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Feeding habits of ammonoids: A review
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Abstract: The feeding habits of extinct cephalopods, the ammonoids, have been reconstructed from
analyses of the morphology of feeding organs (the jaw apparatus and radula) and the gut contents.
The diverse morphology of the jaw apparatus suggests a variety of feeding habits, such as carnivory,
scavenging and microphagy, but only a few taxa have been confirmed by the gut contents analysis. There
is also diversity in the radula, and it has been pointed out that there is a possibility that the feeding habits
changed in Jurassic. Most reports on the gut contents are from the Jurassic, where small zooplankton
are recognized as the primary component. In combination with the morphology of the jaw apparatus,
it is presumed to be a microphagous diet. Cannibalism has also been reported. In addition, a method of
estimating trophic levels has recently been introduced from stable isotope analysis of nitrogen.
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[ZLC®IZ etal, 2014). 7 E A NEODOKREEH LT A

TCE BRI EE TR0 5 — 5T, ANK,
TrvESANEH (TS A M SF VHEGERRITIT L A S ERITED 2N &

Ammonoidea) X AT R AT L, B E, B O AR A 7Rl L
FTAEAE B RISk U 7= B R O —RE T, TIEEL< OhroTH7RnZ & H 20 (De Baets,

ZOlbAREROEE S L BRVEGERE N GASET 2016).

SmAEYHIEE, ~ 7 oy EEET 5 ETo O E— IR O T TOAEYM
EFAEEYE L TEESIN TS (Ritterbush  OFAEERE LT, EWAFOAEMIEEE LT
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b HRER M TH D LRIFAS, HAEMOSE
LD S E—HaHRBREZ N T 5 Z 8T
FHCIREE 2 fiReD DARED —>Th 5. FEEIHITH
TEDOWRHEAERERIZ I TR S ER BERE & TE Sl
B OMICALES T 54U (Boyle and Rodhouse,
2005), 7S A MELEANHH G PN
DOUFFAERERIZ I T THIEERERIZ R L
TW=Z ERHERIE NG, Lo TT, 2O/
(THUE R RO RBR OLEE L 24 5 &
THEFETERNLDTHD. 7UETA D
BIEOE T, HILENAD O & IR
T 5 & H ORIV A SN TITD
L C&E 7= (Lehmann, 1981 ; Tanabe, 2011 ; Kruta
et al., 2015 ; Tanabe et al., 2015 ; Hoffmann et al.,
2021). T, BRISEH D ERFNLIAILSY
PO RBEIEZHEE T D FELEASNLOOH
% (Ward et al,, 2023). AGaTCl%, 7€ A b
FOEMIZET 2 Zh b DOATIEN 2 £ &,
SRR 5.

2. EEEFEMNSDHER

T UETA MATBATEIEE R, BEEE
TFEADAE DT D 5 AL D Fhe
= beaks, mandibles) &, U AR AROEEED F
(ZZEL DU INRTRIR O 2309 0 RIS AU 728
% (radula) ZH9 2% (Nixon, 1996 ; Tanabe and
Fukuda, 1999 ; Kruta et al., 2015 ; Tanabe et al.,
2015). FHGHOEAITRE D b AS1YIZL S,
WEDAN RO Z L 13D T Th 5.
DZEITVE, WEMUNTHDL EWVH 2L, HE

DRIy GRS DX T o —H L VG
BRITTR AT DIRIRI NV T DX b RS
nRFNENS 2L, t?y%ﬁv(%ﬁMWbbfﬁ>
DHERE IR S 5l Chfigs « B 2 kiR

(jaw apparatus ;

-
—
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EHREPOIHELTCLED Z &, AT LN L—
T UROBISEANORBER E, B DFIRE 2
biLD. Lo, ORI D5 & 3R
it A & LCTROMDHRH Y, BIEIZED
FCICHEMTI L2 150, EiTds L2 10 H
W S, BERETERES: - Ll i 7o iR
DO EMERHER XN T2 (Kruta et al., 2015 ;
Tanabe et al., 2015).

2.1 SH2%

A= LA A FEICBNT,
L ~UL TR D (Clarke, 1962),
ROREEME (/M) 2LV IBE
<2 (Pacheco-Ovando et al., 2021
2022 ; Xavier et al., 2022), W< D2OFEIZDOU

TIHEAEFEN TR S RS IR T2 2 &
BN > TS (Flzd
and Vidal, 2014).

TS A MEOBERIIIPENS 5 ODOR
(v A4 FA! (Normal type) = 7 7 F 7 A%
(Aptychus type) + 77 F 27 AL (Anaptychus
type) -+ U > =27 7 F 7 2 (Rhynchaptychus
type) + 7 F I AR L T T F 7 AR O
(Intermediate type)) 247 %8 & 41 25 (Tanabe et
al, 2015). ZD5b, abAA FRLY v aT
TF 7 ZAROIGITB AT RO & D LT
5. KRS, ¥ a TAUARIOERE LT o=
VA A REIEXTF U EORNGRY , Jeiml IR
DF v T uffiz DR THEI LA T REO LD L
F<KEITERY, REMEIMEESILTN S, Hiffufd
D7 eI ZWEEARY MET AEBNA LT
720 ay 7Ty AR T FERO e & TR
ARG (YA B) 1[ZEb, SLITTFHED
SEbl IR AN A TS e A2 LTl Y, BE
AT LI A ORI DR L FFFIT L ST

FHer DIZHEIX
ER a8
EMELLH T &

; Roscian et al.,

¥, Franco-Santos
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% (#] 21X, Saunders et al.1978 ; Tanabe et al.,
2012, 2013 ; Takeda et al., 2016). BlEA T A0
AFHIBARE (AR Vry—) ThY, WK
(2D T DA R EOEHE RD
Enn, UV rarrF s ARG S OLERE G RRE
IZEAREMETH D EHEN STV D (Tanabe et
al,, 1980). 77 F 7 2T H o L HAIHNCHE R
SNTHRRORIT (Meyer, 1829), B HERD T
FITBABH RO L bt OR E &
B, BB Y LTAEDOT7— REBEHZ &
H#%& (opercula) & RLZR2TRMEH 7205 (Bl 2
IZ, Schmidt, 1928 ; Schindewolf, 1958), f#H|5
FNCIXEENW RS B TH D Z E B3 EEL TV
% (BIZ1E, Closs, 1967 ; Lehmann, 1967, 1970,
1971, 1972). 77 F 7 AR« 77 F 7 2 .
R OFHERIL, BUAESHEBOHGED L ITR
W% 0 AT D ZNERERBITIIRF TE RN & B R
LNTEY, WU 2 £ TIZRAIA T
AN ME (microphagy) Toh 72 (Flx 1L, FHH
EV XD LD ITEY, EREIZWDERRE
DG 82> T Z) O TIERAR O D & HEH
SN TW5 (Lehmann, 1975, 1980 ; Morton and
Nixon, 1987 ; Tanabe et al., 2019), Z O FLfi#(T,
HILENEY & U TR S AW O o
FERELHOIBE-HLTND B, Jbger
and Fraaye, 1997). £7z, HXZOMOMEEL b
DbDThHoTCAlEEL R ESNTE LT,
{LOISFE THILOFEREDS —IRAVIT AR 40 - 7= I HEME
N STV (Lehmann and Kulicki, 1990 ;
Seilacher, 1993 ; Engeser and Keupp, 2002 ;
Parent et al., 2014 ; Keupp et al., 2016).

2.2 ®E
T oETA MEOEE (radula) OIEREITH
AR LML L T % (Tanabe and Mapes,
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1995 ; Doguzhaeva et al., 1997 ; Klug and Jerjen,
2012 ; Kruta et al., 2011, 2014, 2015 ; Keupp et
al,, 2016). %I, 7~ 95IDH (teeth) 7> SHERK
SNDRMRALAA FEEMBEL TNDH T L (H
AT DHAITN13H) 1, TETA ML
A LA NEARHINCITR ChH 5 2 & DEER
BLD—>&L 725 T % (Lehmann 1967, 1981).
RN TEDIEREPNZER THDH Z L)
O, BRI D& OEIN G & bl LT
KN NZ VD TIH WD & D BRI 725 2 D
| (Boucher-Rodoni et al., 1987), JEREZIT AN
DEFMEZ R L TN D E R B THS (Solem
and Richardson, 1975). BAESARFAD M HOFAK
HI7RERENS, IR LB EIOES L b =
PRT =L LTOKREITHY, 78T A M
BWTHABRITHERE L Tz EHEI S D . JEfih
T A (Incirrata) % AT TIE, HEHH
DIVEFE D> S RO ZoAaRg I S
BERP A DRI LT 272D DR AT 2
BRIZ o & RSB T D B2 b T
W52 (Altman and Nixon, 1970), ZE{K 6
HFEUBRLTHZDO L ) TEIN TE D720
TVZHTITZR <, RIS & U TRERE T 2 I
WRHLEA (salivary papilla) OF03¢e L ABHE TH
5 EEZ BT D (Nixon, 1980). fHHEEIED
+ifZ EH (Decapodiformes) & k27w a4 7
Spirula spirula LA BT H (Cirrata) D% =i
D2 TIEEHENIMEL TEHEY (Boucaud-Camou
and Boucher-Rodoni, 1983 ; Nesis, 1987 ; Nixon
and Young, 2003 ; Sasaki et al., 2010), BIDZFE
(buccal palps) 732 DHREZ A>T\ D & SD.
WHIEMECH D Z L AHERI SN 7 7 F 27 2D
e b OT ' A MATIIWEE 2T 58
D—EIRRIC /2> TRY, L LAEHMEL T
% (Doguzhaeva and Mutvei, 1992 ; Landman et
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al., 2007 ; Kruta et al., 2011, 2013 ; Keupp et al.,
2016). &V HERED @V & HERI S AL DMK O
&, EEEE L L TOMREMNMROINRERNEE
2 BNDT TF I AROGEEROMBEDOEND,
RHE72 5 D FEIED e o AR DBLEN ) B iR
L, 77 F 7 2RO5Ea O (B2, &)
AT DL IR0 DT ARV EBRINT
W% (Keupp et al., 2016).

3. HILEREWA o DHEA

7 A MEOEKRIIm O TEA I D
1< <, TNETICHE SN TV D b OIFEB| D
#Té 5 (Klug and Lehmann, 2015 ; Klug et al.,
2021 ; Cherns et al., 2021). — 5T, TA T E
T A NEADOWIEN N > TWEBENICIE, THE
FARKIERO 2R &b, HEENEYOEYE
#% (gut contents) 2MELAIZ/RDZ ENBHDH. H
EENEIEMEZE T D ETHo L b7
REHLE 72 5705, ALAPERAZEERSBIZEL, ¥
74/ I—ORELBE L TEHPEDO S D TH D
ME I DB DRERH S, BEE TS, H
HEROT BT A ME 12 BICOW T EENEA
WhvEE & Cuv%  (Klug and Lehmann, 2015 ;
Hoffmann et al., 2021).

3.1 HILERNBYDILBEHE

TETA MEDWHILENEOREL, Y
FHRHNENRIELE b o & bE <, HiVTHE
MNH2)E, ZEKENH1)ETH S (Lehmann,
1971, 1972, 1975, 1985 ; Lehmann and Weitschat,
1973 ; Riegraf et al., 1984 ; Jager and Fraaye,
1997 ; Schweigert and Dietl, 1999 ; Wippich
and Lehmann, 2004 ; Kruta et al., 2011 ; Keupp,
2012 ; Hoffmann et al., 2021). £ < B &ETIF
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A PRAT ST OB HIBEk S v T
L0 (A,
and Lehmann, 2004), —RITHIRTTE S 7LA D
N &~ 27 1 X CT 2 VW CTBLEE - T S
7t % (Kruta et al,, 2011). HAROT E
A NEOHILENE O LA TR R ClIsd
STV, THETITHEENED & LGk
ST DL AT EZRSE, AFLRE, —HH
H, FilEEERE, 7oA ME GERS), H
W, BEEN (RiEET I U, vIvH
JH, 7Ft M), ERE TH S (Hoffmann
etal, 2021). ZHDIETNTEWTHY, Hiih
TEENTWRV. FT, HREVNS 2240
2L, FEREM EIEAEEYMDOEL L HEHE AT
W5, DL, VaTROT ETA MED
HILENEW E L CEHEENLFEEY I 2 U ]
Saccocoma 1%, 7 E T A NEAOPEY) D AHE
PERENE STV D AIR LA Lumbricaia D
K E L CHakhl & Ty % (Hoffmann et al.,
2021 ; Knaust and Hoffmann, 2021). 7 > &+
A N OFEZRORE T DS Eo0D o — A Trifi &
R EEENFRETCHLIZEHHY, LR
WILHZEnbo7 LD THDH (Lehmann and
Weitschat, 1973 ; Schweigert and Dietl, 1999 ;
Keupp, 2012 ; Hoffmann et al., 2019, 2021). £
WA RFIZ RO T EEIcgE S nD ()
Z1E, Alvesetal., 2006). F7=, MHLENEDN
Wi SN TS V= T & B O HRE T,
WIS IEW 2 U] ) ZITeRE I3 iz LnZ &
PRSIV T 7 F 7 2B« 7F 7 F 7 ARG
AL TEY, ORI L HLENEY)
PR EMEORA—B L Td. LinL, 77
FI AR« TFTF o AMOERE AT T T
A METH-TH, IHEENEME LTRFES L
TWDAEMBIAIZ D 725 BB L T D

Jager and Fraaye, 1997 ; Wippich
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Z 234 < (Hoffmann et al., 2021), FD X 57
TFETEMZEMN LTOTEO05MNES. £
Tz, BHHEACD D 2 FIOWEL, WIFhbT %
nt 7 A AICETREET T A MEHEMHT
NWHHETH Y (Wippich and Lehmann, 2004 ;
Kruta et al., 2011), FEARICIEFET T A b
LD HARV EBIRE ) MEE STV D (BT,
Westermann, 1996 ; Monks and Young, 1998). %
7=, 261D 5> HDOOE > TH 5 Baculites D%
REIIKERBENZ IR & T, TEBEIZFHEL
TN ATREIEAN SV & & A A IV o KA 52
BRI 5 m & TV 5 (Peterman and Ritterbush,
2021). ZHHDOIAZBEWNIIRT D &, b
RS EBTTF I ARORHGREA L TN Y2 T
FDOT A NER JOEHRORFEET
T MEO—ETI, T ETEAE DR )
W7 T 7 b e TR R LT i
R EMES R S NG, —HT, avAdA R
B ) ar 7Ty 28 PO ZEE & © o5y
FRECRBOWTUHHEERNEIZ N E TRA S
THEHT, FHIVRE L THLENRD DORIGITE 5
DANTT2 > TUZRUN,

3.2 #3704/ 2—

7T A MEOEFENICHLO AP R
fFSNTND LW SEAEERICIE, 2 OEwiEE
PDHIBERNEM CTH D LV D Z ELSMIHN D
OFEIRNE 2 His . g b E NS
ThHHNEIDEZEZD LTI, EENICRFES
AT LB FHIME T do 2 D FHWE T D 0%
FTBXDMNENRDD. FENICEH DA
RAFSND 7 — AT, ¥ =V —{R1F (sheltered
preservation) 72 EAEIT 5115 (Maeda, 1991).
¥ )V IR TIIE A i C & BB MR
EHIZT T A MADERITHAVIAS, TDE
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FIAZRDE NS DT, TEFA NEAT
ERHRZ o3RRI R SN AR TH
5. LA PEERT 2 g OHEREEREESC, AWiEl
DRI, SRR, W OFE, fE%
HETERNE ) RRE SOEYERNEENT
WD, eEIZEBRL, ZNOERARICEEL
TIHILENE T D8 D I fillrd 2 M3
b, AEBENOEMBBENFHETHD Z L&
AT b o &b A NRERITHEE &R DI
BN SN TNDLNE I N THA D,
HACTEZR MR SN TN B, RIRERAIR D3NSy
HEEFITAFE L QW aleEED 6 5 (Maeda and
Seilacher, 1996). WHZITFHMRMMER ICEHEE T D
LI BRLEICH Y, D OEEPICAIERDMRAT
SNTVWLZERHD. ZOXKIRr—ATIX
FIEMEWN R THLENED L cE 2 ()
Z 1%, Schweigert and Dietl, 1999 ; Wippich and
Lehmann, 2004 ; Hoffmann et al., 2021). L2>L,
[BRER DMRAT ST W W ={EEWNE O A )E R
ITEMETH S LITUTLHF R, ek
DR VE & LT, BGmOAbORT vy
IIMENZ LITINAT, HHM I ff S ki
JLA % AFUTICALE LT SRR N E i < v Coy
BEL7-Z L7 &z bnsd. £72, Kruta et al.
(2011) At Lo —ATlE, FHIRO NN
T EAEWEEDMRF SN TND Z EPRENTE
D, K OHEEMDRE.

3.3 HAEWNERLE L TRESNE-HEMDTE -
mAERE

B E LTRSS A OB M -
HARICLY T UEFA NEOERENTIEA
fELizEdns Z e fETE S, L<HMmbh
TWAHNE, HHMERT T A FEO L%
EEFZELTVWEENWIHOT, YaTfld
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FHHRL 2 & HEie ) 22 < i S 41T % (Fraaye
and Jager, 1995 ; Fraaije, 2003 ; Jagt et al., 2006 ;
Klompmaker and Fraaije, 2012 ; Fraaije et al.,
2020). £7z, fAHTO®RELH D (Vulloetal,
2009 ; Nyborg et al., 2014). 77 O HILRND
37 A MEOERENICEER ORI RAT
SN TWer—AnHmESn<Tgy, 787
A MEPNIIRAETH T2 RSN TWNDHH D
3% % (Mironenko and Rogov, 2016). Z D45 —
A TR OGN D MR HELENED TR &I
Dip EBHENS LU,

-
~—

4. LT (ZBRRGUALSH) 128 DRERRE
DHER!

EERFICEEND T I BEOERLERN
Kb (3°N) &0+ szbicky, 204k
MOBERRICRB T D REERBEEHET D2 L
WTE, EEEICBOTHLAA™MThbh T
% (il 2. 1%, Ohkouchi et al., 2013 ; Golikov et
al., 2019). k27 v =7 A 71 Supirula spirula %
REEHEME R L2, BERITE N FEH#
EHTHREBEO LA A RETHDH. N
ATA D OEENBESND Z LT T
T& Y (Lindsay et al., 2020), ZERE  5EAI VA3,
Nraay A OBRFBRFRMAKLENBHEE S
HRBEEIIDFECHEEO 2 YA HHE X
D HEAITIRNZ EAVREN TS (Ohkouchi
et al, 2013). ZOFEIIMAEHEIHICHISM
SNTWD (D LA JH : Kashiyama et al.,
2010 ; AV LT A - T T A M Ward
etal., 2023). Ward et al. (2023) (2 X % 5347 T,
TR A MHOERFENMALITIEA AT L
TAFHEFRRRED, RREWEEELRL TV
L. BEREGLX R EIMEA{LIERETH
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s o9 <, PARKRICHEBELEZT T
A MEIZE L TIHRFICHRI A R E WA, 5HT
TIPS BRERIND Z LITHIFF L2V,

5. F&®H

TR A NEORMEITIEBSE Th 2 s
EEOMSHEIZRE, THLENEM & L TIRFEN
TV EMERED AT, LERNAR TS
WTHEIS W T& 2, L Lanh, EbhTun
LHIFBIFRERNTH Y, HEOTIEIC LY EA T
MIREINTWDDIIMERD FTHE AT L5V 2
THRDIEFHET B A MEE AdfORTFET
UETA MEO—ICRE LN, FHIZOWTIR
W ENE S HE S TWD. — T, AlRDIE
BT ' A MEOELIE, BUEA DY LI ASE
IR U e Ban 2 L TR 0 AR M
PEDD, HEENEDD D OEMTITELS
HILTVRU. B - EICLTH, (EBEAOMH
EENEMIZLTY, b LTIRESND 2 &
IR TH D DT, T —X OEFERIIHSIMIIC
TRAT SIVIIRRED B MEA DR RAEAZ /e > T L
EIHMb LRV, —FT, TCIIERABINS
L EIITXBCT DIERR®, 74V IN—F7
T4V NEZT T 4 (BlAIE, Naglik et al.,
2015 ; Tajika et al., 2015) (L HERLHIND
Liview. iz, I TS £ 51k o 724
[FINEAREE AT & EPEHERI OB 7= 2 ik & L ClifT
Ehd.
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