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Advances of the secondary endosymbionts in sap-feeding insects
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Abstract: As a typical sap-feeding insect, aphid requires a primary symbiont, Buchnera aphidicola, which can synthesize and pro-
vide some essential nutrients to the host. In addition, aphids may also be infected with one or more additional bacteria, called sec-
ondary or facultative symbionts that are mutualistic for various ecological interactions. Recently research on pea aphids has found that
facultative symbionts protect against entomopathogenic fungi and parasitoid wasps, reduce detrimental effects of heat, and influence
host plant suitability. Based on these results, we reviewed the literature relative to facultative symbionts of aphids and summarized
the variety and modes of transmission of facultative symbionts in aphids, phenotypes associated with aphid facultative symbionts, and
genomics of aphids symbionts to provide a baseline for the research of additional bacteria.
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1 BFHRRENHEFHOFHEREENE
1.1 FHAHEFEHRAREMELETE

gF i 8 Y 3 A B T S L PR A S A T
(obligate primary symbiont ) FIFfEME A= H A= T (fac-
ultative secondary symbiont) , & #¢iE , Ir A F HUAR
WA — ) A L 2R T AT R 9N IR T Buchnera sp., J&
ARIE 1] Proteobacteria y — 2% J£ B 4X Gammapro-
teobacteria I FT i F} Enterobacteriaceae 7 44 [ &
Buchnera, WF5% 52 B A LA ORI UM BRI
W Buchnera aphidicola . A A e A T o A N
J AR B AR A B, R TR T 008 U ol fs
HRARRAE R 5 B B ( bacteriocyte ) PN, 38 3 B4R B - 3
BALHEA T —1C ( Munson et al., 1991 ; Unterman et
al.,1989) , XA REWS 4 kA 32 5F i fiy e /D 1) 22 Fil
WNTTE IR (N2 M FE IR 44 2 ) (Nakabachi
& Ishikawa, 1997 ) , X 2 5 00F W38 S A0 A IE 8 A=
¥ 5 Kk E K T HEZAE N (Braendle et al.,2003;
Buchner, 1965 ; Douglas & Prosser,1992) ,

A SR AN JEARA LI, 2345 )2 (B
A3 TR A R B TR )
IAE IR RIS b 32 B 56 T RIS JR oW %
G Bt B AT SR AL, X A (1930—1950
i) TR E 4 R R MUY ¥ 2 Paul Buchner FlA
FA) AT AR 5 R vk A N L2 T AT T RS Al
AT TR B 1 6 27 A B L€ 3] 1 5 A 9 1 9
A A RN — Sy A AR TR BT > B S OO I 7K
- T AR TR 5K b S AR A T Y Aol
2 H T 20 3 1M 2R TS LU 1 4 A B
JuE L) ARG g it Macrosiphini M HHF % Lachnini J&
%, WA BT WA N, B N AR TR RS
FEIR T 53 A7 A o — 25 9 B ( Griffiths & Beck,
1973; Hinde,1971; Mclean & Houk,1973)

W& 7T A=W n K e U HOR A B i A T
SERFHN R 1 (PCR) | SR AN 25 HOR 1 &% Ji
FREH , G35 7K 0o s py e 2 T 26 1Y) S8 5
MAGKE RXRFZM BTN AT BE, Unterman et al.
(1989) F UKL T 0 LY 16s rRNA P4 4347 T 36 [
T AR S Y b, DX 5 He P 2R R R RS 2 RE I X R
GRERFR R RAGR T ESLET Buchnera
aphidicola J&EFL 1] vy~ T 181 49, [ I A6z ) 21 />
it JEm TR R NI TE (5 ian 444 Can-

didatus Serratia symbiotica) . ZJa BT K
I, Chen et al. (1996) Fll Chen & Purcell (1997 ) %
FE T & [ hn M 58 52 %F Acyrthosiphon pisum ( Harris )
AT ML FOR VIR Richettsia F1Y0 8 G
Serratia symbiontica, Fukatsu et al. (2000) &, A
[vi) Sy BRARRE ( HAS ik RN SE ) s S A —
P AN A TR (VR IR, BB P 81 58 4 Al
[, ift—L ot K, — PR EIA TR Spiroplasma
YRR T H A G5 5 & (Fukatsu et al.,2001) , [A]
H}, Sandstrom et al. (2001 ) 38 i< X B 1% 5 Macrosi-
phine Y 15 IF RURHE RS8R F 20T KB, BR#IAE
AW B. aphidicola H1 38 A 3 Bk A= N LA B A7
TETUF AR, HAERJE TR RL: (1) R IR
(R-type) , SRR IE A V055 [CIA S. symbiotica 3
L (2) T 2EIEAE TR (T-type ) , S ATHIAE KB B 1 28
EW Candidatus Hamiltonella defensa 251015 (3) U 2§
AT (U-ype) , N H. defensa BJ—FRUHIREE | 5 B
FE 44K Candidatus Regiella insecticola, Russell et al.
(2003) XS 15 ASFRAY 75 Fhf i 3L R
SR, AR 3 R AR BT AR AE T A
FE BRI ZANE & — S8 g T W A R Y oA
WhH N A, B H R R Arsenophonus
Haynes et al. (2003) 7E9eA& 2= 1) 5 A5 BP0
RO T LA 1 3 ol e A TR R — R R A TR H 2
PG OUIE ARG E . TRk EMRE b R In 45 R d
ARSI R | 55 ANA K P T ST 5 IR AR (Simon et al.
2003) . SRTTE H AT REH WF5E A 51 H A 3] 1
% H. defensa AN 2 Fb i T B Bk Y SR AR TR — Rl
JEAR TR FIST TR AR (Tsuchida et al. ,2002) o HE1t
AR S BT AU AR PN AR T B A R RS A
PEFPHRE AL S R
12 HHRRENHEFREERE

UgF AR A A A TR DR 22 A AR T AR I A
A S AR TE T T, R AR TR AL
SR, A BIEE e BT, U A oA 26 T o /T DLFE b i
Fhia) % K FAE4% . Chen & Purcell (1997) 3 L
BMF L Macrosiphum rosae (L.) Fl A. kondoi Shinji 1]
FWE AR R P31, & B 2 mT R84 A ) ) vk 28 Y
AT kA A B AP AR SR AL T 40 1K
o BE—2LWTFEFM A T AUA A T B 90 L[]
T e EEY, AT B4 WKL %
(Chen et al.,2000; Darby & Douglas,2003) ,{H /&4
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SRR AN BT A0 He A B P IR S R SR I 5 e A
WA T & A2 T K AE 45 (Oliver et al.,2008)
WoF AN 2530 2o VR RF AR B HL defensa TR AFEYIAL
A B RAETT F I E SR MR b h A ) T
LA ( Darby & Douglas, 2003 ) , 3% 1] GE & H A= 1A
RAENKALRE R A, AL RS W] RETE
PERREIR] S A KA 21 AR P 2 T ) M
P S PR 0 B SR I RS I IR R AR
K AR T R 7T g T B AR T A 2 REAR
AR YA A AN ) N 2R TR I AR AT B[R] B4
2 PSR A= B ( Moran & Dunbar,2006)

2 WHRAENEAEFRSIENETERE

225000 B PIOME ™ MY 2B 35 T =X XA R T
B PN T DR R A [ AE T S A T A () A []
HOMREECR B E AT ST E A4 AT 35t 1% A A= T
T E AR IS S R AV DL AN ] 2t
A TRTED £ FRRAL,

21 FEMERA

PR U H R A B, HA 7 2 A Y
YItRIRE S (ANFEER ) A7 L8 Bt B A A FH ik 26y Jot
PRI A B S8 A B A R RS RE ) BUR BT
R, WERY, H. defensa WAL T BEAE y B dL 4
HEHRAH R ELAIBE /1 (Oliver & Moran,2009)

TR Az N A TR R A5 4 v Mo T LA 3 9 A1 e
BAIJR 55 WF 858 Aphidius ervi W) B HEIRE 71, Oliver et
al. (2003) RILAFAME A, ervi 70 HEH A R A4 P 3
AR 3 T S ) e T RRRRE 17% 50 0 (I A OI8O
Tucson , ZLZI M Cayuga , 412 Tompkins) I i) 75 4=
KA, HEAF S, symbiotica Il H. defensa B %F H
an AR AT AR Y AT AR R AR, DTSR B,
ey ANIR) H. defensa HBAG AR ] 3545 15 5% 10 05 e X
PR 1) 5 AV BE AN [R) | g 4% Ay A TR HL defensa
AN [R5 A5 15 S5 A W 0T 2 A e 109 B 0 B ) G 22
5 ( Oliver et al.,2005) , v B Py 3 A= TR A 2 5 | 2 0%
B A AR s B AE ) 25 e i) FE I 1, AR E W
RKINZERILE R (Ferrari et al. ,2001 2004) ,

N TR A O L RO A A e e S A Y B
SN, W] B AR B ] el /D ) 7 AR AT R 7 A
BL, — o Hoxoy 2 A= i BLAT 505 1 A 3 B 18 BE
I3, % 4 N A I % )Y ( Bensadia et al.
2006) , SR, 2440 HUBYY H. defensa J& , 77 42 W 1Y

PP AR PR, I WL AR P AR TR R RES
Wi IR AL T AR A AR e MG R RE . E— 2D AT
G YL H. defensa W) B X 25 A4 96 I P2 A Y
Pt — 2RO R TR A5 | 7S, R S 0 S 0F AR
4 T (A, pisum secondary endosymbiont, APSE )
(Degnan & Moran,2008a; Moran et al.,2005; Oliver
et al. ,2009; van der Wilk et al. ,1999) , H. defensa
{14 A 728 Fh G i 4 058 A AR PP 25 ( APSE-1, APSE-2 4%)
AR A TR, A [ F) 6 TR A 20 Bt 25 AN [) 1) 2 3R 2R
& ,Jﬂﬁﬁ%ﬁﬂ?ifﬁiﬁlﬁlﬁf}?% 5 0 F1 ( Degnan
& Moran,2008b; Moran et al. ,2005) , &Y% APSE-2
(S T —FP ARSI RE 3R ) 1Y H. defense 15 I,
TR P 2 K- aF A S B A RE ), 320 40% 11
A FET (Oliver et al., 2003 ,2005) ; SR 1, 47 45
APSE-3( 4t —F YD-H & & 15T, Degnan & Mo-
ran,2008a) F{) H. defense WF H HAG 45 & 7K - 25 A
YR 71, 51 M At 85% Y A7 A W FE T (Oliver et
al. ,2005) . M), ANH7 APSE {H & A H. defensa 1)
g A S Y 10 A B GRS i B R Y
APSE-3 ARIPEAR o, (EAL SR B A A 7 2 e
Bt 71 (29 15%) ( Oliver et al.,2005) , ‘% M EE
T ANEA H. defensa 155 HUFP T 25 A= 16 1Y) B 40
715 BEAIK (Oliver et al.,2009) . #F— 055 &
i, APSE W AR A BRI AN AS T H. defensa 4%
Huxop AF A= M R B A g i Lk — 2D A 2% T W Ly
BN ], I FEAR T 5 A A 8 /N FLE B A B
(Weldon et al.,2013) ,

A G 0 e e G SRR B AR e T, IR 4R
A2 SR HUAR] b 48 it B X 3X — B AR 2 Oliver et al.
(2012) A3, Bl 7% 3 85F B e e e 46 1 1 v f ) T
FEANE AR B b 7 1 ORLER AR S A AR T
AR e [ 2 R 2 B0, AT AR X B AT
IR T LA i 2 £ e e i oF e B 0 RE T A BIL AR
I 27 AR e X i bR A A T AT — i Y U B
PERE ST ; [RIIF 22 ], R 5 B A I AN o2 77 A 44 3 A T
AR Sl it B N2 A e 22 () ] RE AR — b e
AR B R 1 P R HEALSE i R

R T BERCUIE I HOO 25 AR 1 R R B AR BE 1 41,
P H A TR R IO X — S A 0 % B A e
Hio WF R — P A L B 5 B Pan-
dora neoaphidis M| ¥ & ZF = £ W 22, T 4 T 1%
HURY R R R A WF HAMFE I RAEWF I, Ferrari
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et al. (2001) BF, JBEYL R. insecticola WIAS[R] 9 & 1F
FRREXT B i 977 85 (0 B 480 1 AN [A], 53 4, Scarbor-
ough et al. (2005) ¥ A R. insecticola [1J4F R
TR S BN B A R IR X LB Pan-
dora WM 7 &GN,

22 BEMWMZEME

— Y RE 8 it 52 1% T R S LA S A 5 R
TRETZY) o H B0 A O L R N, R 2l
TS s U, 7 (R il N R R R A R AR T B
1%, & B NN (Chen et al.,2000) . BFFE LW,
KT 25~28 °C, ZP0F HUE 5 8 10 5 R AIC B0 38
~40 C, KZH0F BN REAE T (Chen et al.,2000;
Fenjves,1945; Ma et al. ,2004; Turak et al.,1998) ,
XAME O T, W5 AR N SRR RN B, aphidicola 4}l
RO %Y & L 3 [ IR ( Douglas, 1989; Montllor et al. ,
2002 ; Ohtaka & Ishikawa,1991) .

FER P (40 2E BEINAAR e Rl il 45 ) |, 9
SWE) S, symbiotica YLK 80% . 2477 S. symbi-
otica B, Rickettsia FUF HL A 22 AR IR Ab 28 )5 54 45 2]
W 25 C T, ARG W& TN R AL L, AR
T, 2 /A7 T o He AR 5 BE T I R BN B 2
1) 26 | 2R W A T 5 R PR AR %o A 95 SR i) 5
M A7 7 — % W) 22 B R ( Chen et al.,2000) , £
39 CEl b3 4 h 5 ,50%HF S. symbiotica HYEF 4
FIREREIR SR8 T BN T 1) W0F R R LT 2k
HE B BE ST (Montllor et al. ,2002) , 44K 17 iof
A HUEZ G, S, symbiotica BR3P S0 B0 i
Fo PREHLS AT S. symbiotica (% HAREE T 70%
A2 T VARG, AN TR A 8 AN 2 T 7%, iX —
2RI iof B YL S, symbiotica , PR3 T LA B.
aphidicola %25 =5 45 % (Montllor et al. ,2002)

Russell & Moran (2006 ) i i % 3& [ 3V F1 AL |
JESHT R A RN 24 3 A b DX (R 9 1 A R RERI 5 R B
IR, S. symbiotica X EF AR R K E
HAANA B I AF AR HEVE T, AN [ 10 e A4 TR ot 28 X 15F
HEAARFE LRI KF- o IR 26 B AOR B Y 3
DX (BT RRE B RN 2) 43 B8 B S, symbiotica 53
ISR ZRAE o Ul 25 A R L, O i ol B A1
HIPRYTRE S1, 2 PP E TR (H. defensa 1 R. insectico-
la) TE =R T X557 1A OR P800 A [] | G & BE A% 4
(L P e S (EP S REY - WAR I A= 0iR 2 AN
K. WHN, B. aphidicola W3EIER G 3 T EE

SR N 9 S W I e iR T A2 AR B T —E MR X ]
RE A Fh T 3 1 A T 0T i e s YL 52 ) 4 B e
H: A5 W ( Dunbar et al. ,2007) . [a) 45 B2 Fp 2
37 E IR AL BT, 7 S, symbiotica H. B. aphidicola
JA B 1% BR B S A v TR T 52 1 T AN
W H A 37 AN i BR ) 87 B ( Harmon et al.,2009)
SR, F v ek P A0 H8 PR Ay %85 20000, B 25 ) 1 52 K
MU, X AR W] T IREEX I Hy [ SR A 5 el 11 52
AP
23 FEEWHHEEEAR

B X T SR T P 0 S ) 9 2 R W SRR
R. insecticola FNLL =R Ry 25 3 Y 0F H B AH G HE
(Ferrari et al. ,2004; Leonardo & Muiru,2003; Simon
et al.,2003; Tsuchida et al.,2002), Leonardo &
Muiru (2003) & 3, JE&YL R. insecticola F)UF HU7E 25
S LANREAENG  (HAE =B AT e, 2
Tl HA A TR A g RN AT HL defensa (1 HL
TELICE T DT 1 e S, symbitica WYY L2
H50% ., 1F H A, R. insecticola BYREYLAE3E T B 5
R = R R B T E AR,
AR T R BRI AR A3 S W
TEF = MR B R A 1 BT 50% 5 SR, 24 15 e
PR R I AR TR I 057 H %) A 58 ) 58 4R A2
(Tsuchida et al. ,2004) , Leonardo (2004 ) 7£3EE N
MR KB, YL R, insecticola X BUE H =0T
B LA ISR HEAE T . 5380, LA 5 Fib
DI 52855 S B R F SRS, A — e R
insecticola [)IF HBEAS I 2 3 I%h 21 = i 2 ) B
(Ferrari et al. ,2007)

J&YL R. insecticola FVR|F = M R4 N 25 FAHEY)
() P14 DGR AL T RE B FLA R F- 520, U R, insecticola
A=t R 2 [a] (A AH DGR AT DL R i B R, insecti-
cola 7RI X F WF W95 Bk, % FAHEY N
S 0 O B B0 L ] BB R R T
HA 25 EAEY) . WA vt A TR BR i i oy W e tb
FeE SRR E SR AL g BhE A 5 ) A A T B
aphidicola B HU5E 5 BEAE 35 ¥ 57 R i 78 1 e A
FTFEMY AR, Douglas et al. (2006) i i X}
A AN TRDBE 28 A L R v 9 N TR A AUF T IR
B Y AR S A T (H. defense (R. insecticola BY, S.
symbiotica ) I 1A= K3 3852 B 1) 52 e 2 AT BR 19
S. symbiotica )% it Bl A £ P v A& i 0 KT 3
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i, 33X AT R 23 5 e ) F A AR AR A R ) B A SR I
( Wilkinson et al. ,2007) , $FH{ A. fabae 7£57Z WK -
T T RACIE G B, YL R insecticola B S.
symbiotica I — AR T 47 HUK) K L ( Chandler et
al. ,2008) , IZBFFTAL A B, 2 00F H R HF 2 RRRIMIG
RN LY 2 R & B E R, X &
WA AU W RN Ok A oA 2 TR 28 B2 1 15 T 8 3 2L
WF s R R, R R ARG ST B IR A Y
A B AT LA fefTaoF BRI TN B W R TR
T ERFHEY I B ((Tsuchida et al.
2004) , BEARVFZHETRHR T K I AE TR RE A% 52 v 2F
FHHY Z R EAE (B Y LD TAS
AT AR5, G T AR BAE AL o AL i B 5
AT5A T Rk

3 HRXENEAEFEFRAF

BEIRI 20y 51) AR PR 3 3K 43 A AR o F 5
NGBS A B OCHE R T REWT 58 19 % T~
B, Shigenobu et al. (2000) M#i S.5F 3545 T 55 1
MR B. aphidicola WIFEF 4, Febvay et al.
(1999) A8, KLY 109 15 X 5548 M) B AR
AT 110 O R IR 1Y 5 BUAH DG, 36 3iE 1 90 AF 3t
A A B B SR BT DIRE . A BT AR AR T
P14 5 DRI 2L 91 St HG 2 A R ) REAE T 1 A 28007
Vo LML A AL AR T AN B, aphidicola , i I1]
TERAB/NNT 1 Mb) 19 Pesifl 55 A+T i
PRIZH AR IR dic /K P55 R 7 (HGT ) B0R8 3 1Y
SR Tk ST AR A 20 B U B (AN Escherichia
Pseudomonas) , BA B KIIEHF A (KE3~6 Mb) |
WEFER AT 2 HGT R ML Zh 5K H i, oF
Bk AR NI TSRO BN Z H. defense.,

H. defensa WFERI LK /MR 2.1 Mb, & 40%
B G+C, G2 Bk I ) mnmG ( gidA ) Fl mioC 2 [A] H.
AR ) 52 R A (oriC) o 7E 42 3 1Y 4 65 )7 51
( coding sequences, CDS) H1, #iid 79% (15 1665 2%)
REASTE Genbank 423 [7] J5 J¥ 5] ( Degnan et al.,
2009) , X SR F IR G KT P RE R 3
( Degnan & Moran, 2008a; Russell et al., 2003;
Sandstrom et al. ,2001) , AN, H. defensa %K 4ats
G2 PR E LR RN 7 FhIE T A IR, M RE S
WBREAE B, YA F B, Z MK ZH T 4
AR, HRIAE A B = AR a0 2 AL
NEN:A defensa %H*&%%é%ﬂﬁﬁ%@ﬁ,ﬁéﬁﬁ%

TVFZLE SN T A0 A A A A B TR B B B T
TEAG R IF Hy 22 18] 4455 F1 4 55 A 350 25 A= 16 B 10 e
JIRXEAEFH ( Degnan et al. ,2009)

5%)tE BB B, aphidicola ¥ 5E i 3 40 A
[F], H. defensa PR 4H = B A] A8 | HA #5058 1) 7K P 2
REER AL R AL FEIG 1, H. defensa &N 414 H
VR IRV R APSE JRIIE R S A I K 4
ME—AIE PR, 7 1> APSE i 2 1 5L X7 51 G
T TR EAZFER | 3K SE 3 3R 5 W O a7 A 1 1Y
B BE 71 7K ~F-#H 5 ( Degnan & Moran, 2008a) . H.
defense Y AR Gty | — NN 35 ) AL st 45
10 MR E 1 .2 A4 Type-3 73 R 55 ( Type-3 secre-
tion system, T3SS) .10 Ff 52 % J 22 Fp AN 52 % 1)
RTX %% 5 M ( Degnan et al. ,2009) , 7£ 7 FT &
95 JEL TR (AL G VDT T T Salmonella FVHE /R 2R G B
FEFT A Yersinia) , Type-3 RIS R G B AR EHAZ
LA DIRE , I HaxX Se SL A E 2 H. defensa ¥
FEANAR RS |, 5 G I 7T 9 75 = g )
fE—3( Degnan et al. ,2009) ,

4 HEERZE

B R AR TR T R B U T T AR 2
—(Oliver et al.,2010) , TE5- AW SR 5
SREH MR L BT 4 2 s o R R R R B2, SR TS 2k
Ve Moy E )RR S B W O % BT AL AR 2R
PEFVR? S B D RE ML ALK 2 T — 2P 0 E s 5 Ty
], B BOR B 22 2 A T e PR A1 1 R 3, IF9E N Bt
RERS R 2T Bl 5 FEOR AR TR 5 97 F R AUy
FHEAE RIS N 37 AIL ], Ko 2 A TR 1) ) A EL AR
S5, B EFCY Ik, 5 HR B, RS2
A AR TR B AR U Bt HLsk Se i 5 mT DL ik
—AP 3 HA B Hi 25 (Hansen et al. ,2007)

PN A T TR AR ) — 3 R — R R i AR B
BT A2 G/ R AL —, @A
YWy i6 30 I T — 1 R (A7 A e A T R
I ST A ) A A PR OB AR, B
AR TERB A I N A X KR B A 7, 7T RE 23 REAR
JF A REIBTIARTT o 5380, 6 TR A B R R
Bl A= A= Wy B S T B AR AR T T AR
SIHE X S B R B RF Y B A g, A AT e
FERYESZANY 5k, S m L BRIk TR
ARG R — B B — K8 3 P SRk
YE Az e L] B A 2 A 3R R SR S



$24

T A5 X B R U AR PN A TR IS - 97 -

P AEY Y 5 el [ A9 9 R BE A A R o
(973 A 0, B LA B AP 3L 2R B, 40 H. defensa,
A RERZ R B HURORT A T B R BT B9 3t 31X R
MIRE ST o WA A AR T X A 32 B R R/ F AR 25
R R AP A RS O AE BRI Fe VR Bl IR SR 5
VARG HTRIRE J7 , [F)IF F 7 106 49 110 ik DR G b e
BB 5 —A-Whh, Xt AR L 5 44 ¢ 1) 3 4 2
PRURIIA: 356 st AR A AR 58 AT S < B SR BB A R 1
HARAGF I RE O HAR e Mgt 240, DA, X 3t
AR RITSE AT B8 2 ik — 2 48 7 A [A) B HUREAS [R] 3
¥ A EEUE S RIS AL

T, REHOCT NI RO TR T
JUAD EE R e R A, g ol Oy L e R
8 TRt — RIS AR AR A R A R i A
VR, 11T PR B T D0 B R A= 2 B R

Sk
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