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Abstract: Insects are the most diverse group of animals on Earth. Contrary to the vertebrates, insects have no acquired
immunity, and to resist the invasion of external microbes, they can only rely on their own innate immunity. Innate immunity is
the first line of defense in organisms. When microbia invade, a group of germline-encoded pattern recognition receptors (PRR)
can recognize and bind to conserved pathogen-associated molecular pattern (PAMP) , and then the host activates multiple
signaling pathways to induce the expression of antimicrobial peptides (AMP). Toll signaling pathway is the most actively
studied signaling pathway. Toll and its ligand Spatzle play an important role in Toll pathway of the immune response. The
structure and function of spatzle in Drosophila, Manduca sexta, Bombyx mori and other insects have been reviewed in this
article. The results suggested that spatzle from different insects have conserved structure and similar activation mechanism and
plays an important role in the initiation of Toll signaling pathway. This provides a theoretical basis for research on spatzle and
Toll signaling pathway in other insects.
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1. 538

FIR AP FIERAG I S R G Z WM AW 8 &R
FIPRAS B R 2 o RARGIZT 2 AT 2 4l LA
YR, S5AEK, ToFRPUR TR A P R A AN
RE. HEERDOFEER M. BV, KR4
JOEERAR e AL, #MA. PUBEAK . B LRSS RIR o)
T, PR i SRR TR (1] . EHARN =
A MY T B SR E % R G, REEIRH Rk )
RIRGIE RAHCPTAN TR « B B SANER IR 1R G
[2]. fERHH, RIRGIE—J7H &M NR G 5
NI 2 5 HEE AR E AR (3], 55— 5 2 g 5 iR 7=
A FE o — R B HIPUEE BK R B A P NAR « RAR Gt 2
P G LB B — B B 2R, e AT DR Z s SR 1
G MRS [4] o TERIR IR, FAEDINIR I,
— P RS R A Z AR (PRR) A] LRI 45 & 2
TRSF I3 R AR A S 70 T8 (PAMP) B, An g i Al LB
HABESE 78 T A & (5] RARGIE RS AR
T2 P G T2 o 0 D 92 I 2 LA I A 5 0
N, UNEEFT R ARV AR AR e N T
AAEFLHE L (AMP) & BN E AL B IR R S0 .
TR AR, T RS S E Sl DA S K
N CEMEESE R T MPTE MO MRk, K EENE
S A JAK/STAT. Tol I FTIMDIEEK .

2. SpatzleHIBF 5Tt B
2.1. Bigispatzle

RigSpatzle KGEHASMN A (Spz2-6) , X HAHR
R & A A E IR TR R R 45 S5 I B A . Uk
A, KRS FE M spatzleE KL E —NEFRMERI NS T
AMNR TG, — DNOT L BRI N & AL T PR =R 25 45
FAI  IX R BHIX FANEE R b [R)— AN oy R R A ) P 2k,
FE = n] e r= 2 5 & Tol 1 2 AR TG HERC AR . R B Spz47E4)
HRI R R ERFIER R, AT RES 5 HTol 1-54 3 H Bh T
HEMWN, 5MH&, Spz6fEBRREREHRIE —1E
e )23 (AR [A] B 15 R IA . Bk, spatzle Kk
&5 70 F Al BeAE K B A 495 Dh e ) o Ath 07 T A = 22 (1 1E
F6]. BbAk, spatzlefE4H i TGk F b B2 P IR
fab s T R FEEEANEH [7] . spatzlefg HIERMEH 2
A KR T RERCAR BRI, & B 1 SR IR G 1 7 i
T LA Rl A SR I 25 T T R T B T R 0 R AR, AT
HEE B A R A B 2 A K R R A [E R, AR R
FRIEFE 71 R BT A TR BiMr . RSpatz] e EHEF
HZRTol 1 R Tol 1/ AN 3 -1 AR 45 MY 38 32 A
TR SR, CEAVIARA, NH2 - Ringii
R RRBITH, B MEaster fIHT R, AL S
BT F IS AR A R R 45458 . CHRNGFRE S5 Ry 45 Sy it
RIRGE R, FANPERETALEERR, "R M@t
TR AR 8]

ERAEESHIEMNT, spatzle TS5 MR T
spatzlel E B KME R XK, RAEER I . 3B F &5 /3807

HIRETCR I, A B 40 IR e B 52 AR To 1 LA HLAE
o 1ZE KRS R R U R R T 456 Tol 1524
X3, fETol LIYRTISA — /> I P 27 MRS E (1) O <7 )7 31
A fELE A FllspatzleF /K XK. 1X— ML S 5% (4
{CAERAZAS K BI T MESN P ) [ 4EIfL [K] 7 coagulogen
HERNKALL9] . HiEME R spatzle A EETol 15 538
BAE G EIE KT L FHH . AR, spatzlefJ IR
BHWMEE AR E 51, Easter (—Fh 2% E AN
¥ AiTSpatzle 2R RUE M ISpatzle [10] ; J5 I IR H R L
snakeflleaster, #h22 2R & Mg, 7RI T HERE
e G spatzle M [11] . BhAb, BEERILIIEIREA
Pipeth o] LA 7 o E easter [12] (1) . #EASFEEE
Seeleyf Xt tol 1 spatzl e FHiE & v A 1] JohT, (HXF
JR R ERIE LR, snake, easterfEis I8k Hh R AEAEH
T . SeeleIThfENFeaster WK B B IRHE 43 2]
G FE B Aleas ter IS &L TH M. Seele®k F14F FH EM AL
HIN TN, X B SeelefEeasterd) il 3 [l OF = rhit 12
EF, REITMIEERIRTIR113],

TR R 22 PR M B A R et mT LA spatzle. B
B BCLINT, GNBP 5% % [IGNBP—3 1K 7] 31 20 1 ZH i B ¥ B
-1, 3% SRHE, #E 2= [RPH R 2B,  PGRP-SA, PGRP-SD,
GNBP—14E g 18 1) 52 A4 >k 15 531) o =2 [ BF A A7 200 i e w11 i
AR RBE [14], R HIE R 2 H R & O
(ModSP), #2% WiE = 2 IRPH M W M 2 R R & A I
(Grass) , WbAb, AAP =M 22 H R 5 AfEsphinx1/2, spirit
Mlspheroideth & #iFspatzle I [15-17] . FLH 7
f) LT B MR T-PRL RN 2% PP PR T B vk N 1 ) DA BB
BoE PSH [15]1[18]. #4 WUiESpatzle 0% B (SPE) M
M2 AR Spatzl et M B K spatzle (W1 o R
W 22 5 I B 1 B ) FRINecrot 1o e S 1 0 i) 40 i Ak 22 2
R £ M BRBE Tol 1Bd A&, spatzle. Necroticiiid %
R G e S o 2 3 R g A% 0 22 IR B A A 1) 75 )
SEK . WETo1 1812 BT — 2 X1 S 45K & A
8 7 RON- A 3 2 . B, Necrotic % I8 A i ZE 1 )
AT REAER UG o 2 B A H T spatz e BTG [19] . 8t
FERNAEAL I MR, —FlB FIUDP—2E FLBEFE 121K Sen ju
(R R AL A5 3 i spatz e Btk g R R [20] .

2.2. MHE R K spatzle

5L Rk [ Spatzle—1 H T+ 156 £ 14 B2 8 B AN AN [
cDNA, proSpatzle—1BRRT 45 FIIEAE N 10N IEBRRIE, T
proSpatzle-1ANIAFELE. proSpatzle—1A cDNAZmAS—™
32. TkDafZ ik, 5 R M X AxSpatzle-141ml423 % H144 %
B[ 1A . B 4proSpatzle—1AR—A> A B [F) Y
—RiKk[22].

JH R proSpatz le— 1A 2 AR I0E B 4 J R H
BERIVER , DA B R A bk L i . 1 R I 20N )
2 ZREAN, HAHDEMIIREC L RE . [ Rk
WRELER FIBE6 S (HPEATHPS) 44 ph— N5 J2 A i 45 FAy dsk A
BRI A R (W I K, . HP6 2 S PSHIY [F]YE4, fiHPS
5 R AR U spatz 1 e G B B A AL, I SE 2 B
THTol 13421« proHP6FIproHPS7E I i 4 A i 4 i 28 Fik
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RURIEF o3 W B K AR, 3% 8 B K AR D) #B0E B
B ARG, o proHPEHE fi i 2% [RGB 14 B A == P FH A 1 B
B -1, 37 ML MM 2% A A8 i R 38R 5 & proHP8,

X it ok o Spatzle—1, FBEiSpatzle—C108, AR
Ui 108 A B 3 1) 2 ok &0 IR 45 &5 M I — AR . 3 A
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moricin, VA BERE A K B ER R A 45 /18 Hhemol in I3
15 . IXF W Spatz]le—C108 - ZEA4AR AT B 75 JH . F ik v 3 25 2%
A ) R AR & Tol 14 . SPZ4E-& #ETol 1IN
K FEFEF2: 285V, M 4MEEAE I 5%
BE— 250 T AR N g (T ME e 25 M 3, S A — 2k FC
KimHT 5. BeAh, Tol124 5 T AR S %481k,
AR IR B Hh TS i [22] [23] .
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2.3. F&EMIspatzle

FAxspatzle FKEILA6N AT, HET R A Bnspz1[24]
FiBmspz4[26] 4 it 9% . Bmspz 13 K K & T AE NToll
FIFCAR BTG Tol 15 Sl i, HEREBmspz 1 7] L SHUHE
REEIRIER B, R KEspatzlel R NTol 152441
Beik S 5 G N2 AT UM kR IE [24] . 141, Bmspzl
)4 K cDNAAN BE 5 LB B K 1R I8, 1 A8 Y Bms pz 1 HE 5
PR AR R IE KRR =, RPUKEM AT spatzlel
ANEAEN, RARREIC I spatz]lel 4 RE 51 R N 2
[25] . Bmspz4 28 [R 1) 3 1A 5 RE A% H 40 B A0 B 1A (1) IR gL 5 3

Fi26] . KEF K spatzlef 7 A ERE, Hithspatzle
RS L IhRed A Fedt— P ot .

2. 4. HAhBE B K spatzle

1 E g Bt spatzled cDNAEK LA oy, SCi
' T8 T PCRAN Ho 12 2H A AS U 5 7 78 o1 AR IR R B 84S
MrBtspatzleFRIEEAR, HEFRIEKPFEMGKE K
T-10K . =% [K PH 1 1R B G 5 spatz L e [ i s 7K P8 i 4
e FEHAKMFE, spatzleFEFRIE T LK EE AR
ek B ISR E A TERTE . B REE R B RN BRI g
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I3 UL R B BB 1) G % N R R FE B AR .
spatzle [ ¥TE ML AT F b spatzlel AH AL, PIANHT
spatzlef LM AR IE T L SRR R4k,
RApRE S & A KRR CAE OGS PERC AR . 5 dispatzlec
A v PR PRI 2 335N E IR AL B IC-335, 51 R i
1 RIC— 106 AR B Rk (I C—- 108 AN ] o X P 2 53 vl RS2 i

Fspatzle K ImRNA A% F5 1 BY 5277 AR A R B A 22 e 7Y

B HLfyspatz ] e IX S A g —Fft, IX AN I C- AR i Ay
BT A 2 AE 1, OSBRI ZhRE X S A 1A

PRES LK, IX A DRSS H IS AE FA Al 2 fR T i [27]

15 B AR = i 40 L [Rl T-spatzle (Spz1A, 1BAILC)
{147 [ Y40 M35 IR ZHL AN c DNA 3 51 B8040 J2E AR i B 72« Spz 1A
FERG AR T ST e B S X RS S B HHRELL
NS . Spz LCHE i I 4 A 4L R B R ik, 7 Spz 1B 3 BEAE MfE
i B B A 2 R IE . RNAT 3R Bk Spz 1C 5 B3R K A X
Toll/ REL1 (NF- x B[Rl R iDorsal i [FVEY)) 1%

HIBREEG, FHAR R Spz ICHIDhRETE R P S E
RIS e v (28] .

FEX LTz mcf, SR spatzle (Spz1-6) HIIHE
BT SE R AP e [29]

H Al e 2 Fh A % e W spz 2 R, XA E 9 1)
spz =R i ()& AP AR TR G i, AR KM K.
B, BRI WUWEIEAE SN, BRI, 2R P
R X B AR P 1S 5 R R ) spz i ok REUE,
M-S FL B B spz R 25 % RARN T (A0 PE2) o XEAS A
B B spz [F YR B 1 S R PR ~F 17 A AT Eexs, R B
WA KR, B, Rl R K&
Je 5 5K 0 spz R LR T HIAA 74N A ) 1 F I 2 1)
WEs, CnE3) o R R R spz Rt fb B LRSE, w]
Re AL A DiRe, A LLE T HT ) spz e B
AN 7 B
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Structure—guided sequence alignment of the cystine—knot domains of Spatzle homologues of insects. Tribolium castaneum, Anopheles
gambiae, Aedes aegypti, Drosophila melanogaster, Manduca sexta, Bombyx mori, and Acyrthosiphon pisum. The core cystine—knot cystines
are labelled T to VII.



138 X5, R4 Spatzle Fl Toll {E 5K KB 9553 @

3. Tollfs S EEEHIBH TR
3.1. BRIBHMTolES @K

Tol F 5% Sl B2 H AT Al £ — 245 510, &
WITE R IR G K B H ARS8, Tol IFTol LFESZ 44 (TLR)
HEVFZ R R CEWfE .. BRMToIE S S %2 E
ALY ITLRS 5 516 i e g K mEtth, &4
PREAE AN RIARLE, FERMEToL 1 ZARFTLRs £544
(19 A5 B4 LA K A8 [7] /9 45 5 7% 33 Rl 7 (Myd88 . TRAF6 .
Cactus) [30]. 4R, WHFLENPIIITLRs Dy fg RAE s iR
AR, FEREFHEEREEH31]. MR Tol 1
Z LR E[32]. HPE[33]RIC-Jun N-Rumilg (JNK) S
SAMET: [34] =AN T

F—Tol IZARTE M HH ORI, EK BT R D RE &
WEJG TS B 4 4k o SR I 6 75 I AR 1 75 B spatzle—toll
{55 % i Dorsal 8 F AR S o 1X AN FE T ARAE IR
JiEr e B e AR E e 35 A easter Y S I A5 A R R P A
easter 3k K gm b —Fh 22 Z W2 &k H Mg E spatzlefE N Toll
FIFCAR . easterf i 0 45 {7 5 DRI R 22 A% 86 FEE PR R B0
fEeaster KB MEEEA LRI IR AGFE I H 5 easter M TH
F AL A3, X R MR TE BT AR R o 2 2 1) . IX SE R AR
RPN R easter SR PR T S RIS M, REEAR
5 AR 77 1) R 40 i A in Tospatzle[35],

LA, RETol 155 1M BEth 2 S 4 22 IS PH PR 40 B
A (PGS, ARSI 0 98 15 1L 5 T R 3 25 B4
[36]. Toll¥k— itk FERFRI{ESHEEE, FERel XK
R S5 R FDIF IS Al G 82 2 B R ERIE, B3 gnhY
PLE B [37] B2 AR To L L [ B AR Hh 454 BEAR IR AN
B R R TR AR . R, SR F BRI R
HH W i R AA A To 1 1 I 380E 75 B2 8 KRR FH 2 i 1 %2
Rhspatzle (AR PR R BR 45 K% ) 2me U
spatzlefE NTol l BITECAA [38] « SRMETol 1 % f&Spatzle
#iSpatzle Tl (SPE) R 5 LARE U 75 M C— R vy i
9, spatzledl hn TS PE A CoiC- 10638 1 — AN i 2,
W E IR E AR AL . spatzle ) KRS B
G, X B FEIC-1063802 45 G Tol 1 22 % H ZE 1) 1k 2 [H]
£ [39]. HARGLEE ETol 1 2RSS 18 1% A5 AMP L
KRS (4 o FERE, spatzlefENToll I H#2
) £ it 4/ G A A T 35 To 11 [40] [41] o AHIETol 1R 32447
FAES R e VR, T2 B s AR A O o
AN B P B 2 B [42] o G [N ) 5 — 20 A R ) s e
5%, BRI %524k (PRRs) I 51195 J5 AH 56 4> F 1=k
(PAMPs) JiE o (5 5@ . HiEVER spatzlefitih4s &4
VBT, LR RIKSPZEE A F]—/NTol L
AMREE S AN B R RREE XK. SPZIIM R 45 45
ETEHN-E R B tol 1 s & = & B 5 5 08 i 0 IV 1]
A5 S R BAa e 1 AR [43] . SPZXftol 113E
MR AR SpoM A ERZHRE ST HMEt K
KlF (NGF) 2Kl [42] [44] o % AR Tol1 B &1@ it
AN BITIR (Toll-interleukin 1 resistance) %5Hyi%

5t 8 (AMyD88AH FLAE FH « MyD88+E 2 Tube 8 [ A4 A i
W2 R/ P B IR B EPe 1 e, W I IL-1RAH SCBABE 1
[FYEY, TERC MyD88-Tube-Pelle i = R AL & i it
WA FHEAEH . ENES S Cactus (NF-x B
FHIFUT « BRIER D FIBERRALA B, BEiDorsal #HK
%K+ (DIF) AlDorsal, DIFMIDorsal ## 24HAuAZ A
WO AMPEE R (R 5 [45] « SRR ITol 15 518 B S5 230
PIAAZE-1 (IL-1R) - NF-kB{E Sl i 2 R B 15 5@,
KA UM AS R A N 1 FIL-1R-NF- x Bl % & 5
FHESN e R e, HLTol 13 E e AR A+ f) [) 0503 B A A
YTy T R AR, ZIE IR A T e BLTE A A
I A Z AT RIPUR R IR 3]
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HTHE A R I R To 1 1B % 2 5 INKA S 4l sET .
Tol &5 IE RN 1 INKAS 515 T FI 40 B A0 T (1 A2 BT
1t Tol LB A R INKAK A I 4l B SE T F R U 1R 5 . S 4%,
INKEESRRERAEFS Tl BB EE, RIANA
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¥ Gy AL 38 I A spz SR B AR I e 55 B [34] .
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AR, R AFETol 155 8. Toll
55 0 B PO B 14> F AL R B HT Spatz 1 e B 45 1 386
i VAR EE [ spatz e BT KM X A1 1% & H K5 3L
BN RN KRGS TTol 1 2R 8. 1o, —
AT S5 1 S0k ST A1 5 B S 1 0B E RT RE 41 1E
spatzle NI BHWT S5Tol 1 ZARHIZ5 A - Tol 1A B AL & PE
RAZRI 2 BAREE 4> T 10 AR, IXst — pd g ix e o
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Mo MbAkh, RERIRBSHTRE, —MRF ISR
REIEy, 5HT 0+ iR A FE, 218
Tol L) —A~ EFRIMABIAE R, 120 e 2R 5L 7 1 ) B B R A
S Tol LITBEE « BRI & A 1 R (1) 24 /7 v] Re defit 2
K5 BRI Z 2RI 2 A S G T o 3X — & 70 T8
XAk, FEAT PASRHETo 1111 2 AL AN IS B 45 A PR i o A
2, ZRATTREETol | 32 AREE B 1T L ZAD IR [46] .
HIREHISPZ-Tol LA AL, G LyiiE st R, W5
Rk Tol 1A &5 a3k e 5 M 5 Rk spatzle (MsSPZ) )
TEBRCHRC10845 F 38, (1M A& 4 KMsSPZ) A BLAEH « X3 H]
MsToll-MsSpz-ClO8E & W) v BiE Tol 15 518 #% » 14 Pl
SERM, BT AL ) E 4HMsSPZ-C108-MsTol 1, {fiAMPIE[A],
BFE cecropin. Attacin, moricinflllebocinfF 5L K ifk
RS, S EA TR R A ETol1-SPZ
g [44] .
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3.3. FEMTolIESER

FESHEGRWEFEHToll 524k, Spatzlefifd,
TR I 52K PGRP . $LH ikCecropinflAttacin. LA SZNF-KB
HE R FRel fIRelishE [FYFHIL R . K & HIAE IR
A B2 AR B GRP3RERR 7 1 M iR Al 2 =2 [CPH R4l B, BB B
PR IR R R IE P AE Y= D fe . XS Tol 15 5 18 R AH O
FER P4 e I RERT 7, RIWEK EPi KRB R A Rz
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B REPIRER RIS, BT, Spatzleff NToll %
PR PR LE S e B 2 e o R IE R EAE A, B+ s
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