
INTRODUCTION

Ichthyoplankton studies are important in fisheries biol-
ogy. They contribute to a better knowledge of an area’s 
ichthyofauna biodiversity (Siapatis et al. 2000). An ich-
thyoplankton sample can contain the early life stages of 
a wide spectrum of fish taxa whose adults may belong to 
different ecological niches. Biodiversity metrics provide 
insight on the status of an assemblage or community at a 
point in time (Marshall et al. 2019). In fisheries science, 
ichthyoplankton has been used as an index of ecological 
quality reflecting environmental impacts and for stock 
management (Edwards et al. 2010). 

Horizontal distribution of early development stages 
of fish larvae can reflect the spawning bathymetry of 
adults (Somarakis et al. 2002) as they adapt to the pelag-
ic environment. Furthermore, the variability of physical 
processes such as changes in temperature and salinity, 
fronts and currents and biological processes affect the dis-
tribution and survival of fish larvae (Olivar et al. 2010). 
Horizontal distribution studies have shown that inshore 
larval assemblages have a different composition to off-
shore ones (Sabatés 1990a). Diversity of adult fish habi-
tats, bathymetry, primary production, stratification of the 

water column and currents interact with each other and in 
combination with other factors form the final distribution 
patterns of fish larvae (Sabatés et al. 2007). Fish larvae 
spatial distribution patterns show differences between 
species (Hernández-Miranda et al. 2003). These patterns 
may be due to biological or physical mechanisms and 
this in itself constitutes a subject of research (Hernández-
Miranda et al. 2003).

The relation of biodiversity to habitat complexity is a 
crucial subject in ecology (Gratwicke & Speight 2005). 
Furthermore knowledge of underlying mechanisms 
behind biodiversity spatial distribution is important in 
predicting the effects of anthropogenic activities on the 
marine environment (Navarro et al. 2015). Relatively 
high species richness and larval fish abundances have 
been recorded in the past near areas that mesoscale ocean-
ographic features that enhance biological productivity 
(Rodríguez et al. 2013). The niche differentiation concept 
suggests that a more heterogeneous environment could 
support more species through partitioned niche space 
(Yang et al. 2015). However, the mechanisms leading to 
the increase in β-diversity with increasing productivity 
remain largely unknown; most studies to date have been 
correlational (Chase 2010). Topography and environ-
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mental variables affect ichthyoplankton diversity patterns 
(Sabatés & Olivar 1996, Giannoulaki et al. 2013). The 
factors that cause variation in β-diversity represent one of 
the most important, but poorly understood, influences on 
global variation in biodiversity (Chase 2010).

Most fish species are spawn during spring and sum-
mer in the Mediterranean Sea (Sabatés 2004, Siapatis & 
Somarakis 2007, Somarakis et al. 2011a) and thus this 
period is suitable for studying the distribution and bio-
diversity patterns (Sabatés et al. 2007). While the north 
Aegean Sea (Eastern Mediterranean) has been studied 
before as far as ichthyoplankton assemblages or fisheries 
are concerned, studies on biodiversity are scarce. This is 
the first study focusing on ichthyoplankton distribution 
and species richness of the Thermaikos and Chalkidiki 
Gulfs and the first study of ichthyoplankton diversity in 
the northern Aegean Sea. The aim of our study was: (1) 
to identify possible existing patterns regarding the distri-
bution of larvae, (2) to spatially locate the richer marine 
areas in terms of biodiversity, using the most common 
ecological indicators, and (3) to interpret any existing 
biodiversity patterns using physical and biological data.

Study area

The Thermaikos and Chalkidiki Gulfs are located in 
the north Aegean Sea (East Mediterranean Sea) (Fig. 1). 
Thermaikos is a shallow and wide gulf with a deeper 
outer part (the average depth is 50 m). Chalkidiki consists 
of Toronaios and Sygkitikos Gulfs with a narrow shelf 
with steep slopes and great depths (the average depth is 
> 200 m). Five rivers enrich the western part of the Ther-
maikos Gulf with low salinity waters and nutrients form-
ing a complex estuary. Estuaries are productive ecosys-
tems, providing a diverse range of habitats and support-
ing fish biodiversity (Tsikliras et al. 2009). They serve 
as reproduction fields and shelters for juveniles or adults 
(Gillanders & kingsford 2002). 

In the Chalkidiki Gulfs, an influx of freshwater from 
the east results in low-salinity surface waters extending 
across the Northern Aegean during summer, as a result 
of flows from the Dardanelles Strait (Hyder et al. 2002). 
These low salinity surface water masses move to the 
north along the coast and exit Chalkidiki Gulfs at their 
southwestern part (Fig. 2). Strong north winds affect the 
movement of this water. A strong but time-dependent 
anticyclone is centered on the mouth of Singitikos Bay 
(Olson et al. 2007). Thermaikos and Chalkidiki are usu-
ally treated as a single fishing area by Greek Authorities. 
It is the second most productive fishing area in Greece 
(after the Thracian Sea) and it is mainly fished by purse 
seiners and trawlers (Hellenic Statistical Authority, 2016 
press Release).

MATERIALS AND METHODS

Ichthyoplankton samples were collected during three surveys 
conducted in 15-20 June of 2004, 13-21 June of 2005 and 6-16 
June of 2006 by the R/V “philia” of Hellenic Center of Marine 
Research. A grid of 13 stations was sampled (Fig. 1). The dis-
tance between stations was 10 nautical miles. A 60 cm bongo 
with 250 and 500 μm mesh nets was used as proposed by Smith 
& Richardson (1977). Tows were diagonal from surface to bot-
tom or to maximal depth of 200 m while the velocity of the ves-
sel was 2-2.5 kn. Samples were preserved in 4 % formaldehyde 
and boric acid solution. Α CTD Seabird Electronics 25 was 
used to obtain temperature, salinity and chlorophyll-a profile 
data (with 1 m vertical resolution) from surface to bottom or to 
maximal depth of 200 m at a denser grid of 46 stations (Fig. 1).

We analyzed samples from the 250 μm net at the laboratory. 
larvae were sorted and identified to the lowest possible taxo-
nomic level using the ichthyoplankton database (Siapatis & Chi-
lari 2003). Eschmeyer’s Catalog of Fishes (Fricke et al. 2020) 
was used for the scientific names of taxa as it is more complete 
and is updated recently as far as nomenclature data (updated in 

Fig. 1. – Bathymetric map of the 
study area. Ichthyoplankton sta-
tions are marked with black tri-
angles and CTD stations with 
blue dots.
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3 August 2020). For data comparability purposes, tow depth was 
used to transform larvae counts to abundance per 10 m2. 

pRIMER-e v6 software (Clarke & Gorley 2005) was used 
to calculate the following ecological indicators: number of taxa 
(species richness, S), individuals number (N) and Shannon-
Wiener biodiversity index (Η’ = –∑R

i = 1 pilnpi) (logarithm base 
e) for each year and each area. Different indices measure differ-
ent aspects of the partition of abundance between species (Hill 
1973). We used the combination of these indicators to describe 
biodiversity patterns of our study area as they represent differ-
ent diversity orders (Jost 2006). Species richness is more sen-
sitive to rare species while Shannon index weighs all species 
by their frequency (Jost 2006). For the estimation of individu-
als’ number and Shannon-Wiener index we used the maximum 
available information from larvae taxonomy. Ecological indica-
tors were calculated without taking into consideration rare taxa 
(we considered as rare all taxa that appeared at only one station 
during each sampling period). Their presence can be considered 
random and may affect ecological indicators presented in this 
study. 

The relationship between environment and ichthyoplankton 
diversity was studied with permutational multivariate analysis 
of variance (pERMANOVA), to test the effect of environmental 
factors on the most representative of the ecological indicators 
(Anderson 2001). A distance matrix was computed from the raw 
dataset using sums of squared Euclidean distances according to 
the formula: ssw = ∑a

i = 1 ∑
n
j = 1 ∑

p
k = 1{yijk – mean(yi.k)2}. A pseudo 

F-ratio was calculated to test the multivariate hypothesis with 
the formula: f = [ssa / (a – 1)] / [ssw / (n – a)]. A p-value was 
calculated with the formula: p = number of f∏ ≥ F / total num-
ber of f∏, according to Anderson 2001.

Three indicators (Species richness, larval abundance and 
Shannon diversity index) were used as measures of diversity 
to compare areas (Chalkidiki, Thermaikos), years (2004, 2005 
and 2006), proximity to coast (close 0-3 km, medium 3-10 km 

and far > 10 km), oceanic zones (neritic/oceanic), temperature 
(low < 20.78 °C, high > 20.78 °C), salinity (low < 35.53, high 
> 35.53) and depth-integrated chlorophyll-a (low < 3.74 mg.m–3, 
high > 3.74 mg.m–3). Median of the three years was the bound-
ary used to categorize temperature, salinity and depth integrated 
Chl-a in two categories in order to perform pERMANOVA: high 
and low. Sampling stations were categorized in two distinctive 
areas those of Thermaikos and Chalkidiki. Two of the stations 
were located at the boundary of the two areas (Fig. 1). We final-
ly categorized them at Chalkidiki area due to their great depth, 
which was a common feature of all Chalkidiki stations. Fluores-
cence data integrated over the depth of the euphotic layer were 
used to calculate depth-integrated chlorophyll-a (DIchla = ∫zeu

0 
[chla]zdz) (Morel & Berthon 1989). The neritic zone was con-
sidered as the shallow part of the study area from zero to 200m 
depth and the oceanic zone as the deeper part from 200m to the 
bottom. larval abundance data were log-transformed to reduce 
the importance of the most dominant taxa. 

The method of backward elimination of variables was used 
for the pERMANOVA (Zar 2010). Because the number of 
observations was restricted (13 stations × three years), the num-
ber of factors we could use for the pERMANOVA was limited. 
For this reason, we tested two factors at a time with the hypoth-
esis H0 that there are no differences between them (i.e., tempera-
ture and salinity, salinity and chlorophyll-a, etc.). At first, the 
physicochemical factors (chlorophyll-a, salinity, temperature) 
were tested in pairs and with their interaction as a new fac-
tor. The topographic factors (area, proximity to coast, oceanic 
zones) were tested with the same procedure. If the interaction 
between the two factors was found to be significant, a new pER-
MANOVA was run with the interaction included in the model 
(Zar 2010). All possible combinations of factors were tested and 
those factors presenting weak effects on the dependent variables 
were eliminated from the model. Finally, we tested the interac-
tion between topography and physicochemical factors. This pro-
cedure was repeated until we concluded to the most important 
environmental factors that could interpret best the ecological 
indicators. pAST v3.25 software was used to carry out pER-
MANOVA (Hammer et al. 2001).

Analysis of similarities (ANOSIM) was used to test the 
hypothesis H0 that the similarities between areas and years are 
equal. A ranked dissimilarity matrix from the biological data for 
each year and a test statistic R were computed for this purpose 
according to Clarke (1993).

We investigated the impact of depth on the ecological indi-
cators and on abundance. A simple regression model was used 
relating the total abundance from each category (epipelagics, 
demersal and mesopelagics) with depth. We used the square-
root transformation for all the dependent variables which 
showed heteroscedasticity, especially for species richness, as 
their variances were proportional to the means (Zar 2010). For 
the calculation of epipelagic, demersal and mesopelagic abun-
dance, we used only the most dominant taxa (as they represent-
ed the majority of larvae abundance) and for depth descriptor, 
we used the tow depth. Taxa were categorized in groups based 
on adults’ habitat according to Somarakis et al. (2011b). Groups 

Fig. 2. – A schematic of the general circulation of the Aegean 
Sea. Figure copied and modified from Olson et al. (2007). © 
American Meteorological Society. used with permission.
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consisted of the most common taxa: epipelagic, demersal and 
mesopelagic.

Abundance and environmental data were used to construct 
maps with the aid of SuRFER 8® software (Golden Software 
2002) and Ocean Data View 5.2.0 software (Schlitzer 2016). 
The krigging method (krige 1951) was used to avoid overlap-
ping and enhance low values. Maps of the three ecological indi-
cators were constructed in order to get a more precise spatial 
view of subareas that persistently presented high diversity.

RESULTS

In total 62 taxa were identified, belonging to 40 fami-
lies, while 32 taxa occurred in all the three sampling peri-
ods (Table I). The majority of larvae were identified at spe-
cies level (52 species, 5 genera, 5 families). The sampling 
recorded 45 taxa belonging to 31 families in 2004, 42 taxa 
belonging to 31 families in 2005 and 49 taxa belonging to 
34 families in 2006. Five unique species found in 2004 
(uranoscopus scaber, pagrus pagrus,  mullus barbatus, 
parablennius gattorugine and Vinciguerria attenuata) 
were not present in 2005. Seven unique species found 
in 2006 (lepadogaster candollei, Callanthias ruber, 
Buglossidium luteum, parophidion vassali, uranoscopus 
scaber, pagrus pagrus and lepidopus caudatus) were not 
present in 2005. From the total number of taxa identified 
in all the three years, 26 are commercially important in 
Greece (e.g., engraulis encrasicolus,  sardinella aurita, 
trachurus mediterranaeus, etc.).

In 2004, the samples were dominated by larvae of 
epipelagic taxa followed by larvae of mesopelagic and 
demersal taxa. engraulis encrasicolus (28.9 %), s. aurita 
(24.3 %) and Ceratoscopelus maderensis (14.6 %) were 
the most abundant larvae and only 0.36 % remained 
unidentified. In 2005, a change in taxa composition was 
observed. Mesopelagic taxa dominated and epipelagic 
and demersal taxa followed. Ceratoscopelus  maderensis 

(25.08 %) and Hygophum benoiti (15.96 %) were the 
most abundant larvae and e. encrasicolus (13.51 %) 
and s. aurita (11.64 %) followed. A small percentage 
remained unidentified (3.38 %). In 2006 larvae of epipe-
lagic taxa dominated and larvae of mesopelagic and dem-
ersal taxa followed. engraulis encrasicolus (54.28 %), 
s. aurita (16.91 %) and C. maderensis (4.18 %) were the 
most abundant larvae.

Total larvae abundance of Thermaikos was noticeably 
higher in 2004 and 2006 mainly due to the strong pres-
ence of two epipelagic taxa (e. encrasicolus and s.  aurita) 
(Fig. 3, Table I). lower abundances were recorded in 
Thermaikos in 2005 and this can be attributed to the lower 
presence of the epipelagics e.encrasicolus and s. aurita. 
Among taxa groups, epipelagics followed a different pat-
tern to demersal and mesopelagic taxa as regarding abun-
dance (Fig. 3). More specifically, epipelagic taxa were 
less abundant in 2005, while demersal and mesopelagic 
taxa were recorded at lower abundances in 2005 and at 
even lower abundances in 2006. As far as their horizontal 
distribution is concerned, epipelagics were mainly domi-
nant in the west Thermaikos Gulf (Fig. 4A), mesopelagics 
in the deep Chalkidiki (Fig. 4B) and demersal taxa in the 
shallows stations of the east Thermaikos Gulf (Fig. 4C).

Environmental data showed differences over the 
three year’s period. Average surface salinity (20 m) was 
lower in 2004 and average surface temperature (20 m) 
was lower in 2006 (Fig. 5). lower sea surface tempera-
tures were recorded in 2006 across the Thermaikos and 
Chalkidiki Gulfs (Fig. 6C). Horizontal distribution of sea 
surface salinity showed lower values mainly in 2004 in 
the west Thermaikos Gulf near the estuaries (Fig. 6D) and 
in 2006 in the east Chalkidiki area (Fig. 6F). Surface chlo-
rophyll-a showed higher values in 2004 and 2006 mainly 
in the west Thermaikos Gulf, close to the river estuaries 
(Fig. 6G-I).

The two areas showed different characteristics in the 
three ecological indicators (Table II). More specifically, 

Fig. 3. – Abundances of the most 
dominant taxa between the three 
years.
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species richness varied over the 
three year’s comparison 9 and 27 
taxa in Chalkidiki and between 7 and 
20 taxa in Thermaikos. The species’ 
richness of Thermaikos was signifi-
cantly higher in 2004 in comparison 
with 2005 and 2006 (kruskal-Wallis 
test, p-value 0.0036). The Shan-
non index was significantly higher 
in 2004 and 2005 in comparison 
to 2006 (p-value 0.0032). Abun-
dance was significantly lower in 
2005 in comparison with 2004 and 
2006 (p-value 0.0016). As far as the 
Chalkidiki area is concerned, no sig-
nificant differences were observed 
over the three years when we com-
pared the three ecological indicators. 
Horizontal distributions of the three 
ecological indicators showed that 
higher species richness was record-
ed at the majority of stations of 
Chalkidiki, higher larval abundances 
were recorded mainly in Thermaikos 
and higher Shannon index values 
were recorded at oceanic stations 
near the limit of the shelf, although 
this had not been evident in 2005 
(Fig. 7).

The logarithmic-X model fitted 
better when we tested the correlation 
of depth with total larvae abundance. 
Table III shows the relationships of 
the three ecological indicators and 
the abundance of the most dominant 
epipelagic, mesopelagic and dem-
ersal taxa with depth. The single 
regression model indicated that spe-
cies richness and the Shannon index 
were significantly positively corre-
lated to depth although the relation-
ships were weak. Epipelagics and 
mesopelagics were also significantly 
correlated to depth. However demer-
sal abundance and total abundance 
were negatively correlated to depth 
with no significant correlation.

While many factors significantly 
affected the ecological indicators, 
the combination of physicochemi-
cal and topographic factors (and 
especially the factors year, area and 
combination) significantly affected 
ecological indicators for all of the 
possible combinations tested (Table 
IV). Of the three years, 2004 and Ta
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2006 presented significantly higher species richness than 
2005. Chalkidiki presented significantly higher species 
richness and Shannon index than Thermaikos did. Ther-
maikos had a significantly higher total larvae abundance 
mainly due to the epipelagics e. encrasicolus and s. auri-
ta. Differences were detected between high and low lev-

els of surface salinity (0-20 m) for species’ richness and 
between high and low levels of DIChl-a for the Shannon 
index and larval abundance (Table IV). On the other hand, 

Fig. 4. – Horizontal distribution 
of ichthyoplankton abundance 
for the different taxa groups; 
epipelagics (A) mesopelagics (B) 
and demersal (C) for the three 
years (2004-left, 2005-middle 
and 2006-right). The contour of 
200 m is present.

Fig. 5. – Comparison of the average sea surface values (20 m) of 
salinity (A) and temperature (B) between the three years. Whis-
kers represent the standard errors with the 95 % intervals.

Table II. – Descriptive statistics of the three ecological indicators.
Species number Abundance Shannon index

Chalkidiki Thermaikos Chalkidiki Thermaikos Chalkidiki Thermaikos

2004 2005 2006 2004 2005 2006 2004 2005 2006 2004 2005 2006 2004 2005 2006 2004 2005 2006

Minimum 12 9 13 11 7 7 450.3 303.7 530.4 966.6 93.6 843.4 1.5 1.3 1.7 1.0 1.2 0.6

Maximum 24 22 27 20 11 11 2590.3 2453.8 2230.2 7665.2 854.8 5233.1 2.3 1.9 2.4 2.0 1.9 1.1

Median 18.0 11.5 22.0 14.0 9.0 9.0 1632.3 1509.0 1225.1 2411.8 469.5 2300.7 1.8 1.7 2.0 1.2 1.7 1.0

25 percentile 12.0 9.0 15.3 11.0 7.0 8.0 662.1 404.3 762.6 1929.6 154.2 1427.0 1.6 1.5 1.8 1.0 1.4 0.6

75 percentile 23.3 18.3 25.5 18.0 11.0 11.0 2285.9 2161.8 2174.2 3181.8 540.4 4292.1 2.0 1.8 2.3 1.7 1.8 1.1

Table III. – Results of the simple regression model that was used 
to represent the relationship between depth and the dependent 
variables.

Dependent variable Intercept Slope P-Value R-squared

Demersal 16.37 –2.53 0.506 0.02

Epipelagics 81.29 –27.58 0.018 0.14

Mesopelagics –49.87 32.45 0.000 0.40

Species number 0.41 1.64 0.000 0.33

Shannon index 0.55 0.34 0.003 0.21

Abundance 47.47 –4.55 0.674 0.00

Model used

Square root-Y model: Y = [a + b*sqrt(X)]^2

Independent variable

Tow Depth
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surface temperature did not seem to have a significant 
effect on species’ richness or abundance. The same results 
were obtained when testing the ecological indicators 
for differences between environmental factors with and 
without counting the rare species (Table IV). ANOSIM 
showed significant differences between areas (R = 0.42, 

p-value = 0.0001) and years (R = 0.22, p-value = 0.0003). 
Significant differences were also found when the compar-
ison was done without counting the rare taxa (R = 0.27, 
p-value = 0.0002 and R = 0.17, p-value = 0.0025, respec-
tively).

Fig. 6. – Horizontal distribution 
of surface temperature (20 m)(A, 
B and C), surface salinity (20 m) 
(D, E and F) and surface chloro-
phyll-a (20 m) (G, H and I), in 
2004 (A, D and G), 2005 (D, E 
and F) and 2006 (G, H and I).

Fig. 7. – Horizontal distribution 
of species richness (A), total 
abundance (B) and Shannon 
diversity index (C) for the three 
years (2004-left, 2005-middle 
and 2006-right).
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DISCUSSION 

In total 62 taxa of larvae were identi-
fied in the Thermaikos and Chalkidiki 
areas, a similar number compared to rel-
evant studies of a wider spatial scale in 
the North Aegean Sea (Somarakis et al. 
2002, Somarakis et al. 2011a, Isari et al. 
2008, koutrakis et al. 2004) and in the 
West Mediterranean Sea (Sabatés 1990a, 
Sabatés & Olivar 1996). The western 
to eastern gradient regarding fish diver-
sity of the Mediterranean Sea (Coll et al. 
2010) does not seem to find application to 
ichthyoplankton species richness (Table 
V). Ichthyoplankton species richness 
across the Mediterranean (Table V) does 
not seem to follow a similar eastward 
decrease. The North Aegean Sea larval 
richness is comparable to other areas of 
the north Mediterranean Sea and longi-
tude does not seem to affect spatial pat-
terns of larvae species richness. 

late spring-summer is ideal for study-
ing spatial distribution and biodiversity 
because it is a transitional period regard-
ing reproduction strategies of many fish. 
It marks the end of the reproduction of 
many winter spawners (e.g.,  Buglossidium 
luteum, trachurus trachurus) and the 
beginning of summer spawners (e.g., 
serranus cabrilla,  Cepola macrophthal-
ma) (Somarakis et al. 2011a, Sabatés & 
Olivar 1996). Summer coincides with 
the spawning peak of many fish spe-
cies such as e. encrasicolus (Somarakis 
et al. 2011a, palomera & Sabatés 1990), 
C.  maderensis, H. benoiti, s. shepatus 
and C. macrophthalma (Sabatés 1990a). 
This temporal coincidence of spawning 
has multiple ecological extensions. Taxa 
composition is similar to the results of 
other studies with early spring to summer 
samplings with bongo nets in the north 
Aegean Sea (Somarakis et al. 2002) and 
the western Mediterranean Sea (Sabatés 
1990a). This is also evident in mesozoo-
plankton species composition (Siokou-
Fragkou et al. 2009). Their results show 
that the majority of taxa have been identi-
fied at the species level and only a minor-
ity of them has been identified at the gen-
era/family level. Consequently, both the 
results described in the literature as well 
as our results are comparable because a 
relevant taxonomic effort has been used. Ta
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Sabatés et al. (1990a) found that the peak of spawning 
for many common species of the present study is during 
June and July. It is possible that a synchronization of the 
spawning period of many fish exists between the East and 
West Mediterranean Sea. Demersal and mesopelagic taxa 
showed low abundances in 2006. It is possible that the 
onset of the spawning season was delayed for these spe-
cies due to the low average sea surface temperature that 
was recorded during the sampling of 2006 (Fig. 5). The 
effects of temperature on the onset of the spawning period 
have been studied in the past (Jansen & Gislason 2011, 
Wright & Trippel 2009). Somarakis et al. (2011a) sup-
port the idea of similar covariation of summer spawners 
with temperature on the onset of the reproductive period. 
Interannual differences of epipelagic species abundances 
were more related with primary productivity whereas 
mesopelagic and demersal species were more related with 
temperature and the onset of the spawning period. Dif-
ferent species may use different environmental factors as 
signals to initiate seasonal behaviors (Asch 2013). Over 
the three years, common species as well as unique species 
were found. Although these unique species were equally 
distributed between the two study areas, their presence 
significantly affected species’ richness when we com-
pared them over the three years. It is possible that trophic 
conditions of the greater north Aegean Sea area in 2005 
were poor, as shown by the environmental data collected 
during the three years, and this environmental state affect-
ed spawning intensity of adults. The year of 2005 was 
poorer, in terms of species richness, due to the absence 
of these unique species. All of them have been reported 
before as summer spawners (Siapatis & Somarakis 2007, 
Somarakis et al. 2011a, koutrakis et al. 2004). Especially 
Vinciguerria attenuata has probably extended its spawn-
ing season in the Aegean Sea, as past reviews report its 
spawning season from December to February (Siapatis & 
Somarakis 2007). 

Differences between the two study areas regarding 
distribution reflect the preference of adults for a specific 
habitat. All taxa groups appeared at spatially segregated 
habitats during all of the three years and few species of 
larvae were found far from adults’ habitats. More specifi-
cally larvae of epipelagic taxa were most abundant in the 
shallow Thermaikos whereas larvae of mesopelagic taxa 
were most abundant at the deeper Chalkidiki area. The 
distribution of demersal taxa, (they were mainly located 
at shallow stations), is also explained by the preference 
of adults for a specific habitat. Adults of many demersal 
species usually live in shallow areas below 100 m (loris 
& Rucabado 1990, Smith 1981). Myctophids have low 
fecundity rates, migrate from deeper layers to shallower 
ones for feeding and for spawning (Catul et al. 2011) and 
this behavior of spatial and temporal separation from 
other species is a good strategy that helps them survive. 
This observation suggests mainly two conclusions: firstly, 
adults’ habitat is a strong factor regarding spatial patterns Ta
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of fish larvae and secondly, spatial patterns seem to be 
related to different spawning strategies of adults. Results 
of other research generally agrees with the presence of 
fish larvae close to the adults’ habitat and with the hetero-
geneous spatial distribution of larvae (Sabatés 1990a, b).

Regarding biodiversity, pERMANOVA showed that 
Chalkidiki presented a higher species richness and Shan-
non diversity index when compared with Thermaikos, 
despite the lower sampling effort of the former (only 6 sta-
tions in contrast to 7 stations at Thermaikos). Chalkidiki 
offers a variety of habitats (oceanic and close to the coast) 
and thus attracts multiple taxa groups; mesopelagic and 
demersal taxa coexist near the narrow Chalkidiki shelf 
and explain its richness. It is possible that the complex 
topography of Chalkidiki provides adult fish and other 
marine organisms — which can be prey for fish — with 
many habitats for protection, and this attracts them, pro-
viding them with favorable conditions for reproduction. 
Such positive relationships between complex environ-
ments and species diversity have been reported in numer-
ous reviewers in the past (Shmida & Wilson 1985, Bell et 
al. 2000, Stein et al. 2014, pinha et al. 2017, Witman et 
al. 2004, etc.). Gratwicke & Speight (2005) interpret the 
distinctive spatial patterns of species richness as habitat 
complexity, with more complex areas having more spe-
cies than less complex ones. Habitat heterogeneity can 
create different niches across localities thus increasing 
β-diversity by favoring different groups of species as part 
of deterministic processes (Chase 2010). Relative high 
species richness and diversity values have been justified 
in the past due to the spatial overlapping of larvae of ner-
itic and oceanic species (Rodríguez et al. 2013), which is 
a feature of the Chalkidiki topography. On the other hand, 
Thermaikos is characterized by spatially distinct habi-
tats which are separated by a wide continental shelf. The 
environmental heterogeneity hypothesis, i.e., “more het-
erogeneous environments would be expected to support 
a greater number of species” (Bell et al. 2000, Stein et al. 
2014, Yang et al. 2015) seems to be more applicable in 
our case study as the Mediterranean Sea has the capac-
ity to hold a high number of species, proportionally to the 
great variety of its marine habitats. 

The exclusion of rare species in our analysis (ANO-
SIM and pERMANOVA) has not impacted our outcomes 
regarding biodiversity. Their presence or absence does 
seem to have any effect neither on the existing differences 
among biocommunities nor on the relationship between 
environment and diversity. Although their role regarding 
biodiversity seems to be weak, they have a significant role 
in identifying unique biocommunities (Cao et al. 2001). 
Each researcher shall decide whether they are important 
in assessment studies, in predictive models or in pattern 
analyses (Cao et al. 2001).

Distribution and biodiversity are also affected by envi-
ronmental forcing (Bertrand et al. 2008, Sabatés 1990a, 
Sabatés & Maso 1990). Higher species richness values 

were recorded in 2004 in the Thermaikos Gulf, where 
salinity was lower. It is possible that low salinity waters 
from the western Thermaikos Gulf, where the estuaries 
of five rivers are located, and low salinity waters from 
the open Aegean Sea coming from the Dardanelles Strait 
(Hyder et al. 2002) enriched with nutrients our study area 
and this enhanced zooplankton production (Zervoudaki 
et al. 2006), which is food for fish larvae. probably, an 
upwelling event took place in the Thermaikos Gulf during 
2006 and enhanced local productivity. larvae of Myc-
tophidae family (mesopelagics) were present at shallow 
stations of Thermaikos, away from the deep Chalkidiki 
area, which is the natural habitat of their adults. It is pos-
sible that hydrography contributed to the enrichment of 
Thermaikos with mesopelagic taxa through horizontal 
transportation. Despite this possible horizontal transpor-
tation of larvae, species richness of Thermaikos was still 
significantly lower than species richness of Chalkidiki. 
 lobianchia dofleini, myctophum punctatum, H. benoiti 
and C. maderensis are known to spawn during the year 
(Siapatis & Somarakis 2007). Sabatés & Olivar (1996) 
found C. maderensis larvae mainly at deep stations 
(> 200 m) while they were present (but less abundant) at 
shallow stations as well.

Higher surface chlorophyll-a in the western Ther-
maikos Gulf were recorded in 2004 and 2006, during 
the years that epipelagic taxa abundances were high 
(e.  encrasicolus and s. aurita). Their adults are plank-
tivorous (Nikolioudakis et al. 2014) and prefer Thermai-
kos Gulf for its high primary and secondary production. 
Despite the connectivity of the two study areas, physico-
chemical factors seem to significantly affect the repro-
ductive effort intensity of e. encrasicolus and, there-
fore, affect the total abundance of larvae (Somarakis et 
al. 2004). Sudden changes in larval abundance of small 
pelagic species such as e. encrasicolus and s. aurita are 
more likely related to the adult reproductive output as 
they have the ability to produce great numbers of eggs in a 
short period (Somarakis et al. 2011a). This temporal coin-
cidence of chlorophyll-a, which is an indirect indication 
of the trophic condition of an ecosystem, with the high 
abundances of the epipelagic larvae, is probably related to 
a mechanism of larvae coincidence with their food. Such 
coincidences between fish larvae and their food have been 
reported in the past (lasker 1981, Sabatés et al. 2007) and 
it is possibly related with the stable ocean hypothesis and 
the successful larval feeding (lasker 1981). However, the 
investigation of this coincidence should take place over 
a longer period of time to establish the degree of abiotic 
factors effect on species richness. 

To conclude, ichthyoplankton spatial distribution stud-
ies provide niche modeling scientists with necessary data 
and their cost-effective approach to conservation. Further-
more, they can provide useful information regarding bio-
diversity hotspots of the greater north Aegean Sea area, 
thus helping us select and place emphasis on the conser-
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vation of specific sites. The study of ecological indicators 
in dynamic ecosystems (such as estuaries) can give us a 
reference point which to compare with less dynamic and 
more pressed areas. Monitoring diversity in different areas 
or periods can be a useful tool to determine the human 
impact and the ecosystem resilience. Despite the over-
lapping in species’ functional roles in an ecosystem, the 
role of every species in a community structure (Halpern 
& Floeter 2008) and ecosystem functioning (Stuart-Smith 
et al. 2013) is unique. Thermaikos and Chalkidiki are 
two well-segregated areas regarding taxa groups’ habitat 
in which species spatial overlapping and larvae dispersal 
may exist. It is interesting to observe the role of Thermai-
kos as a nursery ground or as a fish spawning habitat in 
the future and the way that great environmental changes 
may affect larvae abundance at this semi-closed ecosys-
tem as compared to the wider north Aegean Sea area.

Acknowledgements.– The authors would like to thank the 
captain and the crew of R/V ‘philia’ for the collection of sam-
ples, Dr. M Giannoulaki for her useful comments after review-
ing the manuscript, Dr. V Sgardeli, Dr. l Bordbar, Dr. O petriki, 
and Ms D Mantopoulou-palouka for their grammatical and 
vocabulary corrections, Dr D Damalas for his advice, J Haral-
abous for his answers on our statistical questions and two anon-
ymous reviewers for their useful comments.

REFERENCES

Alemany F, Deudero S, Morales-Nin B, lópez-Jurado Jl, Jansá 
J, palmer M, palomera I 2006. Influence of physical environ-
mental factors on the composition and horizontal distribution 
of summer larval fish assemblages off Mallorca island 
(Balearic archipelago, western Mediterranean). J plankton 
res 28(5): 473-487.

Álvarez I, Catalán IA, Jordi A, palmer M, Sabatés A, Baster-
retxea G 2012. Drivers of larval fish assemblage shift during 
the spring-summer transition in the coastal Mediterranean. 
estuar Coast shelf sci 97: 127-135.

Anderson MJ 2001. A new method for non-parametric multivar-
iate analysis of variance. austral ecol 26(1): 32-46.

Asch RG 2013. Interannual-to-Decadal Changes in phytoplank-
ton phenology, Fish Spawning Habitat, and larval Fish phe-
nology. univ California, San Diego: 288 p.

Bell G, lechowicz MJ, Waterway MJ 2000. Environmental het-
erogeneity and species diversity of forest sedges. J ecol 
88(1): 67-87.

Bertrand A, Gerlotto F, Bertrand S, Gutiérrez M, Alza l, 
Chipollini A, Díaz E, Espinoza p, ledesma J, Quesquén R, 
peraltilla S 2008. Schooling behavior and environmental 
forcing in relation to anchoveta distribution: an analysis 
across multiple spatial scales. prog oceanogr 79(2-4): 264-
277.

Cao Y, larsen Dp, Thorne RSJ 2001. Rare species in multivari-
ate analysis for bioassessment: some considerations. J n am 
Benthol soc 20(1): 144-153.

Catul V, Gauns M, karuppasamy pk 2011. A review on mesope-
lagic fishes belonging to family Myctophidae. rev fish Biol 
fish 21(3): 339-354.

Chase JM 2010. Stochastic community assembly causes higher 
biodiversity in more productive environments. science 
328(5984): 1388-1391.

Clarke kR 1993. Non-parametric multivariate analyses of 
changes in community structure. aust J ecol 18(1): 117-143.

Clarke kR, Gorley RN 2005. pRIMER: Getting started with v6. 
pRIMER-E ltd: plymouth, uk.

Coll M, piroddi C, Steenbeek J, kaschner k, lasram FBR, 
Aguzzi J, Ballesteros E, Bianchi CN, Corbera J, Dailianis T, 
Danovaro R 2010. The biodiversity of the Mediterranean 
Sea: estimates, patterns, and threats. plos one 5(8): e11842.

Cuttitta A, Bonomo S, Zgozi S, Bonanno A, patti B, Quinci EM, 
Torri M, Hamza M, Fatah A, Haddoud D, El Turki A 2016. 
The influence of physical and biological processes on the 
ichthyoplankton communities in the Gulf of Sirte (Southern 
Mediterranean Sea). mar ecol 37(4): 831-844.

Edwards M, Beaugrand G, Hays GC, koslow JA, Richardson 
AJ 2010. Multi-decadal oceanic ecological datasets and their 
application in marine policy and management. trends ecol 
evol 25(10): 602-610.

Fricke R, Eschmeyer WN, Van der laan R Eds 2020. Eschmey-
er’s catalog of fishes: genera, species, references. (http://
researcharchive.calacademy.org/research/ichthyology/cata-
log/fishcatmain.asp). Electronic version accessed 5 Oct. 
2020.

Giannoulaki M, Iglesias M, Tugores Mp, Bonanno A, patti B, 
De Felice A, Tsagarakis k 2013. Characterizing the potential 
habitat of European anchovy engraulis encrasicolus in the 
Mediterranean Sea, at different life stages. fish oceanogr 
22(2): 69-89.

Gillanders BM, kingsford MJ 2002. Impact of changes in flow 
of freshwater on estuarine and open coastal habitats and the 
associated organisms. oceanogr mar Biol: ann rev 40: 233-
309.

Golden Software 2002. Surfer 8 Golden Software Inc. Golden-
CO 80401 uSA

Gratwicke B, Speight MR 2005. The relationship between fish 
species richness, abundance and habitat complexity in a 
range of shallow tropical marine habitats. J fish Biol 66(3): 
650-667.

Halpern BS, Floeter SR 2008. Functional diversity responses to 
changing species richness in reef fish communities. mar ecol 
prog ser 364: 147-156.

Hammer Ø, Harper DA, Ryan pD 2001. pAST: paleontological 
statistics software package for education and data analysis. 
palaeontol electron 4(1): 9.

Hellenic Statistical Authority, press Release Sea Fishery Survey 
by Motor-propelled Vessels 2016. piraeus, 28 Sep. 2017: 
12 p.

Hernández-Miranda E, palma AT, Ojeda Fp 2003. larval fish 
assemblages in nearshore coastal waters off central Chile: 
temporal and spatial patterns. estuar Coast shelf S 56(5-6): 
1075-1092.

Hill MO 1973. Diversity and evenness: a unifying notation and 
its consequences. J ecol 54(2): 427-432

Hyder p, Simpson JH, Christopoulos S, krestenitis Y 2002. The 
seasonal cycles of stratification and circulation in the Ther-
maikos Gulf Region of Freshwater Influence (ROFI), north-
west Aegean. Cont shelf res 22(17): 2573-2597

Isari S, Fragopoulu N, Somarakis S 2008. Interannual variability 
in horizontal patterns of larval fish assemblages in the north-
eastern Aegean Sea (eastern Mediterranean) during early 
summer. estuar Coast shelf sci 79: 607-619.



 ICHTHYOplANkTON DISTRIBuTION & RICHNESS, N AEGEAN SEA 77

Vie milieu, 2020, 70 (1)

Jansen T, Gislason H 2011. Temperature affects the timing of 
spawning and migration of North Sea mackerel. Cont shelf 
res 31(1): 64-72.

Jost l 2006. Entropy and diversity. oikos 113(2): 363-375.
koutrakis ET, kallianiotis AA, Tsikliras AC 2004. Temporal 

patterns of larval fish distribution and abundance in a coastal 
area of northern Greece. sci mar 68(4): 585-595.

krige Danie G 1951. A statistical approach to some basic mine 
valuation problems on the Witwatersrand. J south afr inst 
min metall 52 (6): 119-139.

lasker R 1981. The role of a stable ocean in larval fish survival 
and subsequent recruitment. Marine fish larvae: morphology, 
ecology and relation to fisheries: 81-87.

lópez-Sanz À, Stelzenmüller V, Maynou F, Sabatés A. 2011. 
The influence of environmental characteristics on fish larvae 
spatial patterns related to a marine protected area: The Medes 
islands (NW Mediterranean). estuar Coast shelf sci 92(4): 
521-533.

loris D, Rucabado J 1990. pomacentridae. in Quéro JC, Hureau 
JC, karrer C, post A & Saldanha l Eds, Check-list of the 
Fishes of the Eastern tropical Atlantic (ClOFETA). JNICT, 
lisbon; SEI, paris; and uNESCO, paris. Vol 2: 842-850.

Marshall kN, Duffy-Anderson JT, Ward EJ, Anderson SC, Hun-
sicker ME, Williams BC 2019. long-term trends in ichthyo-
plankton assemblage structure, biodiversity, and synchrony 
in the Gulf of Alaska and their relationships to climate. progr 
oceanogr 170: 134-145.

Morel A, Berthon JF 1989. Surface pigments, algal biomass 
profiles, and potential production of the euphotic layer: Rela-
tionships reinvestigated in view of remote-sensing applica-
tions. limnol oceanogr 34(8): 1545-1562.

Navarro J, Coll M, Cardador l, Fernández ÁM, Bellido JM 
2015. The relative roles of the environment, human activities 
and spatial factors in the spatial distribution of marine biodi-
versity in the Western Mediterranean Sea. prog oceanogr 
131: 126-137.

Nikolioudakis N, Isari S, Somarakis S 2014. Trophodynamics of 
anchovy in a non-upwelling system: direct comparison with 
sardine. mar ecol prog ser 500: 215-229.

Olivar Mp, Emelianov M, Villate F, uriarte I, Maynou F, Alvar-
ez I , Morote E. 2010. The role of oceanographic conditions 
and plankton availability in larval fish assemblages off the 
Catalan coast (NW Mediterranean). fish oceanogr 19(3): 
209-229.

Olson DB, kourafalou VH, Johns WE, Samuels G, Veneziani M 
2007. Aegean surface circulation from a satellite-tracked 
drifter array. J phys oceanogr 37(7): 1898-1917.

palomera I, Sabatés A 1990. Co-occurrence of engraulis encra-
sicolus and sardinella aurita eggs and larvae in the north-
western Mediterranean. sci mar 54: 61–67.

pinha GD, Tramonte Rp, Bilia CG, Takeda AM 2017. Differ-
ences in environmental heterogeneity promote the nestedness 
of Chironomidae metacommunity in Neotropical floodplain 
lakes. acta limnol Bras 29.

Rodríguez JM, Alvarez I, lópez-Jurado Jl, Garcia A, Balbín R, 
Álvarez-Berastegui D, Torres Ap, Alemany F 2013. Environ-
mental forcing and the larval fish community associated to 
the Atlantic bluefin tuna spawning habitat of the Balearic 
region (Western Mediterranean), in early summer 2005. 
deep sea res part I: Oceanogr Res pap 77: 11-22.

Sabatés A 1990a. Distribution pattern of larval fish populations 
in the Northwestern Mediterranean. mar ecol prog ser 59: 
5-82.

Sabatés A 1990b. Changes in the heterogeneity of mesoscale 
distribution patterns of larval fish associated with a shallow 
coastal haline front. estuar Coast shelf sci 30:131-140.

Sabatés A 2004. Diel vertical distribution of fish larvae during 
the winter-mixing period in the Northwestern Mediterranean. 
iCes J mar sci 61(8): 1243-1252.

Sabatés A, Masó M 1990. Effect of a shelf-slope front on the 
spatial distribution of mesopelagic fish larvae in the western 
Mediterranean. deep-sea res 37: 1085-1098

Sabatés A, Olivar Mp 1996. Variation of larval fish distributions 
associated with variability in the location of a shelf-slope 
front. mar ecol prog ser 135: 11-20.

Sabatés A, Olivar Mp, Salat J, palomera I, Alemany F 2007. 
physical and biological processes controlling the distribution 
of fish larvae in the NW Mediterranean. prog. oceanogr 
74(2-3): 355-376

Schlitzer R 2016. Ocean data view http://odv.awi.de.
Shmida AVI, Wilson MV 1985. Biological determinants of spe-

cies diversity. J Biogeogr: 1-20.
Siapatis A, Chilari A 2003. Database of ichthyoplankton from 

the Greek Seas. proceedings of the 7th Congress on Oceanog-
raphy and Fisheries, Book of Abstracts: 192 p.

Siapatis A, Somarakis S 2007. Early life History of Fish. 
SoHelFI, 2007, State of Hellenic Fisheries. C papaconstanti-
nou, A Zenetos, V Vassilopoulou, G Tserpes Eds. HCMR 
publ: 466 p.

Siapatis A, Caragitsou E, kavadas S, papaconstantinou C 2000. 
The contribution of ichthyoplankton studies to the better 
knowledge of the fish fauna in the Thermaikos Gulf and 
Thracian Sea. proceedings 6th Congress on Oceanography & 
Fisheries, Chios, 2nd vol.: 78-85.

Siokou-Frangou I, Christaki u, Mazzocchi MG, Montresor M, 
d’Alcalá MR, Vaqué D, Zingone A 2009. plankton in the 
open Mediterranean Sea: a review. Biogeosci discuss 6(6).

Smith Cl 1981. Serranidae. in Fischer W, Bianchi G & Scott 
WB Eds, FAO Species Identification Sheets for Fishery pur-
poses. Eastern Central Atlantic; fishing areas 34, 47 (in part). 
Depart Fish Oceans Canada & FAO. Vol 4: pag var.

Smith pE, Richardson Sl 1977. Standard techniques for pelagic 
fish egg and larval surveys. FAO Fish Tech pap 175: 100 p.

Somarakis S, Drakopoulos p, Filippou V 2002. Distribution and 
abundance of larval fishes in the northern Aegean Sea-east-
ern Mediterranean in relation to early summer oceanographic 
conditions. J plankton res 24: 339-357.

Somarakis S, palomera I, Garcia A, Quintanilla l, koutsikopou-
los C, uriarte, A, Motos l 2004. Daily egg production of 
anchovy in European waters. iCes J mar sci 61(6): 944-
958.

Somarakis S, Ramfos A, palialexis A, Valavanis VD 2011a. 
Contrasting multispecies patterns in larval fish production 
trace inter-annual variability in oceanographic conditions 
over the NE Aegean Sea continental shelf (eastern Mediter-
ranean). Hydrobiologia 670: 275-287.

Somarakis S, Isari S, Machias A 2011b. larval fish assemblages 
in coastal waters of central Greece: reflections of topograph-
ic and oceanographic heterogeneity. sci mar 75(3): 605-618.

Stein A, Gerstner k, kreft H 2014. Environmental heterogene-
ity as a universal driver of species richness across taxa, 
biomes and spatial scales. ecol lett 17(7): 866-880.

Stuart-Smith RD, Bates AE, lefcheck JS, Duffy JE, Baker SC, 
Thomson RJ, Stuart-Smith JF, Hill NA, kininmonth SJ, Air-
oldi l, Becerro MA 2013. Integrating abundance and func-
tional traits reveals new global hotspots of fish diversity. 
nature 501(7468): 539.



78 I. FYTIlAkOS, A. SIApATIS, A. I. pIkEA

Vie milieu, 2020, 70 (1)

Tsikliras AC, koutrakis ET, Sylaios Gk , kallianiotis AA 2009. 
Summer distribution of fish larvae in northern Aegean Sea. 
JmBa 89(6): 1137-1146.

Witman JD, Etter RJ, Smith F 2004. The relationship between 
regional and local species diversity in marine benthic com-
munities: a global perspective. proc nat acad sci 101(44): 
15664-15669.

Wright pJ, Trippel EA 2009. Fishery-induced demographic 
changes in the timing of spawning: consequences for repro-
ductive success. fish  fish 10(3): 283-304.

Yang Z, liu X, Zhou M, Ai D, Wang G, Wang Y, Chu C, lund-
holm JT 2015. The effect of environmental heterogeneity on 
species richness depends on community position along the 
environmental gradient. sci rep 5: 15723.

Zar JH 2010. Biostatistical Analysis, 5th edition. pearson Educa-
tion upper Saddie River, New Jersey, uSA.

Zarrad R, Alemany F, Rodriguez JM, Jarboui O, lopez-Jurado 
Jl, Balbin R 2013. Influence of summer conditions on the 
larval fish assemblage in the eastern coast of Tunisia (Ionian 
Sea, Southern Mediterranean). J sea res 76: 114-125.

Zervoudaki S, Nielsen TG, Christou ED, Siokou-Frangou I 
2006. Zooplankton distribution and diversity in a frontal area 
of the Aegean Sea. mar Biol res 2(3): 149-168.

received on July 11, 2019 
accepted on september 28, 2020 

associate editor: t Changeux


