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The taxonomic value of the epipharynx in the Aphodiinae
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Abstract [Objectives] To construct a new morphological index system for the Aphodiinae (Coleoptera: Scarabaeidae), the
adults of which are very similar in external morphology complicate accurate classification into genera and tribes. Previous
studies have shown that the morphology of the epipharynx can effectively distinguish some species, but it was not known
whether the same criteria could be used to identify higher taxa. [Methods] 818 species belonging to 276 genera were used as
research samples, including 799 species, 259 genera and 7 tribes of the Aphodiinae, and 19 species and 17 genera as outgroup

samples (13 genera and 14 species of the Scarabaeinae, 4 genera and 5 species of the Aegialiinae). Morphological information
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on the epipharynx was quantified by means of geometric morphometrics. The ability of this information to classify species to
the generic and tribal levels was then evaluated, and the morphology of the ancestors of the Aphodiinae was reconstructed
using cladistic methods based on epipharyngeal morphology. [Results] Based on Principal Component Analysis, the total
morphological variation at the genus and at tribal levels was estimated to be 0.032 131 27 and 0.03 291 463, respectively. The
degree of epipharyngeal variation among genera and tribes was small (about 3%), which reveals that epipharyngeal
morphology has remained basically stable in the higher-level taxa. In order to determine whether the epipharynx is more
similar among higher taxa, we also performed a discriminant function analysis. The results showed that 98.49% of genera and
98.41% of tribes can be correctly identified on the basis of epipharyngeal differences, which suggests that, although epipharyngeal
differences are slightly better at discriminating genera than tribes, they are generally suitable for the discrimination and
classification of the higher taxa of the Aphodiinae. Combined with a phylogenetic tree, the reconstructed ancestral shape of the
epipharynx suggests that it has six variable morphological features, including the base, the lateral margin of the epitorma, the
corypha and the shape of the epipharyngeal marginal. [Conclusion] The results validate the previous use of some
epipharyngeal features to resolve the taxonomy of the Aphodiinae, and also has identified some new morphological indexes.
The epipharyngeal features are suitable for the classification of Aphodiinae into genera and tribes using quantitative

morphology, and this approach has provided a new paradigm for resolving the taxonomy of groups with a high degree of

external morphological convergence.

Key words high-level taxon; evolution; morphological difference; phylogeny; geometric morphometrics
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Fig. 1 Thebasic structure of epipharynx and the selected three curves of outline aswell as fifteen marks of character
A. HEw74:f Aphodius elegans Allibert, 1847 NJBRYEEAE M ; B. JUMIE &AM KX 3 2541 15 MR SnE
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A. The basic structure of epipharynx of Aphodius elegans Allibert, 1847; B. Description of the three curves of outline and
fifteen marks involved in the geometric morphometric analysis, taking the epipharynx of Aphodius elegans for example. They
are: Dexiotorma (Landmark 1, L1) and laeotorma (L 6); The intersection between proplegmatium and margin of epipharynx (L2 and

L5); The starting position in apical part of chaetopariae (L3 and L4); The apex of crepis (L7); The terminating point in the

basal part of chaetopariae (L8 and L13); The intersection between chaetopariae and proplegmatium (L9 and L12); The
crossover point of proplegmatium and epitorma (L 10 and L11); The sockets of the coryphal celtesin both sides (L14 and L 15).

Dexiotorma Laeotorma



- 362 - o B 3244 Chinese Journal of Applied Entomology

59 &

£ MorphoJ 1.06a Hi 5 8% 4 . & T i N s
RG22 80, R sk 2e 85 s 2 il
S|P faER R LB MW I (Forshage, 2002) ,
3T Mesquite 2.72 ( Maddison and Maddison,
2011 ) FRA A LA A A R 8 3 ST R
WML . T or K ( Grafen,
1989) , FKA1#ME T Klingenberg I Marugan-
Lobon #4345 ( Klingenberg and Marugan-
Lob6n, 2013) , JF AR 7 3Ci EA S A
( BB A~ 7 L IR B2 5 3 i B A
AR ) . Mesquite H' Rhetenor {4t B fifi
FHARHE A 10 bR A BRS04 T A 15 s AL S B
X, HEIFAT S AT AU SEIRAS

2 GREHSH

21 BEMTHREER
20t ERT T, NI 293 FE 2525 7 1O T

FER5r2 (13.024% )
Principal component 2 (13.024%)

-0.1r k 2. A\ 3
\':xx;(,» \

o2 (&

_0.3 LY ) |

-03 -02 -01 0 01 02 03 04

FHSH (43.963% )
Principal component 1 (43.963%)

o ISR Agoliinus
o FIp4 )R Alloblackburneus ® Y408 Aphodius

o IR0 )’ Ammoecius ® BIF4A0R Blackburneus O iEIF4 0B Dellacasiellus
o YRITFL1E)R Geomyphilus © FUWF4IR Oscarinus © R4 u)® Stenotothorax
o JRIt &R Gilletianus © H|iF4 )R Paulianellus ~ © JUF4FA& Tetraclipeoides
® R4 8 )8 Liothorax © [FWE4:t )8 Phaeaphodius ~ © WilF 468 Ataenius

o [ 408 Saprosites o B4 a8 Rhyparus

PC2+ EA E
021 P HH
SN
0.1r /f%\'
PC1-"/ {. U PCI+
0 f\\\y%m% '\; @ s SNl

s Ak

o G4t )R Aparammoecius ® N340 )8 Brachiaphodius
o E#F4:18)R Cryptoscatomaseter

2 N EAAE BT Z PR B B TT kR R
56.987%, Wi 3 1~ F ML Bt TTRbR N
64.946%, 55 1 FIEE 2 T o3 VE AR AL
P HESERHOIE (B 2: A) o RIEEK
33 AT B AR R TR SRR | A A Sl AR A S R T AR
KR 2. A), 755 1 FRER -, WES
FCRRHT SR 0 AN, DA P TR X [ i £ b 74 25
ek, Ml A AL R R, TR B N R
ANE A 22 AR, AN RS S5 T IS DXAH 32 ) b
AR BRFIIE 25 AR AR AN 5 Y TR AR S 1] P T U
4, webial RIS, P IS A TR
E N5 AT RS DX A9 38 8 DL B B A5 1k b
¥ym BRSOk, 22, A LAt WE 2
TR IER L, WEIMRERISIESZF AR,
SRS RTINS X AHAE b ) B R ;BN
HREEFR ST, wwiB ek HEsitie
Wi 225, RIETrded B A, Bt PCA &
e, FR R S22 Sk s B3 2,

03rp PC2+ N,\y %fk

0.2 :
I

0.1 - Bt C.\F%mn

0.1 e ALy '

021

F 52 (15.346% )
Principal component 2 (15.346%)

-03r
—0.4 I I 1 S5 5 1 L 1 )
-04 -03 02 -01 0 01 02 03 04

FEr4r1 (29.613% )
Principal component 1 (29.613%)

e Yh4xta A} Aegialiinae

o WiE4 16k Psammodiini

o ¢4 fujk Aphodiini ® R4 Rhyparini
© V4 6% Bupariini ® IEEETF A} Scarabaeinae
o Hii#F&:fa % Lomanoxiini

® ki &% Odontolochini

o §&iF4: % Proctophanini

B2 BEAESEMTHERS S HFRESEEE
Fig.2 ThePrincipal Component Analysis of higher taxa in Aphodiinae and the defor mation diagrams of observed extremes
A RS T WBHT, AT 240 F TSy 2k B0 Rt STy 56.987%; B. BRA ORIV,
B 2 A 00 1 BT DTk A 44.959%. P Hh 5t s R s Ak (45 4 5K IR D i G T 43 BIAE SE Ry 1R
TG 2 FHRAESRIEAZ L, S35 fers T SO (s B EA R B S22 1k
A. The analysis of genuslevel with the cumulative contribution of the first two PCs occupied with 56.987% of total variation;
B. The analysis of tribal level with the cumulative contribution of the first two PCs occupied with 44.959% of total variation.

The 4 plots at the origin and endpoint in figures are the deformation diagrams of observed extremes under principal component 1
and principa component 2 of higher taxa, showing the morphological changes from negative extreme points to positive extreme point.



-+ 363 -

FEFEREAE: IR TERE S R T 20 B AR 73 KA

21

uidrew JoLIdjUR

urdrew

JO ¢/I Imoqy Ioudjue Jo 9ABOU0D APjeaMm UISIEW
€/T T/1 uey SI0 SUoN SUON  jySreng touojue ‘punor  Apuniq SOpIS  smipoydviyovig
IR ARG AN Rz ATES x x H [l 65 %08 ] B i) bl LG E
urSrew uiSiew 111y 10 re[n3ueLn
ouoe  jo souoe  1OPUA[S oI xode premo) JudSIoAU0d
b/1-S/1  moqy Jo /I oqy Podeys-sea oy aseq je padrejug $03[90 7 Im 9ABOU0D UISIRW
¥/1-S/1 1 HOMEAHE = ‘wSiew Iouojue UBIPSW JIOPU[)  9ABOUO)) JOLdJUE ‘punol  Apun[q SopIS SnoUINgyOv]g
W HF I L7 WG W T e xhida " AMEIE Y AT FWTH gl LY il nl [l 0e [ Ry bl HyIuE
wSem uESiem seinBusL 10 { YIIM ‘uiSIew JOLISIUR ﬂo%ow%
IoLsjue Jo ououe jo g/ MMM xode  premo}  jus3IoAu0d b : H. . P K)IX9AUO0D 10
1./l moqy uey  opord PIdeys-osea oI oseq je padiejug UBLR XOAUOO JIOWL IO 38 MSPUN  y5ruop 30 ssomyySrens UBIPOW M JYSTEns
7/1-€/1 10 [enbg 1 FEWIXE Y  ySreng wiSiew JouoUE  ‘pUNOI  SIPIS smipoydy
WHGUECLZ U1 BRGNS B AN S A, o (MR WELET Y Wk A 0 R fif bl HHTL
— WSy WSTeW IOLIdJUE uepow 1e Suryoesy
IoLsjue . Jo uo.top:s 10U “[[1Y JOpUS[s [ ‘Xode premoy
b/I-5/I Moqy jo g7/ moqy Yu9B1oAu00 APysiys ‘oseq je padre[uy $OJ[90 T YJIM  JABOUOD 9ABOUO0D A[SNOIAQO UISIRW
¥/1-S/1 U1 G IE I YAl “miSIewr IOLOJUR UBIPOW JOpU() A[SnorAqQ IOUQJUER ‘punol AQJUn[q SOpIS  SHAUINGYID]QO]]Y
WG L7 EWHMAL7 AT MEE Worhddin YAl FEWTH FMLY R [l 4 %7 0L [ iy BT
K)1x9AU09 uerpaw ATJYSI[S YIm
urSIew JoLIO)UL uSrew $93]90  uey oA®0U0d AYSis UISIew IonojuR
JO ¢/I moqy Ioudjue Jo [11q 1opuais oy ‘xade premoy 10jea18 10 enbs ynum ‘urSiew xoAuoo ‘dTenbs i punoxr Apuniq sopig
€/1 T/1 ueyl 210N Iua310Au00 AYSI[S ‘oseq je pasdie[ug JoLIdJUR JO S[PpPIW JB IO ISpu() Anys1s L smoasowwv.andy
WHGM 7 U1 EWHEE< ATMHE Wil "YARE  FW< gl LX) S D8 [nl SHeE0E O ) B i Bt T
uigIew JOUUE  UISIeW JoLSUR [ 231 ‘xade ye I0pUA[S pue KIIX9AUOD UBIPOW
JO /I Moqy Jo /| jnoqy PAUSHOUS TEIpSW pue aseq je pagreug $91[90 oYM XOAUOD UM 9ABOUOD ApySis uiSrew
1 U1 AT A[rerpowr xoAUO0D UISIEW JOLIBIUY A[SNOIAQQ IOLdJUE ‘punol  Apunfq SIpIS Sn1o20MUYy
WG L7 WWHINCEZ M HFEMN YA i FY hFIELHEY W S a3 R b (2 4
urSrew Jouojue  UISIEW JOLISJUR SB[ 10 1Y wu:_ ‘xade premo) $9J90 AIXaAu00
JO /I moqy Jo g/ uey MU9SI0AU00 APySys ‘oseq 18 PISIRIUY ; yey 1ojeorS 10 [enbo im XOAUOO EOM URIPIW (LM SABOUOD UISIRW
7/1 1018218 10 [enbyg AU “A[rerpowr XoAu0d uISIew IOLLUY Apyeop Jouoyue  ‘punox  Apunjq  SIpIS snu11]03y
WWHGUECL7 U1 EWGM< EOIME WIhBdRd YR TR gL ETRE BT R 22T T AT S iy 1721 L A%
BUIOT, seuedojoey) euL1031ds JO SapIg $91199 Teyd£100 oy} JO §19)00S Oy,  SNIAL urdrew yo adeys ouoD)
eIoU
WET  WEME B AT e e s WA M

v19ud8 ur xukreydids jo adudaayyip adeys 3y 7 dIqelL

HESHGEHNEY %



59 &

o FH RS B 244 Chinese Journal of Applied Entomology

- 364 -

wSew wSew Jsepy K)1X0AU09 URIPOW A[SNOTAQO YIIM
sououe ! 1o tououe m.o z/1 0 Y I xode premoy juofIoAuod $91[00 7 uBY) 59| 9ABOUOD ApjRom 10 JB[J UuISIew
Z1-/1  moqy ueyy  iopord UBIPAW  pue  oseq e PABIUH 1o [enbo yim ‘wiSrew Ioudjue XoAuoo IOHAJUE  ‘punor  Apuniq  SopIg
7/1-€/1 10 renbg AWEHXET uepow je  X0AUOD A[SnolAqQ  A[SnoiaqQ L B SNULIDISO
WWHHWECLZ U1 EHWHIE< INF WXl YR chikddF  FW S BMEEYER WIH SZ0E CnBE A [ R b R T
urgrew
uIgiew JOLAJUE  IOLISJUE JO 7/ xmsm« 1o [Irg ay1[ ‘xade $9190 7 ey} K)1x0AU00 ueIpowr APYS1[S
JO 7/l moqy ueys  Iojpors PIeMO) JUSSISAUOD ‘aseq Je PISIRIUH 151p013 10 [enbe ypm ‘wiSrew XOAUOD UHM 9ABOUOD  AppEom  wSrew
7/1 10 renbg Z{ Iousjue UBIPOW jB  XOAUO)) ApySyS Iousue  ‘punol  Apunjq  SIPIS XD.10Y101T
WWHML7 U1 HIPGI< WIS WXl YAk T < eI G LRI %I R bl BT
urgrew
urgrew IoLL)UR IoLvyue
Jo ¢/ moqy Jo 7/ moqy [11y Y1) xode $9)199 T YN ‘urSreur 9ABOUOD
S/1 7/1 ‘padeys-osea oyI] oseq Je pagie[uy JIOLIdJUB UBIPAW Iopun A[snoiaqQ  ySreng uidrewr JouUojue  ‘punol  SOpIS snup1aIIID
WWHH M7 WG AT MR WS YAk FEWT B LY T EiS mE: A0 |7 A
urgrew
urSrewr Jouojue Ioudue §91]99 K)1X9AU09 ueIpaw APY3Is
Jo 7/1 moqy Jo g/I Imoqy [11Y Jopuays o)I] xade 7 uey) aIow Yim ‘urdieur I0Lojue XOAUOD TJIM OABOUOD  ApRom  urdrewr
1 7/1 ‘podeys-oseAa oYI] oseq je poSieug UuUBIpSW Je IO JIOpun ApysIs Apy3yS Iouoyue  ‘punor  Apunjq  SOPIS snjyddwoan)
WWH W7 WG AT MR MR AT T < oI5 L) 5 W G RdoE Il (s Rl BT A
urdrew
Joudjue Jo urgrew K1x0AU05 UeIpow AYSI[S
7/1-€/1 moqy IoLojue Jo Suwn[oo I9pua[s 1| Xode S9}]99 7 UBY} 2IOW M XOAUOO UM  9ABOUOD  Apeom  uISIewr
T/1-€/1 T/1 ueyy a1o]y ‘padeys-osea oy oseq je paSiejug ‘uiSrew Ioudjue ueipawl Jopup)  ApySiS Jouojue  ‘punor  Apunjq  SOpIS snpja15090]12q
HWHHGMECEZ U1 W< ACRSHIZRN AW H Y AT T < LY T TS et 24 e Al g 17 LA
urdiew IoLo)UR urgrew K1x0Au09 uerpaw A3y3Iys
Jo Z/1-¢/1 Moqy  IoLIdjuR Jo SUWIN[o0o I9PUS[s 1| Xode $9)]99 7 UBY} SIOW [)IM XOAUOD M OABOUOD Apjeom  UISIew
T/1-€/1 /1 ueyy 210N ‘padeys-osea oY oseq je padie[ug ‘UISIEW IOLIJUE UeIpowW JOopuf)  ApYSIS Iousjue  ‘punol  Apunjq SOPIS .212SpuioIpIsoidAi)
WG /1 W< ACHSHHZ R AT & Y AT < LY G ek [l BEEZ0E i Rfif) el LA
BULIOJ, seuredojoey) euL1091dd JO SapIg §91]99 1eyd£100 9y} JO S19)00S 9y,  SNIAL urdrew jo adeys e10U9D
IOU
WET WM T W3 H wresd WA H

( PaNUPUOd 7 dqeL, ) T %



-+ 365 -

FEFEREAE: IR TERE S R T 20 B AR 73 KA

21

urSIew JoUoJUe

uI3IewW JOLIOJUE

JO ¢/Ip/1 MmOqy JOo /I uey 9ABOUOD ojeuurdin ‘9ABOU0D A[SNOIAQO
€/1-%/1 1213 10 [enby SUON S91[99 JNOYNIM 9ABOUO))  ApYSIS WSIew IOUOJUR ‘WLIOJI[AGR[} SOPIS snanddyy
WHGIHE L7 U1 P e FX Bl s YW= ‘[l H% e A fif b LA T
wSrew wnpewgoydord KITX9AU0D URIpaW AEoMm UM
ououe Jo  wSrew jouoje 1 Surgoear jou ‘osea oY1 ‘xode 9ABOUOD APjEom 10 JeJ uWISIew
m\w-v: mnoqy mo. i . ueyy PIBMO) JUSTUIAUOD 358q J8 PISIRIUT  §o1100 7 ias JO JNOTYIM “UISTEUX Jousjue  ‘punor  Apunjq  sopIg
€/1-v/1 Ioveaid 1o [enbg KUY Jouojue  URIPSW  JB  XOAUO) XOAUO)) i dh saj1so4dpg
WWGIA L7 U BMWHIES AW EH Wl Y ANE FHCOEEY LG Ly %M Il BEYE A E | Bl bl LA T
wnpewsdordoxd
uiSrew Jouejue wSew 8 SUIYORAI jou H:E o “xode 31190 T yim ANXoAU0D
JO ¢/1 Imoqy IoLdjue jo PIEMO) JUSTIOAUOD ‘OSBq 18 PISIRIUY j50wr ‘wiSrewr JIOUSJUE URIPOW UBIPOW  [JIM  QABOUOD  A[yeom
€/1 /1 ueyl 210N KMMIEYEY je xoauoo 10 Iopun Apysys X0AUO)) WISIEwW IOUSJUR ‘punol Apunjq sopis snuanyy
WHHMK L7 U1 EWHM< “ATME Wi YA ST oIl L) Gt TR [l SO B fif) b EERAE T S
wsrew KITX9AU0D UBIPaW A[SNOTAQO
Iouojue . Jo wiSIew JouSuUe Suwmios ISpua[s 1] xoAuoo AToA UM 0ABOU0D ApEom wuidrew
U1-g/1 moqy Jo g/ we X°de ‘UEIpow pue oseq Je pasre[ug $01[00 o10wW M ‘uiSrew  A[snoiaqo JOHOUE  ‘punor  Apunjq  sopig
7/1-€/1 I91ea1d 1o Tenbyg A I0u0)UB  UBIPSW JB  XQAUO) JSETY L B sap1oadijova]
W WHFGIMECLZ U1 EIGIES [ SR YRR T Y Aol o ol FEWE pGUEL LY WEHEE WehZ I RS0 b 3l b LA T
KIIXoAUOO uBIpowW A{BOM
urdrew JouOjUR  UISIRUX IOLIS)UR $9)199 7 uey) o1our 1o [enba P o>mw=oo Apeom  wiSrew
Jo /1 moqy Jo /I uey 7Y oY1 “xade premo] yum ‘uigIew IOLISJUE UBIPSW I8 XoAuoo JOHAIUE  ‘punor  Apuniq  sapIS
/1 Io1ea18 o Tenbg  JuoS810AUOD ‘oseq Je PASIB[US A[BOA\ XOAUOO Apeam IO Iopun ApRySIS Anysis iy XD.10Y10]0U]IS
WG L7 T HWHIES AT MEC N Y AT F < " dh ¥ L Y B Ol B Il B IE el B if bl RS 7
9ABOUOD UBIPAW YIIM
urSrew Jouojue  uUISIewW JOLIS)UR Jsey 10 [1y o1 ‘xode $93]90 7 uey 9ABOUOO AP[eoM UISIEW IOLIG)UE
Jo 7/1 moqy jo g/l Inoqy PIEMO} JU9SI0AUOO ‘0SBQ 8 PIBIR[UA 1518018 10 Jenbe ynm ‘urSrew ‘punor Apuniq I0 punor sdPIg
1 U1 AW Iou0)UR UBIPOW JB  XOAUO) XOAUO)) e dh snipoydvavy g
WG L7 WG ETME Wi “YAdRE F < i I [l g7 NE o R e el i bl A
uISIew IoLB)UR urdrewr SUN[09 o1y} ] ‘Xode premo)
JO Z/I-€/1 oqy  IOLIduE jo 1UeBIATOO ‘Oseq JB PIBIL[US IO DUON  §o3100 7 Uy SS[ 1O [enbo YIM 9ABOUOD A[SNOIAGO
T/1-€/1 T/1 ueyl 210N ACHE ‘wSrewr rouojue uerpaw Iopufy  JySieng uiSew Jouojue  ‘punol  SOpIS snjjauvinovg
WWHFWCEZ U1 EWHME< WE "Wrxhwds YRRy FEW T LY 7 Tl 5 e %7 08 ol i A
BULIOT, seuedojoey) euL1091dd JO sapIg §91199 Teyd£100 2y} JO §19)00S OY],  SnIAL urdrew jo adeyg
BIOUSD)
WHT  WEME SRS T L we s WA H

( PONUNUOd T JqRL ) T % E;



- 366 -

o FH RS B 244 Chinese Journal of Applied Entomology

59 &

BT R E R AT 4 SR, R R AR By
B (CVA ) X3 H B4 i A S 2B 0K T 1)
KB R EALTE B 22 R AR, A
Mahalanobis #F 2 #1 Procrustes FE &5 # P {35/
F0.05, GitaiREA BEEZES . LICV 11E
KRR . CV 2 5 CV 3 4R HIE R\ A b745 5]
Q0% AT (1K 3. A, B) , 45 E/RIELE
WEEER, MUMETIESARE . BRenE
M IE 4R 38 S e AR w e, M HIF
G PTG DY )R 7 4 e ) AT T AR 5 At HL I 3
Z5, B3R 52, BT, B THRREN

10r A Ay 1

(%]
T

BRI ED (12.295% )

Canonical variate 2 (12.295%)

R (14.692% )
Canonical variate 2 (14.692%)
[l

|
(4]
T

_1920 -15-10 -5 0 5 10 15

MLAAS T (26.642% )
Canonical variate 1 (26.642%)
20 ¢

0

wn

1 1 1 1 1 ) -20

[N}
o

[BrEREH TR SRR BR R EER, &
MTEAT T 050 R B Hr (DA ) o 4551 Kk Bl b7
S0 )R 5 b 4 0 R AGE 1 5 3B A e DL i X
Gy, S A R Y 1 FR AR IR AE T 25 A 1)
MiEStald MR 45%) , BIFE4MHE
)L AR HE I fE T 2SR 01 Ry S e 4 f )i
Rl (IR 3.8%) , TERAfaiE Tl
AR S EFAAIRAA 1 AR IR RRE
T 2590 40 500 o0 X6 O 8 BE AR (ol o E
14.3%, 12.5% ) , HAMMASEHERI I B X
N E

B o Hit4HI8 Agoliinus

o R4t R Alloblackburneus

o EIEEHIE Ammoecius

o 4548 Aparammoecius

o IF&HR Aphodius

o BUP&R Blackburneus

o ‘IRt )8 Brachiaphodius

o EIF4&ME Cryptoscatomaseter
o JKEES R Dellacasiellus

o TRiF& )8 Geomyphilus

3 o REFSHE Gilletianus
o B LfE Liothorax
o HIFEHIE Oscarinus
-10 o IR &) Paulianellus

o W5IF4: )8 Phaeaphodius
o FEIF4 )R Stenotothorax
® RiIF4f)RE Tetraclipeoides
o HIREfaIE Ataenius
o U408 Saprosites

) © BIRLAa)E Riyparus

20 -15 -10 -5 0 5 10 15

BLAIAS BT (26.642% )
Canonical variate 1 (26.642%)

5y 15 o V4Rt Aegialiinae
o ¥4 fa i Aphodiini
© P4 M Bupariini
10| 10 o Hif4 MR Lomanoxiini
o H7IF 4% Odontolochini

o
T

FAZ R (15.546% )
Canonical variate 2 (15.546%)

HRIASED (19.287% )

Canonical variate 2 (19.287%)
W

|
(V]
T

1 1 ) _1

0 1
-15 -10 -5 0 5

W

[=]

W

o RIF4 K Proctophanini
® YPIE4 i Psammodiini
® IEL K Rhyparini
© KA} Scarabacinae

-10 -5 0 5

HRIARE] (35.527%)
Canonical variate 1 (35.527%)
B3 ETESFERNARTESN, SRETERNAINABTE
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B4 BeaTHSKRIEENERSE (RAZBREKE Forshage, 2002)
Fig. 4 Thereconstructed epipharynx morphology of Aphodiinae’s ancestorsin tribe level
(Phylogenetic treerevised from Forshag, 2002)

5 AHALH H AN (Mayr, 2005) , fEgikil s
124 ( Souza and Begossi, 2007 ) , WRWF kRiHy
e B R A 4 T B SR R A ) 42 A R IE 28
AEARLTT ¥ A28 591 ( Yalden, 1966; Mynhardt et al.,
2019) &5 Sl AR AN G L o A A AR AL
P 0 KE AT DL e 5 4 ) R 28 8 )
( Behura, 2006; Frézal and Raphaél, 2008;
Patwardhan et al., 2014 ) , J53& K4t A E ok
WAFAT I3 T E G A 7 2 DL R R G R B R UL
W FEETFBL (Trautweinetal., 2012) . 4R,
g FBR s A TEAR Z B (Will and
Rubinoff, 2004) , LU FAPERSAR
1M ELIFEE T A B BEET AT LLARAS 4 58 Fh i) o
TEAE, UL T A KR A 1 2 LA B
W, DLRTCERRBGE R A b AT &,
P RE AR K MO T LB A2

WE 4 A —ZRANERIE S [l A 2, TR
X} [ R BN TIX J3 o B0 0% 4 L I R AIE 7 156 K

ZAE MGG L BIE A, Schmidt (1922) Xt
& I S 7 L TS AN MRS AR OB AR | Hi
RN LB AR RRAE, TR A  BAREL T AN
AR, AHE> T AR AE R AE T 5 Paulian(1942)
1 N B SN MR S H R AE I 3 Y & A
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F4; Dellacasa % (2001 ) 7@ Fftfa] 3= 2507 A T 4
JRAHMEIEAR . LR . BT X TP R X2
HHEMENBMIESRE, KEetbE T
B A& 5 T A 22 57 SR I SERfF 5T i = 4%
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AR UGS, WAL 8T T8
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( Schmidt, 1922; Paulian, 1942; Dellacasaet al.,
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R W B AT B AN R B
PSR, BB SR, NSRRI
BERfbE 2= THk (Dellacasa et al., 2010) .
EIEMZE MR R 2B e S fa e, —2
SF-IF  F EFN VR G LT , TR — S A R 17 B B
( Stebnicka, 2001 ) ; V-4 faji% ( Woodruff and
Cartwright, 1967; Wojcik et al., 1977; Stebnicka,
1999b, 1999c ) Hl i #5458, % ( Stebnicka, 1999b )
HERULER R T SRR R PR R L RO A R

b ZE T E IR, TR A TR B B s A
A A 2 6] (Vardal and Froshage, 2010) ;
75 I 4 PR IDE RN TA A S % 4 T RN T W 4 R IR 1Y
i37% ( Gordon and Skelley, 2007 ) ; 1A IF4: ik
HEWRFE R AT ((Stebnickaand Galante, 2007 ) .
KPR SN KRR E s, 588
PR, WIBRIERIL AR AN F R4
BN EIE A 22 7 ] RE 2% AR BB A8 1

BB ARG AT L, 4 A e A HICE
U [ A R R I (B A A, I H2S
PR IR T2 & M5 Bai et al., 2015 )., Palestrini
%5 (2000) 4R T NBX AN ERRHIE ST T &
JEat AR, AZFN 5 AR I RS A [R] B 28
Ho N T IEN A FHASE FIPFh e 4, B4 fa e
I BB 2 R 24, INITE A 2R NS
Shth . X ETEAS 10y 25 5 0T e 5 YR oAk AH
K, DA K N PR I 52 BIPAR R R 1 LA SO ]
AL

33 HEMEEK#HL

ERGEREN, e ST e TR
WU B A T S B R T RE R SR R R
T, SPEEE T A B R AR S Vb B U
S e < H R M AT P < #0 R S AT S S [ B 07
SRKERERESORMEERE LT LRRK
T, AR AT

B TE 25 9 TE B[R] i 52 3 3R 858 I R AR 2t
KA. e RBEKTR, BRIFSAKE N
JEAR 25 HE ARG 58, B F i F W IC L 45 4
- e <5 F G Rt U IR PR R T v T T
Hb, HARIE ST SIS 2RI AR 10 ]
o WIE R XA, B L NIRRT
K, B IS e 2058 5 Z )5 g k2]
WA X B B AR KB i, WIESNEIEAR
WA RHSER R o FERMEERE Lok, X
TS AL TS 1) AT RE R R GER T 155 10 BB

BT NIR SR IE T R T 7 HTRT,
AT B H AR i —if oy, 252 25 W R Y52
Wi, R 2 R B SRR E ( Dellacasaet al.,
2010), WK RRIEF ARG K T b,
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PR I S 3 R T Wi 3 R 8 A 1 R BIR A A R
BT AR T2 A A 2 2 A AR A
PO HARL S A I A PRSI AS DA SOZ A B
HURTR 32 B Z AR PR IR

4 Zig

FEENIRER TIEA R R LSL, i &
JE BRI BT, b n] T RIS
JEEACR R R MR G R T HLH], A BT
HHOES 2R S B OCR . IEe SR It
oy a] DUA T A S R AR BEA T LA IE 25
FIRE P FLAL, AT T SN IE A R 26 e
BT B AR I S A, X Bt
AFIE R e AT BT S S 2R E R W)
MR S22 5 I, s 1R R o7 S fE
AR A, $em A B Uk i n]
FAIPE, SCBLT YRR e W R 2

Briff . ROHE e A PR David Krédl 24 BT
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