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INTRODUCTION

The feeding preferences of fish species are impor-
tant in classic ecological theory, mainly in identify-
ing feeding competition (Bacheler et al., 2004), struc-
ture and stability of food webs (Post et al., 2000), om-
nivory (Pimm & Lawton, 1978) and assessing preda-
tor-prey functional responses (Dörner & Wagner,
2003). Despite the wealth of papers on fish feeding
(for Mediterranean fishes see review by Stergiou &
Karpouzi, 2002), comparisons of feeding prefer-
ences and interactions across populations, species
and ecosystems, are rare. Additionally, the key role

of feeding studies for fisheries biology and ecology
and, more importantly, for fisheries management,
was uncovered only the last decade with the use of
trophic level in predicting the effects of fishing on
the balance of marine food webs (Pauly et al., 1998).
The trophic level, which for marine animals ranges
between 2 (for herbivores /detritivores) and 5.5 (for
specialised predators of marine mammals), express-
es the relative position of an animal in the food webs
that nourish them (Pauly et al., 2000). Thus, under-
standing of the food web structure of the Mediter-
ranean fishes may serve as a basis for the mainte-
nance of trophic level balance in the Mediterranean
Sea, thereby preventing the fishing-induced trophic
level decline (Stergiou & Karpouzi, 2002) within an
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ecosystem context of fisheries management (e.g.
Browman & Stergiou, 2004).

Round sardinella, Sardinella aurita Valenciennes,
1847, is a middle-sized pelagic fish recently estab-
lished in the northern Aegean Sea (Tsikliras, 2004).
Its global landings, accounting for more than 0.5% of
the total marine captured production, largely fluc-
tuate from year to year (FAO, 2000). Its landings
from the Greek seas steadily increase since 1990,
having reached 2734 metric tons in 2002 (Stergiou et
al., 2004). Round sardinella, together with the sym-
patric European sardine, Sardina pilchardus, and
European anchovy, Engraulis encrasicolus, make up
about 40% of the Greek marine captured production
(Stergiou et al., 2004). There is evidence, however,
that these closely related species compete for re-
sources, especially for space and food, at certain
stages of their life cycles (Palomera & Sabatés, 1990).

Besides the early work by Ananiades (1952), the
feeding habits of round sardinella have never been
studied in the Mediterranean Sea (Stergiou & Kar-
pouzi, 2002). Thus, its position in the food web has
never been evaluated, except that it is the main prey
of several large cetacean and teleostean predators
(Tsikliras et al., 2004 and references therein). By
contrast, information on the feeding habits of round
sardinella exist for the northwest African coast
(Pham-Thuoc & Szypu∏a, 1973), the Senegal waters
(Nieland, 1982) and the waters surrounding the Fu-
ji islands (Wang & Qiu, 1986). Finally, Moreno &
Castro (1995) have studied the feeding of juvenile
round sardinella off the Canary islands.

The aims of the present work are: (a) to study the
feeding habits of round sardinella in northern Ae-
gean Sea, by body size class and season, (b) to iden-
tify the nature of its feeding ecology (i.e., specialist
or generalist), (c) to estimate its trophic level, and
(d) to compare its diet in northern Aegean Sea with
that of other populations throughout its distribution.

MATERIALS AND METHODS

Stomach contents of round sardinella were examined
seasonally (October 2001, January 2002, April 2002
and August 2002). Samples were collected onboard
the commercial purse-seine fleet of the northern
Aegean Sea. Thirty specimens were randomly col-
lected from each seasonal sample, immediately fixed
in 10% formaldehyde solution buffered with seawa-
ter, measured (total length, TL, mm) and weighed
(total weight, TW, g). The total length of the fish ex-

amined ranged between 14.5 and 21.5 cm. The fixa-
tion of the fish and the stomach contents causes an
overall increase in weight (Anderson & Neumann,
1996). This problem was overcome with consistency
in the procedures (time of sampling, duration of pre-
servation) followed for all samples. 

The stomachs were removed and the wet content
was weighed. Prey items were identified to large tax-
onomic groups, counted and weighed to the nearest
0.01 g. In order to evaluate variations in food habits
as a function of size and age, round sardinella spec-
imens were separated into five length classes. The
stomach content analysis was based on the recom-
mendations provided by Stergiou & Karpouzi (2002)
regarding the frequency of sampling, number of
samples, method of analysis and size specificity of di-
et. The quantitative importance of different prey in
the diet was expressed using two indices (Hyslop,
1980; Bowen, 1996): (a) the vacuity index (the per-
centage of empty stomachs, VI), and (b) the per-
centage gravimetric composition (the wet weight of
each prey item, as a percentage of the total weight of
the stomach contents in a sample, Cw). Finally, the
diversity of prey items in the stomach contents was
expressed using the Shannon-Wiener (H′) and Simp-
son (D′) diversity indices (Krebs, 1994).

The trophic level (TROPH) was estimated per
season and per length class as follows (Pauly et al.,
2000):

where TROPHj is the fractional trophic level of
prey j, DCij represents the fraction of j in the diet of
i, and G is the total number of prey species.

The TROPH of round sardinella in the study
area was estimated from Cw using the quantitative
routine of TrophLab (Pauly et al., 2000). The rela-
tionship between TROPH and the mid point of each
length class considered here was quantified using the
following equation (Cortés, 1999):

TROPHLi
= TROPHL∞

(l – e–KLi),

where TROPHL∞ is the asymptotic TROPH and K is
the rate at which TROPHL∞ is approached. 

Finally, ∆ROPH values were also estimated for
other round sardinella stocks based on published di-
et composition data (central-southern Aegean Sea:
Ananiades, 1952; NW African coast: Pham-Thuoc &
Szypu∏a, 1973; Senegalese waters: Nieland, 1982;

TROPHi= 1 + ™DCij x TROPHj,
G

j=1
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South Fujian-East Guangdong waters: Wang & Qiu,
1986; Canary islands: Moreno & Castro, 1995), also
using TrophLab. For these cases, TROPH was esti-
mated using the quantitative routine when gravime-
tric abundances of prey were available and the qual-
itative routine when data was expressed as frequen-
cy of occurrence of prey.

RESULTS

Thirty-three out of 120 stomachs examined were
empty (27.5%). The percentage of empty stomachs
varied with season and size. The vacuity index was
highest in autumn (VI=36.6%) and lowest in sum-
mer (VI=16.6%) (Table 1). The length class of 21-
22 cm TL was characterized by the highest VI and
the 16-17 cm TL class by the lowest one (33.3 and
20.8%, respectively) (Table 2). 

Prey items were grouped in eight different taxa
(Table 1). Crustaceans (copepods, amphipods, de-
capod larvae and others) were the main prey, fol-
lowed by siphonophores, phytoplankton and fish
larvae. The percentage composition of the diet var-
ied seasonally (Table 1, Fig. 1), with copepods being
the main prey in winter and spring, decapod larvae

in summer, and amphipods in autumn. Amphipods
were generally dominant in size classes smaller than
18 cm TL and copepods in those larger than 19 cm
TL (Table 2, Fig. 2). The mean number of prey items
per stomach also varied seasonally, between 2.25
(winter) and 3 (autumn), and with size class, between
2 (for 15-16 cm TL) and 3.25 (for 17-18 cm TL). 

The diet was more diverse in spring (H′=1.63,
D′=0.77) and less so in winter (H′=1.05, D′=0.57)
(Table 1). With respect to length classes, diversity
was highest at the 18-19 TL class, whereas diet was
less diverse at smaller and larger sizes (Table 2).

The TROPH of round sardinella in the northern
Aegean Sea ranged between 3.04 (winter) and 3.28
(spring) (Table 1) and increased with size (Fig. 3).
The relationship between TROPH and size (TL, cm)
was asymptotic: 

TROPHLi=3.31(1-e-0.018Li), 
SETROPH∞=0.11,
SEK=0.005, r2=0.38.

The diet compositions of round sardinella in other
areas of its distribution, as reported by the original
authors, are summarised in Table 3. The estimated
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TABLE 1. Round sardinella, northern Aegean Sea, 2001-2002. Percentage contribution of prey groups to the seasonal di-
et, vacuity index (VI, %), size range and mean size (TL, cm), mean stomach content weight (g), mean number of prey items
per stomach and trophic level (Troph ±SE), the Shannon-Wiener (H′) and Simpson (D′) diversity indices

Season

Prey Autumn Winter Spring Summer

Crustacea
Copepoda 18.84 58.92 33.75 6.59
Mysidacea 1.45 2.05 – 8.25
Amphipoda 36.23 10.96 3.75 38.46
Decapod larvae 10.14 0.68 27.50 39.56
Other 30.43 26.71 18.75 6.59

Siphonophora – – 6.25 –
Fish larvae – – 3.75 –
Phytoplankton 2.91 0.68 – 0.55
Unidentified – – 6.25 –

Number of stomachs 30 30 30 30
Empty stomachs 11 9 8 5
VI (%) 36.6 30.0 26.6 16.6
Length range (TL, cm) 15.1-20.7 14.5-20.0 17.0-21.5 16.0-19.4
Mean TL (cm) 18.10 17.98 19.71 16.93
Mean stomach content weight (g) 0.11 0.08 0.12 0.16
Mean number of prey items per stomach 3.00 2.25 2.60 2.80
TROPH ± SE 3.08±0.29 3.04±0.20 3.28±0.34 3.10±0.30
H′ 1.44 1.05 1.63 1.33
D′ 0.74 0.57 0.77 0.69
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TABLE 2. Round sardinella, northern Aegean Sea, 2001-2002. Percentage contribution of prey groups to the diet per length
class (TL, mm), vacuity index (VI, %), mean stomach content weight (g), mean number of prey items per stomach, troph-
ic level (Troph ±SE), and the Shannon-Wiener (H′) and Simpson (D′) diversity indices

Length class (TL, cm)

Prey 15-16 16-17 17-18 18-19 19-20 20-21 21-22

Crustacea
Copepoda 33.34 12.50 – 13.05 56.48 29.27 55.00
Mycidacea 11.11 19.22 7.58 13.55 10.33 – –
Amphipoda 33.33 24.57 44.07 11.04 8.04 24.39 –
Decapod larvae – 32.04 28.44 20.32 11.71 29.27 –
Other 22.22 11.67 14.22 14.94 8.27 17.07 25.00

Siphonophora – – – 22.58 – – –
Fish larvae – – – – 5.17 – –
Phytoplankton – – 5.69 4.52 – – –
Unidentified – – – – – – 20.00

Number of stomachs 8 24 10 40 22 10 6
Empty stomachs 2 5 3 13 5 3 2
VI (%) 25.0 20.8 30.0 32.5 22.7 30.0 33.3
Mean stomach content weight (g) 0.07 0.13 0.17 0.10 0.09 0.20 0.08
Mean number of prey items per stomach 2 2.42 3.25 2.5 2.33 2.33 3
TROPH ± SE 3.08 3.20 3.13 3.31 3.16 3.21 3.26

±0.32 ±0.36 ±0.35 ±0.32 ±0.29 ±0.34 ±0.37
H′ 1.31 1.54 1.35 1.86 1.37 1.37 0.56
D′ 0.72 0.78 0.70 0.84 0.65 0.75 0.38
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FIG. 1. Round sardinella, northern Aegean Sea, 2001-2002. Variation in diet based on percentage gravimetric composi-
tion as a function of total length (TL, cm).



TROPH values ranged between 2.05 in Senegalese
waters and 3.33 in the waters surrounding the Canary
islands.

DISCUSSION

In the present work, we studied the feeding habits
and estimated the TROPH of round sardinella in the
northern Aegean Sea. In addition, we estimated its
TROPH in other areas of its distribution based on
published diet composition data. The VI, which is an
inverse indication of feeding intensity, was lower in
summer and spring when spawning takes place
(June-July: Tsikliras, 2004). During spawning, a re-

source demanding function, fish need more energy
input to meet the requirements of reproduction
(Froese & Pauly, 2000). By contrast, VI was higher
in winter, when the growth rate of round sardinella
is minimal (Tsikliras et al., 2005). Pham-Thuoc &
Szypu∏a (1973) have also reported a higher VI dur-
ing winter and a lower one during the summer
months. The relatively low numbers of prey items per
stomach is interesting given that the species is a small
pelagic one. We believe that this is partly due to the
low taxonomic resolution of prey analysis, whereas the
oligotrophy of the eastern Mediterranean Sea (Ster-
giou et al., 1997) might also play a role.
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Our results indicate that round sardinella feeds
mainly on zooplankton and crustaceans. According
to the classification of fishes in functional groups
based on their TROPH (Stergiou & Karpouzi, 2002),
round sardinella is an omnivorous species with pref-
erence to animal prey. Similar feeding habits have
been reported for round sardinella in other areas of
its distribution, with the percentage composition of
diet varying with area and season (Table 3). It is
noteworthy that in Senegal waters round sardinella
is an omnivore with preference to plant material
(TROPH=2.05, see Table 3). By contrast, from
Table 3 it seems that TROPH increases with the in-
tensity of the seasonal upwelling. It is generally
known that upwelling of deep nutrient rich water
reaching the surface alters the structure and com-
position of food webs and enhances productivity
(Mann & Lazier, 1996). Although one would expect
that an opportunistic species would take advantage
of the abundant phytoplankton in upwelling sys-
tems, this seems not to be the case for round sar-
dinella. The latter, which can be partially explained
by its preference for animal prey, requires further
studies.

Round sardinella has a flexible adaptive strategy
resulting from its demographic plasticity (Cury &
Fontana, 1988). This adaptability is also apparent
from its diet, with its feeding habits being adjusted to
the specific requirements of the species and the pre-
vailing environmental conditions (Table 3). Thus, in
upwelling areas, diet composition varies with the in-
tensity of upwelling and round sardinella switches
prey and feeds on prey positioned lower in the food
web (e.g. detritus) when zooplankton availability is
low during the seasonal cessation of upwelling
(Nieland, 1982). Thus, its TROPH decreases (Table
3). Likewise, in other areas, such as the central-
southern Aegean Sea, Senegalese and Fujian waters,
round sardinella also feeds lower in the food web but
on phytoplankton (Ananiades, 1952; Nieland, 1982;
Wang & Qiu, 1986), which also leads to a decrease
in TROPH (Table 3). Feeding lower in the food web,
combined with the occasional feeding on fish eggs
and larvae results in high between-area TROPH
variability, from 2.05 (Senegal, mainly phytoplank-
ton and detritus) to 3.33 (Canary islands, high per-
centage of fish eggs and larvae) (Table 3). 

Seasonal differences in diet composition may be
due to the capability of the species in adjusting its di-
et on the seasonally oscillating prey abundance (Nie-
land, 1982). The diet differences among size classes

are probably due to the energy requirements, which
vary according to the developmental stage. Indeed,
during ontogeny, fish often change their diet medi-
ated by allometric, morphological changes (Karpou-
zi & Stergiou, 2003), thus being able to exploit se-
quentially a series of prey sizes ranging from phyto-
plankton and small zooplankton to much larger prey
(Wootton, 1998).

Diet composition is also useful for assessing the
trophic competition among species provided that
prey resources are limited. In the case of round sar-
dinella, there is a possibility of antagonism with the
European sardine and European anchovy, the
TROPH of which in the Mediterranean Sea is 3.15
and 3.43, respectively (Stergiou & Karpouzi, 2002),
i.e. both belong to the same functional group with
round sardinella. All these three pelagic species
have similar feeding habits in the northern Aegean
Sea feeding on copepods in the winter and spring.
Despite the fact that anchovy feeds selectively on
copepods in winter and spring, it generalizes its diet
and feeds upon more diverse prey items in summer
(northern Aegean Sea: Kallianiotis & Torre, un-
published data; Mediterranean Sea: Stergiou & Kar-
pouzi, 2002). The same also holds for the European
sardine, which, although it generally feeds on cope-
pods (Stergiou & Karpouzi, 2002), becomes selective
in summer and autumn (Tsikliras, unpublished da-
ta). Diet differentiation among closely related spe-
cies is an evolutionary mechanism aiming to avoid
trophic overlapping. This ensures the least possible
feeding antagonism. 

The predation of round sardinella on fish eggs and
larvae (Ananiades, 1952; Moreno & Castro, 1995; see
also Table 3) may affect the demographic rates of the
round sardinella stock itself (if cannibalism is ob-
served), as well as of other stocks (e.g. anchovy, Ana-
niades, 1952; Moreno & Castro, 1995). Hence, the
feeding preferences of carnivorous species may (un-
der certain conditions, i.e. when important ichthy-
oplankton biomass is consumed), control the net re-
productive output, recruitment and biomass of oth-
er species and ultimately contribute to the regulation
of the local populations. However, in the northern
Aegean Sea, one of the most important spawning
and fishing grounds of the Greek Seas (Stergiou et
al., 1997), predation by round sardinella on fish eggs
and larvae is of limited nature. 

In conclusion, the results of the present study and
data from other areas show that round sardinella is
an omnivorous, opportunistic feeder with trophic
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level that changes with body size, season, geograph-
ic, area and upwelling intensity. 

REFERENCES

Ananiades K, 1952. Quelques considérations biométriques
sur l’allache (Sardinella aurita C. V.) des eaux grec-
ques. Praktika hellenic hydrobiological institute, 5: 5-45.

Anderson RO, Neumann RM, 1996. Length, weight and
associated structural indices. In: Murphy BR, Willis
DW, eds. Fisheries techniques. American Fisheries
Society, Bethesda, Maryland: 447-482.

Bacheler NM, Neal JW, Noble RL, 2004. Diet overlap be-
tween native bigmouth sleepers (Gobiomorus dor-
mitor) and introduced predatory fishes in a Puerto
Rico reservoir. Ecology of freshwater fish, 13: 111-
118. 

Bowen SH, 1996. Quantitative description of the diet. In:
Murphy BR, Willis DW, eds. Fisheries techniques.
American Fisheries Society, Bethesda, Maryland:
513-532. 

Browman HI, Stergiou KI, (eds) 2004. Perspectives on
ecosystem-based approaches to the management of
marine resources. Marine ecology progress series, 274:
269-303.

Cortés E, 1999. Standardized diet compositions and troph-
ic levels of sharks. ICES Journal of marine science,
56: 707-717.

Cury P, Fontana A, 1988. Compétition et stratégies dé-
mographiques compares de deux espèces de sar-
dinelles (Sardinella aurita et Sardinella maderensis)
des cotes ouest-africaines. Aquatic living resources, 1:
165-180.

Dörner H, Wagner A, 2003. Size-dependent predator-prey
relationships between perch and their fish prey.
Journal of fish biology, 62: 1021-1032.

FAO, 2000. The state of world fisheries and aquaculture
1999. Food and Agricultural Organisation of the
United Nations, Rome.

Froese R, Pauly D, 2000. FishBase 2000: concepts, design
and data sources. ICLARM, Manilla.

Hyslop EJ, 1980. Stomach contents analysis-a review of
methods and their application. Journal of fish biolo-
gy, 17: 411-429.

Karpouzi VS, Stergiou KI, 2003. The relationships be-
tween mouth size and shape and body length for 18
species of marine fishes and their trophic implica-
tions. Journal of fish biology, 62: 1353-1365.

Krebs CJ, 1994. Ecology: The experimental analysis of dis-
tribution and abundance. 2nd ed., Harper and Row
Publishers, New York.

Mann KH, Lazier JRN, 1996. Dynamics of marine ecosys-
tems: biological – physical interactions in the oceans.
Blackwell Science, Boston. 

Moreno T, Castro JJ, 1995. Community structure of the ju-

venile of coastal pelagic fish species in the Canary Is-
lands waters. Scientia marina, 59: 405-413.

Nieland H, 1982. The food of Sardinella aurita (Val.) and
Sardinella eba (Val.) of the coast of Senegal. Rap-
ports et procès-verbaux des reunions conseil interna-
tional pour l’exploration de la mer, 180: 369-373.

Palomera I, Sabatés A, 1990. Co-occurrence of Engraulis
encrasicolus and Sardinella aurita eggs and larvae in
the northwestern Mediterranean. Scientia marina,
54: 61-67.

Pauly D, Christensen V, Dalsgaard J, Froese R, Torres F
Jr, 1998. Fishing down marine food webs. Science,
279: 860-863.

Pauly D, Froese R, Sa-a P, Palomares ML, Christensen V,
Rius J, 2000. TrophLab Manual. ICLARM, Manila.

Pham-Thuoc, Szypu∏a J, 1973. Biological characteristics of
gilt sardine Sardinella aurita Cuv. et Val. 1847 from
northwest African Coast. Acta ichthyologica et pis-
catoria, 3: 19-37.

Pimm SL, Lawton JH, 1978. On feeding on more than one
trophic level. Nature, 275: 542-544.

Post DM, Conners ME, Goldberg DS, 2000. Prey prefer-
ence by a top predator and the stability of linked
food chains. Ecology, 81: 8-14.

Stergiou KI, Karpouzi VS, 2002. Feeding habits and troph-
ic levels of Mediterranean fish. Reviews in fish biol-
ogy and fisheries, 11: 217-254.

Stergiou KI, Christou ED, Georgopoulos D, Zenetos A,
Souvermezoglou C, 1997. The Hellenic Seas: phy-
sics, chemistry, biology and fisheries. Oceanography
and marine biology: an annual review, 35: 415-538.

Stergiou KI, Tsikliras AC, Moutopoulos DK, 2004. The Hel-
lenic fisheries: from present to past. Proceedings of the
workshop on the mediterranean history of marine animal
populations. Barcelona, 20-23 September 2004.

Tsikliras A, 2004. Biology and population dynamics of
round sardinella (Sardinella aurita Valenciennes,
1847) in Kavala Gulf (Northern Aegean Sea, Gree-
ce). Ph. D. thesis, Aristotle University of Thessa-
loniki, Greece. 

Tsikliras AC, Koutrakis ET, Kallianiotis AA, Economidis
PS, 2004. Massive leaping of Sardinella aurita Va-
lenciennes, 1847 under probable risk of predation in
the northern Aegean Sea (Greece). Marine and
freshwater behaviour and physiology, 37: 31-34.

Tsikliras AC, Koutrakis ET, Stergiou KI, 2005. Age and
growth of round sardinella (Sardinella aurita) in the
north-eastern Mediterranean. Scientia marina, 69:
231-240.

Wang J, Qiu S, 1986. On the feeding habit of Sardinella au-
rita Val. in south Fujian-east Guangdong coastal wa-
ters. Taiwan strait, 5: 86-93. 

Wootton RJ, 1998. Ecology of teleost fishes. Kluwer Acad-
emic Publishers [Fish and Fisheries Series, no. 24],
Dordrecht, The Netherlands.

Tsikliras et al. — Feeding habits and trophic level of round sardinella (Sardinella aurita) 75


