase C Inducing proteinase inhibitors
Vg R FEHIRA DR R Schiifer et al., 2011
Schistocerca gregaria Lipase Inducing accumulation of oxylipins
b ST Mk Inceptin W LI TR IR AR R Schmelz et al., 2006
Sp. frugiperda Inducing ET, SA and JA
IR AR BALEA 75 L A S Guo et al., 2013
Sp. littoralis Porin-like protein Inducing early defense responses
RSB0 YRI5 % 5 S | 9 Alborn et al., 1997
Sp. exigua Volicitin Inducing volatiles to attract parasitic wasps
SEPHYD AR TR FRERY Alborn et al., 2007
Sc. americana Caeliferins Inducing volatiles
GV V. 1.7 I AL Al Unknown Harmel et al., 2008
A#sE A Myzus persicae Glucose oxidase
Insects with 2 45 1F TR i A AE A 6] B2 B 0 Liu et al., 2009
piercing-  Si. avenae Pectinase Triggering plant indirect defense
sucking i HAVE B3 LY SLREE=VE 2 Guo et al., 2020
mouthparts My, persicae Cathepsin B3 Triggering ROS bursts
HkF MR & 1 Mp10 7 A AL A AT Bos et al., 2010
My. persicae Salivary protein Mp10 Inducing chlorosis and cell death
Hhi IR 14 Mp56, Mp57,Mp58 0% HH) 5 18 S5 7 Elzinga et al., 2014

Mpy. persicae Salivary proteins
Mp56, Mp57, Mp58
JOREH

Mucin-like protein

R

Nilaparvata lugens

Activating plant defense responses

A AE T AR BTICR

Inducing cell death and callose deposition

Shangguan et al., 2017

T S LN TR (W FR A & AR TR ) & o) —Fh 2
IR MERGE % o B2 (caeliferin) /& — > S HUAS I
PRI G , S R] e NS YN VD T B Ry v 7 25 HE R 11
SRUNFAS SRk 3 e L/ NI G R NN i PN
(Alborn et al.,2007;; 51 7774 ,2018) (£ 1), AL,
TRFE VR RN H A B0 S A i Hh G )
TR R 1) caeliferin A16: 002,16 B8 3L 175
IR ) , A A 4l caeliferin A16: 0 2P FE 5+ I
WA 5T ) n] W 8% 2] 1Y J2 v (Schifer et al.,
2011)  (HAEMRAME2EE A 5 I ey Hh i — 2K
1) caeliferin A16: O I, I] 75 SR I+ 772 Koo JA il
ET(O’Doherty et al.,2011),

2.2 RIS O EHETSRLF

B T RIS X 11 2 i, e B R R R

FAL AT DA R TR A B i . R AL

i o PE g X 8 B A e o A, R S T A
B Bk EF Myzus persicae MW HH L & BE T 45 250 4
AR , (H L ELARYE FHALHA A REFSE (Harmel et al.,
2008) o FERME X F 2% B A MR th ok A TR ] T
NELIER =X 11 B TR A B S U 1, 22 KA T Siito-
bion avenae MEJR T 1) HE TG T LAE S AL BRI &
Y, DT 5 | R B ML fink 22 /)N 22 A R 1 ) 42 977 20
(Liu et al.,2009) . Bk 8 e 3 o (18— Fofr >f e 2 2
1 fil§ Cathepsin B3 7] LA AR FE U050, - DAKG s be i
PEARAS 1) 7 =X fih % ) 2 35 ROS (R 22, M T 41 il ik
I5f BUEE (Guo et al., 2020) o Ak 17 M ¥ 25 (1 Mp10.
Mp42 . Mp56 .Mp57 FI Mp58 1] RE 1= 3 470 B 1)
N R REAR BRI 19385 G B2, G Mip10 RERE -1 15 =
AR AR Y 5 A AN 40 B FE T (Bos et al., 2010; Elzinga
etal.,2014)(F 1), # K@l Nilaparvata lugens W



188 iR/ B A= S 1 494

H 2R 25 1 (mucin-like protein, MLP) 7] DA &+
VBRI , Az AR AL T | B ARIAH DG PRl e 1A FN
IR S 0 AR, 3 S 7 A 2 1 5 Ca® 14 3l . MAPK FI
JA {5538 B% A0 O, AT AR 1 4 EL i 3 5 i
(Shangguan et al.,2017) (1), M ERANE TR
R D7 AR TR D g R A et
5 Tetranychus urticae VR I & tetranin AN il &
) 240 0 J5 Ca™ DA UL AR ISE 2 A A , T A 40 I 0
| T SR 1 A B P 27 AR 1 TR B AR, T L
5T JA SA R4 2 (abscisic acid, ABA) 19429
& (Tida et al.,2019)

AR 2, A e X T e B R R ) B R
Py w7 LA AR 4 B A S . B R K A
Macrosiphum euphorbiae I Y% H %) £ 45 25 I GroEL
Je— PP ORSF R A TR A 1, 7ERL R I T 3k GroEL g
U5 S b 28 e B i 2 1) %295 (pattern-triggered
immunity , PTD AR iC 3 PR 2R3 , FE T8 98 0h i i)
Pk, X K W] GroEL J& — i filh & PTI fy 4 F A2,
WM I R WY B P A T BB S e AR A 1 4L
PE, 98 TG0 X AR - B AR B R
(Chaudhary et al.,2014) . — 867778 F il = 11 2%
B U 5% v i AR ) AR AT A ORI AR )
B4R, e RV 27 TP Y AN RE S S KRS R A B
AEDZR A FR SRR W R TIRC , DATTD SR8 K e 1)
FHTR]4ZE B AR (Wari et al.,2019) .

3 FE MR T

SUAGAT ) BETFU) 25 P £k L UM P A 2R
— A, N T B AT AR A B R nT DA
VBN TR AW AR D B A8, T A+ H S U (Bos
etal.,2010), [ HMER AT DLHHEE = S B
SIS O B R R 388 - 8 BRI F A FIL
il , L 32253 SR B B R e S B T T AR
S5 FEH W 5391 5 4 {5 5 38 5% (Bonaventure, 2012) |
WRKY #5%: K F JA FIl SA 2538 215 538 g AE
Wyt 2 25 JL R 25 (Wu & Baldwin, 20105 Li et al.,
2019),
3.1 MEEXO28E HERSE T

H AT A2 115 A i A0 7 () 4G 18
HeAe /b AN iF o 2 B i ) B H el Y ) R N AR
IR AT LA 0 R R A TRATR s e 55 1 A 1
RN 7K 43 W 38 AH G 1 Bl A8 52 W (Schittko et al.,
2001 ; Consales et al.,2011) . Hp4% HL 433 1% e Y1 45
AR GOX 2 1A Dl il 1) L HU M VR A500; -,

A& MER I AT, R B AT DL o St ]
rhRE A R B 1) I YRR R (Musser et al., 2002;
2005b) o GOX AT LA P 7 4 Wl A= ol 7 2 B 7R D i
AACE, BRI B SR RS 37 2 A
Y AL, 1T GOX 17y iek S Ak & ] LA S il 2
P, DTS 1 B SR DA v 4R BUE 55 (Eichenseer et
al.,1999;2010) . GOX LA P LIfE , 4% Mk
H GOX 1] LU V0 87 IR A Serratia marcescens Fl4H
LB PR B Pseudomonas aeruginosa, 1] HE & Kk
GOX 4 b 1 24 W8 A8 1l i 2o A4k & A 2R TR Y g
(Musser et al., 2005a) (£ 2) . 55 4b, fif 5 72 1%
GOX it fifg = A 1 it A A = AT LA S B AR AR R it
HRE ZU Y SA B ITHI 55 JA A S BB AE s, PRI
AR TER R M BUE (Diezel et al.,2009) (F£2)., 5
S EAH B, GOX A it Hh IF AN RE S T R JA ARG
G R B FRIN HEANE T T A PR 0 i A
PRI 2, 11 i 0 500 2 1 e 2658, GOX b il &2 1 3 i
Ji% Y 77 A (Tian et al., 2012) o DL EAFZE R WA
H5ENTHEAERWNZF ERY A F, GOX £ FHIEAT
PIJERON - n] DU . W33 B B A bk
A — B S T AR B R AR R A a0
i SO B MR ) ot AR A S A T BRI PR S
A DA T3 1 S i R 1 e i 5 PR R 4
HAAE Y B 18 52 7 (Rivera-Vega et al.,2018) (£22)
HIFSCEL 2841 44 inceptin 78 2 b 57 7% Bk e 0 A R
— R T LAROR A A B AR, AHR: S R R
1% Anticarsia gemmatalis VEYR AR I T —A C Ui #
JERY inceptin(Vu-In, 274128 TCDINGVCVD),
Vu-In"J& Vu-In 5 5 K0 19 KSR FE BT, inceptin /X
SRR — IR AT DA S B R T35 A8 R
BN, AR O A T BRI R W (E) -
4,8- "W JE-1,3,7-F =M i B (Schmelz et al.,
2012)(522) o Vu-In* FEHUHCL T35 PR & BTN
AITASTE-f] B K inceptin AH DG B BRI — 2804+,
T S ek Ao By Z A A 2 v R
B

MEL RS X 11 2 R e S XAT ) 21 2l A e I ek
107, T IA 55 3% £ 22 S R R TR AR 7
(1) 17 A S I8, FE S A ) e e Bl AR v e 4 A
H (Koornneef & Pieterse, 2008) . Chen et al.(2019)
AR S H R 45 0 Bl — 1~ HARP1 (R-like protein
D&, HARP1 AT LU U1 5T AR AL b A 2RISR
Pig 5% S A [ (Jasmonate-ZIM-domain , JAZ ) 75 [
FHEAEH , BHIE COL A 1 JAZ B , AT BELIT JA
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Ao Y E RS W R R . ERER R
Hurp HARP1 2 1 R ARAR S R0 1 K AR DR SF B 3
AE , 0] JA AT ) B B, e AT AR A 0) B R )
P, X ROV ] BEAY B T B He A 2 R Ak v
FFEMY) (Chen et al.,2019) (K 2), S A T—FE,
TER BT R E Y P SE B T 2N T, B

A W Leptinotarsa decemlineata )1 HUF1] R
Fz 18 v (%) B R R Stenotrophomonas AR M T
J& Pseudomonas M kT 18 J& Enterobacter —Fh 34z

T R 0 3 ih JA 175 5 19 B 48 52 (Chung et al.,
2013;2017) . HiT Yamasaki et al. (2021) fff 58 & 1L
FHEUR M4y HL I S 53 DA VA v ) — i DR U A 3K
Staphylococcus epidermidis A5 B T il A1 4 5 4
545, R SA TN ABA 0155 5, R U] R dUmki
1) 240 ATt AR S R0 35 Bl R R ol 7 25 AR -
WUE , UL REAE ) B AR P A AN 2 B M 2 1
177 2 B MR Y TP 48 A T ), X O B A ) B
YEVL S B B a A ) B A e B At T — A o

2 MEIECORE R g R F

Table 2 Salivary effectors in insects with chewing mouthparts

[ 1 Insect #i M Protein TjHE Function 27 ik Reference
T B ARG R 5 S 0 R e Musser et al., 2002; 2005a, b
Helicoverpa zea Glucose oxidase  Inhibiting wound-inducible nicotine
AR HATRHEIRE SR, IR 20 Diezel et al., 2009
Spodoptera exigua Glucose oxidase  Eliciting SA, inhibiting JA and ET
M Er ik EUR R Ay SO FER 2 P A ) ) 15 Rivera-Vega et al., 2018
Trichoplusia ni Catalase Suppressing trypsin proteinase inhibitor induction
PSR Inceptin T A DR Schmelz et al., 2012
Anticarsia gemmatalis Inhibiting volatiles emission
Fgs R-like protein 1 5 JAZ HAE, FHIKTIA (7546 5 Chen et al., 2019

H. armigera (HARP1)

Interacting with JAZ repressors to block JA signaling

3.2 R O2S R RS s F

H ATl 2 P L o e Y A - R A 9 e
Z TR RIS g R B R S B RS 1R
RS2 5 G5 Acyrthosiphon pisum 433 W) WE R 5 1
C002, YLER B 5. 0F C002 FE[H 5 , HAE W) Bz R BCE Y
i 1] 5 % B8 (02K GEP %& R Al Eb R K20,
C002 K& DR 77 5 v7 W58 R Ay o 2o 7 v 4 DG AR
I (Mutti et al.,2006;2008) (£3) ., R AT T
W C002 FEPRIAE HA B HUh A AEAE X AT e A2 f
7R TE A AR A R v 2 R AL H R 1 (O1-
livier et al.,2010; Hogenhout & Bos,2011) ., J5i#
1o e S 20 RN BE 1 B 2H 4B SUFE B B (Harmel et al.,
2008;Bos et al.,2010) K3 @l (Su et al.,2012; {4 X
4 .2018) 1 K F (Huang et al.,2016) 1 &I T — £
G R RSO F , X A4 - T DA B L RUCES
RS B RS MRS IR ) WRKY Fi
FOE M, Y e . BARTIREINT .

R X 11 2 RS ORI 25 0 A R MR VR T e
RSO VT, — T A B TR 25 3], — ik G
Beg i B Y 2R . Huang et al.(2015)7F
My QA & BT — A g B I B 2R (salivary
sheath protein, Shp ) f*) M I i 4o S P 3 IR, it 5 Shp
FE DR REA 48 IR IR YA O T A, S BB K R 1Y

#y RETE 4 d NFET, KB T B AT BeJets KEUK
DI AYCEE . Huang et al.(2016) M1 84 1 4
S5 FER AN S A 28 T CEU LN ETERY
W Y 50 F , A salivap-3 J2& B Al ME I A9 G EE AR 1
K, ULEK salivap-3 FE A S 206 RECE HURBEIE AL
TEH R TS I LA T8, 0 il
HEM & 5 2R EX 5 11 5 (annexin-like5 , ANX-like5 ) /&
KAV AT LT R T, UK ANX-like5 H 5 X5 45
KA A BSUEN, B T RO
IS FIAS BT 0 VY AR B T, 98070 1 % i ) HE M (3%
3)o M O AR R R B AR B g e
HRLEEA REEIIA T KR, T X R Y R, B
W25 G Wh—SE T L R AT ) 240 B R P il 81 A ) A
Mo 4 CEMER B-1,4- 9 V) 1 A% B (endo-p-1,4-
glucanase, EG1 )i i [ At A 40 40 B B vp 119 £ 4 K Tifg
fili CEU B BIA ) B2 BB, AT B XA 1)
PR AE B A FH (Ji et al.,2017) o B HESHH IR dugt
bt — 2R i BE RS B S e R 1 P ——E 4
s # 2l 4 i K] ¥ (macrophage migration inhibitory
factor, MIF) , N9 .9 Acyrthosiphon pisum W& H1
MIF 1 240 il K24 e 3 TA FH G FE DR ) 2 35, TR PG
DU A S A At T, AT A A T A B L
(Calandra & Roger,2003 ;Naessens et al.,2015) .
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Table 3 Salivary effectors in insects with piercing-sucking mouthparts
e HH B g 275 3k
Classification Protein Insect Function Reference
EHITEER M8 4 £ ey R 5 VR TP L Huang et al.,
B Salivary sheath protein Nilaparvata Assisting salivary sheath formation 2015
Assisting lugens
insects in Salivap-3 (Al TR S M Y 1 DG S 1 Huang et al.,
feeding N. lugens A key protein in forming the salivary sheath 2016
FRRIREE A 5 Kl e Huang et al.,
Annexin-like 5 N. lugens Assisting in feeding 2016
B-1,4- N U1 SR Wk #kam ek e AL A L BE 2T 4 2R Jietal, 2017
Endo-f-1,4-glucanase N. lugens Degrading celluloses in plant cell walls
W I RS sham il H 7 1 o 5 Iof TR BN BT AR Naessens et al.,
Macrophage migration Acyrthosiphon Inhibiting plant callose deposition 2015
inhibitory factor 1 pisum
AR, MEL EF THEE M 1 #y R El 0T 5 5 R P A Yeetal., 2017
TP A A Salivary EF-hand protein 1~ N. lugens Inhibiting Ca® and ROS-signal pathway
AR ey potni 2 1 84 kD SRR SAES T I A T g Hattori et al.,
l?]ﬂf}‘ﬂ{ﬁ% Salivary protein 84 kD Nephotettix Binding Ca™, suppressing sieve element clogging 2012
Ly . ) cincticeps
Afffecting Ca ™ gy st 13 2 1175 kD SR F BRI A RS O Matsumoto &

and ROS .early Salivary protein 75 kD
defense signal-

ing pathways

: FUEER oYL cd
in plants

Catalase

AHAET ST 6
Cell death inhibitor 6

WS I Mp55
Salivary protein Mp55
W AR ] Med7

Salivary protein Me47

M WRKY  MEVRRLW 25 19

{5 Salivary effector protein 9
Affecting

WRKY IR BT

signaling Vitellogenin

pathway

A MR 1 56
F55HH  Salivary protein 56

Affecting BB 1
phytohormone g itin 1
signaling
pathway

LRl ey ek {=|
Arginine rich, mutated in
early stage of tumors, Armet

PR S M EE A NT12, N116, NI28,

Regulating NI43, N140, N132
plant Salivary proteins N112,
immunity N116, N128, N143, N140, N132
DNA fiff 11
DNase II

N. cincticeps

R AL
N. lugens
SH I
Apolygus
lucorum
Bk

Myzus persicae

CHEY R F
Macrosiphum
euphorbiae
A T

Bemisia tabaci

JK KL
Laodelphax
striatellus

A

B. tabaci

JRA T
B. tabaci

i 0F
A. pisum

Hiy KL
N. lugens

JKRE

L. striatellus

Contributing to successful and sustainable
ingestion from the sieve elements of plants

T A A S T PR B

Preventing H,O, from interfering with plant defense

I ROS , T i AL T
Suppressing ROS to inhibit cell death

0] 4- R SEUREns -3 - Y BRCA A QAR A
JHRMIE R A S AR

Inhibiting accumulation of 4-methoxyindol-
3-ylmethylglucosinolate, callose and H,O,
fih 5 B AEIHE PR 38

Triggering defense gene upregulation

T WRKY 33 I ) S e AR R IR
Inhibiting activation of WRKY33-regulated
immunity-related genes

455 OsWRKY 71, il A L S S 1 Bl
Interacting with OsWRKY 71, weakening
H,0,-mediated plant defense

WIS KBRS 7 kA

Eliciting SA-signaling pathway

MR AAL S5 BRI |

B BRI 70 PO S5 R RR
Suppressing plant oxidative signals, callose
deposition, proteinase inhibitor activation and
the JA-mediated signaling pathway

Wt A 225y R F UK R AR
Activating MAPK and SA pathways

VR AEAR DKL PR ) R R BR AR B AR
Upregulating expression of defense-related
genes and callose deposition

Hattori, 2018
Petrova & Smith,

2014
Dong et al., 2020

Elzinga et al.,
2014

Kettles &
Kaloshian, 2016

Wang et al., 2019

Jietal., 2021

Xuetal., 2019

Suetal., 2019

Wang et al.,
2015a; Cui et al.,
2019

Rao et al., 2019

A7 LA DNA , 4 AR AL SRR AL 2R Huang et al.,

Degrading extracellular DNA, inhibiting H,O,
level and callose accumulation

2019
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£ 3 Continued

BaEs HH il Uitie E= PN
Classification Protein Insect Function Reference
I £ [ Mp64 Bhigf 0 1) ORI R S1Z1 Liu et al., 2020

Salivary protein Mp64 My. persicae
E31Z R EIEE SSGP-71 AR

Targeting the host immune regulator SIZ1

52 Skp H U ELA OV Tk

Zhao et al., 2015

E3-ubiquitin-ligase- Mayetiola Interacting with Skp-like proteins, eliciting
mimicking protein SSGP-71  destructor effector-triggered immunity
BRI 2C FRARLIL HOE [ BTN (G S iR AR Zhao etal., 2016
Phosphatase 2C Ma. destructor Redirecting or interfering with wheat signal
transduction pathways
HeAb A W A Mpl iy HI)fig EHEH VPSS2 I AR R e Rodriguez et al.,
HLi Salivary protein Mp1 My. persicae  Targeting host protein VPS52 and facilitating 2017
Other plant infestation
mechanisms MRV [ Me10 ey 1] 5% 14-3-3 W TFT7 £ H B AE Chaudhary et al.,
Salivary protein Me10 Ma. euphorbiae Interacting with 14-3-3 isoform 7 (TFT7) 2019
WA 1 C002 LIASE 7} A Unknown Mutti et al., 2008
Salivary protein C002 A. pisum
M4 B TR R A A il s A1 Unknown Wang et al.,
Angiotensin-converting A. pisum 2015b
enzymes

M 1 Laccase 1

HHAREB. tabaci %1 Unknown

Yang et al., 2017

7 A5 T FE A L 4 1) — B AR S E
BEL 140 K BRI % o A= 1T 4% B He SRR AR i)
SR EORE IR T o 1Y P ZE T RE 2 Cat AT
& 5] # ) (Knoblauch & van Bel, 1998) . Forisome
JE G RHE YT S R BT A AR, A
G 5% Ca Wk BT 5 MMk Ca™' 1, forisome b T 73
PR, AT B0 8 L4 2, IR B2 Ca™ 1 |, forisome Ak
TR, LR T4 AN S ZE  iX Bl il forisome #4542
AR AN | RS 1% 0 A L ALt 3 AR ) 32 B0 1 R =)
T Ca® 7K F- 15 0 i B fnk %% (Wil et al., 2007) . Will
et al. (2007) WF5 & BRI HOME h & A A4S S HEE
Hon] DABH 1R85 5 0 735 285 Vs, S 20 Hh A
A B R, f2 2E 7315 Y forisome 5 46t [m] Ji7 4
AT O IINTON V& =R7) )54+ S Nk~ N Ol o =1
FRIE T gt s O ) BRI . S A e R AL
77 A R EF £ 28 H 1 (salivary EF-hand protein
1,SEF1) B L5 A1, il P8 15 7K R A Ca Flid
FALEA T 055 7 SR A A0 A B B A8, DT
A BT CEURE , 754 CE S 7K RS B AH AR A
AR ) 0 B A Sy v K $E E EEEAE  (Ye et all.,
2017) . PR Nephotettix cincticeps MW H RN
% 11 84 kD (salivary protein 84 kD, SP84) g1l il 7k
Feirh Ca™ Fat AL Z R LR |, {745 4% 2 (Hattori et
al.,2012) . & M W i h &L 2R 1 75 KD (sali-
vary protein 75 kD, SP75) 2> # B AR /K A 07 48 vh
BRI, BAR SPTS R I B RE i AN TE AE , (HaxX Fh
W Y0 A 1 T e 2 410 o 3 B0 A A ZE A SR RN

i, DT {uf7 2 HRO A1) £ 457) B 38 7 (Matsumoto &
Hattori,2018) ($3).

ROS J3 & J2 A 4 5 180 B H %) 0045 5 3 JE 2
— o g REVERCE AR b 2 L AL S Y
B AT B i AL S 0 B (Petrova & Smith,
2014) . ZEFHY Apolygus lucorum EAET -+ 6
(cell death inhibitor 6, Al6) H A5 7 bk H kit & L9
it () DI BE , 40 090 B A4 AR G 31005 5 9 ROS,
M A AR 2K A % 5 % PTHA A A0 4E T- (Dong
et al., 2020) o Bk UF 7 O HE W) InF 2 o0 A M ¥ £ 1
Mp55 e HiIAF ) 4- F AR B0 -3 - FH i 4 QA 4
WEH DRI A S A E R B AT 2E ) B i) %
%4 (Elzinga et al., 2014) . 4+ Bt H Bk -S- 7% % i
(glutathione-S-transferases, GST) J& — F i 7 i , 1]
TEACIR R BRI B H IR S AMNEIAS G o DR EWE 5y
W B RV B 1 Med T X S s R R A GST i Pk,
I AT BEE A R EEVE A o R 1T Med7 X A 47— i5F HUAH
HAE 45 R0 52 g A 32 B2 B9 AN [8] A [
(Kettles & Kaloshian,2016) ($3) .

WRKY JEAH ) H e R sk F Rk =z — 1
FE P 975 7080 & MR 3t e i A o A SR T DI RE
¥ B\ Bemisia tabaci " MEWR A 1 Bsp9 1] LA =5 4
By B\ A A BE O 4 9 1 00 4% 175 , Wang et al.
(2019) B 5% & 1 Bsp9 W] B2 55 48 W) S i 01 45 1A+
WRKY33 A EAEM , i S0 WRKY 33 947 114 g2
AH K3 PR 26 35 o I I AE P R Ry BV A ek . i et al
(2021)FF 5% A& L BN B )5 2K 1 (vitellogenin, Vg ) 7F JK
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"W\ Laodelphax striatellus W& R H (20N T 6E L 24
Vg i) C 22 {7 21 23 EAE R N s, & ad 5K
FEi A 2 R 5 IR F OsWRKY 71 45 A K il 55 1 AL &
N SFHAEDIB (% 3) .

e 3 10 2 S R R 4 2H £l 20 s A AL
BN, B FE e B, S 7 AT i
W, A ) 538 1 SA {5 5 55 i AR 4 o
F (Walling,2000) . A3 EUiE 25 53 WAME WY 2 1 Bt56
WG SA 5530 I, T4 o B B AR B 138
G, Xu et al.(2019) XAEMHFL 48 H—1~ 5 Bt56
A H VE R A9 26 KNOTTEDI 14 [7] J5 4% 5% H 1
NTH202, ‘& 0 APl R4 50U T 10 SA TR . KA
B3 WA Y I VB 11 BtFer ] AE ARG U0 2UKF- ,
/U IR SBR TR RN B A R0 00 00 7= A S JA (R 5
A 08 B A I, AT 8 2 R T 7 i A
J& (Su et al., 2019) o i 1 10 3 1 A e 97 5040 1o 2 14
Armet BEITE SHEY) IR R AR BAE R AT 2257 345
OIS B S AN SA AH S IR 5 75 a4, G
FE e SR BT, e T B A A — R S R
A HAE F AP (Wang et al., 2015a; Cui et al.,
2019) (£3) . Al = 0 #F B O i v iy 2k
AEAE R 8% B 1, 00 Ry BB 3 AR B AT B Hamil-
tonella defensa %= BEWER 53 , HoF FH SA FIA (G5
Z A PLOC R M A P i B £ (Su et al., 2015) .
UEAN  BUEAT A 2L T = 2 B A 1) B il
25 388 3 PR R ARSI A 1 R s/ DA ) SA B
A TR (Villarroel et al.,2016) .

EAE R s I VS R UE WY R A L7
BPE N T R IFEVE] . Rao et al.(2019) e H 148 &
TR VR A A D YRR T, G e YR B T N2
NI116 . NI128 F1N143 GEif FANMISET -, I N140 175 3 4
IR EE Ak, NI32 5 AR [ A R AL 26 00 | SR i i o
A EAML TR . X 6 FPR i EE 1 iy kY
VB T AE Y S A G I DR %) 2k DI 5 A LA
b NI128 . N140 FI NI43 J2 4 K EVRE A 8, 1
NI12 N116 MINIB27EF 2 B PR e . R
AT, BBUEE FR A7 B A 453473 1 A 00 200 e 2 B AR &7
DNA, fitl & AF ) 1) 58 SN, 2 5453005 R 5% -1
A DAMP AY1EH (Gust et al., 2017) , 1 B HL 2343
I YA I SR T 453X 26 DAMP, Bl K L - 104 1) e
& DNA Jifg 1138 1 15 BR 240 i 4 DNA & 535800 F H1E
A (Huang et al.,2019) . kiR & 1 Mp64 [+ 2F
+ e % U 9 A 7 SIZI (sap and mizl domain-
containing ligasel) ( — F 1 ¥ #% A5 ¥ o % ) E3

SUMO 3% #: /i ) (Liu et al., 2020) . SSGP-71 J&: M 7
P Mayetiola destructor W) E3 {2 R iEFE IR,
Y5 /N 3 2% Skpl # 11 (Skp-Cullin-F-box-E3- 17 % -
RING- % #2352 5 1Y) B 4L G843 ) e AR N B VR IR
M B REAE Y 8 A, BELIBTAE 9 1) BE Al %2 %% (Zhao
etal.,2015) . BfJ5 Zhao et al.(2016) X & Bl T 7%
LIS P — > 0 AR 1 9 182 1§ 2C (phosphatase 2C,
PP2C) , H: AT [ ik s 198 i i ) s e/ A2 At
IR EA 2255 e N R T (3R 3) o

B T LA AR 538 A — S o A A AL
il A RN RERY B H MRS T o MR AR gy AT f 4
LB EW I 3R M 43 2 A DG 11 52 (vacuolar protein
sorting associated protein 52, VPS52) 7K -, Bk if i
W4T I 1 Mp 1§ A5 2F £ 1Y VPSS2, Jl i 2 il
YA T 138 i ads 12 R IR 45 4 9% (Pitino & Ho-
genhout,2013; Rodriguez et al.,2017) . Th44 1 If
MY A 1) Me 10 7EAS QA b it SR8 5, S8 B WF
S} & A B R S (Atamian et al., 2013) , Ji7 2 Chaud-
hary et al.(2019) i 5% & 3 Me10 5 7 Jifi T e 2 AH OC
M Tomato 14-3-3 isoform 7 (TFT7) & HAH HEAEH .,
AN o AR 45T IR SR A W 7 A S N AN T R
Wang et al. (2015b) ffF 5% % B Ifil 4 %5 7K 3= 5% 46 g
(angiotensin-converting enzymes, ACE) A L) 5 i 4f
MAERF FAEY) E AT A A FE . Yang et al.
(2017) EXRA UM IR s 2 h B8 31 1 — R Tl
1 (laccase 1, LAC) & [, H AT RETE &)@ 25 10l
AR R IR A YIS Wi b 155 &
ZVERT, LACT Befdi Ak mlve il 25 348 4 1 fh 2 Bl
T, FEWT e AE M PR BN AN IR (36 3) . H
DL b W 7 09 2000 5 FF AR 9 v B9 AR AL 8 7
— Y
4 RE

H A 32 S50 o S 2 RN AR 1 4l A B e B
A Ao B HAMATU N, MR SR M R R, A
I AT AR £ B MR M A i RN - 9 3
P RTERER B AR H b U SR A R
PRI A RSO, - L, A 5 B 1) R B S i R
(AL AN [ A B o v S 5 B 22 ) B0 1 AR,
T FEMEYIAFE, BMERERR R AR -
53 AT VR 0t 23 B 2 AR A dE R X AP Bl AR Ak
KO B IR S el ke A B Tk — 2 a s A ) -
Bz a9 52 2% BAEHL (Bonaventure, 2012)

BE L =196 ) SN N 3 o S O A A O S
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AT %78 KPR FE AL B B, & % BIFEY)
W AR R RSSO F A 74 (B ) o R M
BB HTERLY P RS0 ) RORAE BV E AL AR AR KRR
JE B SRR A (E A5 3 — DB 5E (Aljbory & Chen,
2018; Chen & Mao,2020) . £k )2, Fi £ 1k R R
TR B ) e BB 1 R MR b 1) B S A 1
I 0 52 7 59 D PR A 9 1) i R AR, EL R AR 4
B B M2 ] ) BV EATL At S A 5 s D B 11 25

1L, PRI 122 22 15 AR )-S5 s Dt EL AR RILR O TS
tE— ¥R i - B I EAFRBTE N A . HATY R
SR AR DI S O BT A T A
B AR B SZ A S R I S B B 5 S S
F YRR Z 18] B/ B — ST 5
71 o RAWTFEREY) — B s ELATE A LA L Kt
A BT OIS ) A ) 5 R R 2 R A 2R AT
VEIT, D FTRI R FIT R U S A4 B Al

Fp4 it Cotton bollworm U5 B Aphid AL Whitefly K Planthopper
e e —_
ANS)
ZZAR\GERN 1 LA NN
-------------- ) V0 e o e i s e St b e i e b s s e e e e e e st Y T s e g
Mel0 Mpl Mp64 Bt56 Bsp9 Vg
VPS52 NTH202 WRKY33 WRKY71

UL v T

—

JA {55 IH % BHEHS  HHEAEE HHGEAEE  SAESEE WRKY E5EE SALERH
JA signaling Aphid Aphid Aphid SA signaling  WRKY signaling  H,0,-mediated
pathway reproduction  performance performance pathway pathway defense
_____________ = N e
ML P =X 1 % PSS
Chewing mouthpart Piercing-sucking mouthpart

LU g BOFIRE OMBDE 205 R AR e i | F il Ry EURT KRR MR RN 5 KITIE R h 5 A ERY &
Ho #iskdnfedt, ML iifl. HARPL: MifYHEREH 15 JAZ: SRATREE FANHIH T; Mel0: Eh3%e Uik
F110; TFT7: %M 14-3-3 W5 7; Mpl: BRIFMEIG AR [ 1; VPSS2: AR (150 28AH 5C 26 11 525 Mp64: BRI el 2 11
64; SIZ1: & sap Al mizl Z5F Bl 7% 450 15 Bt56: M EUMEWE 242 [ 565 NTH202: 28 KNOTTEDI [a] 4% 5% [F -
Bsp9: NFKY BUME VR S0 & 1195 WRKY33: WRKY #45% [HF-33; Vg: UIBERE 1 ; WRKY71: WRKY #%H T 71,
The red, green, yellow and brown ovals indicate the salivary effectors of cotton bollworm, aphids, whiteflies and planthop-
pers. Rectangles represent proteins interacting with them in plants. The arrow represents promotion and the line represents in-
hibition. HARP1: Helicoverpa armigera R-like protein 1; JAZ: jasmonate-ZIM-domain; Mel0: Macrosiphum euphorbiae
10; TFT7: tomato 14-3-3 isoform 7; Mpl: Myzus persicae 1; VPS52: vacuolar protein sorting associated protein 52; Mp64:
My. persicae 64; SIZ1: sap and mizl domain-containing ligase 1; Bt56: Bemisia tabaci 56, NTH202: KNOTTED 1-like ho-
meobox transcription factor; Bsp9: B. tabaci salivary effector protein 9; WRKY33: WRKY transcription factor 33; Vg: vitel-
logenin; WRKY71: WRKY transcription factor 71.
E1 By ER N R EY R E

Fig. 1 Effectors secreted by insects into plants and their proposed modes of action

e, — e E Y B R R VR 1T REAE T
LEA 10 BT A AR A T . 440 volicitin Al
caeliferin H 75 ZAR /D gt 7] L& AR ) 1080 B
WNIRAE RE R AR Z BB X SR N TN TR
Yy, sl R s I BT AR E R E L R T
1 O %8 I FHRASEBRN T, i B kAT ik
— B R T A5 B A B AR T FH 1) 24 38005 14 B 5%
(Aljbory & Chen,2018) ., Ft/-457 B MR

P AE Y A BB B A B T AR R AR ) e
PEVR] 1970 T B
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