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Abstract: Merluccius merluccius is one of the most important Mediterranean benthopelagic predators.
It represents a key species for the ecosystem’s functioning due to its fundamental role in the energy
transferal between different domains and depth strata. The aim of this study was to explore the
feeding habits of European hakes in the southern and central Mediterranean Sea, and also to analyze
timescale variations and ontogenetic shift in five size length classes. A total of 411 stomachs collected
from 2018 to 2020 were analyzed to assess diet and feeding habits. Results confirmed hakes’ role
as a generalist benthopelagic predator, preying both in the suprabenthic layer and in the entire
water column. Concerning the ontogenetic diet shift, juvenile hakes prefer zooplanktonic prey, while
larger hakes have a diet mainly based on teleosts and decapods. The variations in diet composition
between years, characterized by a fluctuation of cephalopods, bioluminescent teleost species and
mesopelagic crustaceans, have highlighted the ability of European hake to model its diet to the
geographical and prey availability. These features make analysis of the diet of M. merluccius essential
to understanding the trophic dynamic existing in bentho-meso-pelagic environments, to improve
ecosystem conservation in accordance with ecosystem-based fishery management.

Keywords: apical predators; central Mediterranean; diet; feeding habits; Merluccidae; trophic ecology

1. Introduction

The European hake, M. merluccius (Linnaeus 1758), is a benthopelagic predator, widely
distributed in the entire Mediterranean Sea and in the northeastern Atlantic Ocean, with
a high commercial value and a fundamental role in the trophic ecology of mesopelagic
communities. Its bathymetric distribution ranges from 30 to 1000 m, with reported abun-
dance peaks between 50 and 400 m [1,2]. Concerning its commercial value, this species
represents an essential resource in the Mediterranean area, caught mainly through trawl
and small-scale fisheries [3]. Its economic and social relevance (being one of the most
popular and appreciated food resources in western Europe among demersal fishes) has
led to an over exploitation of M. merluccius stocks, especially in the central and western
Mediterranean Sea. According to FAO reports [4,5], European hake showed the highest
capture production (20170 t/year) in the Mediterranean and Black Sea, with a worrying
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decline in landings since 1980 suggesting there is overfishing of several Mediterranean
stocks [3,6]. Indeed, this species suffers from the highest fishing mortality among the
demersal species [7], with high risks for stock status, as reported by several authors [8].

In accordance with ecosystem-based fishery management (EBFM), it is essential to
focus attention on ecosystem dynamics, to improve management policies for a better
regulation of marine environment exploitation, going beyond the single-species models
underlying fishery science in the past decades [9]. Understanding the trophic dynamics
and the related multispecies interactions is essential to deepen the knowledge concerning
ecosystem functioning, focusing on all the processes and relationships which regulate
and influence the trophic network and, consequently, the supported fisheries [10–12].
Exploring feeding habits and diet composition, especially of those key species such as
apical predators, adding new information about prey–predator interactions and energy
transferring in marine communities, is essential to understanding food web structure and
trophic dynamics regulating the ecosystem’s proper functioning [13].

The heavily exploited Mediterranean basin has in the last decades suffered an expo-
nential decline of piscivorous predators, with a not fully understood impact on the entire
ecosystem and communities [14]. For this reason, it is important to analyze the predators’
trophic ecology and diet composition, especially of those over exploited such as M. merluc-
cius. This species is one of the most important benthopelagic opportunistic predators in the
entire Mediterranean area, shifting its diet geographically in relation to prey abundance
and composition. It also shows ontogenetic changes in diet, with a planktivorous phase
reported in juveniles, mainly preying on Euphausiids, Mysids and small Crustaceans, and
an ichthyophagous diet reported for adults, which varies its composition geographically
in relation to the ecological features of the area [15–20]. Due to its feeding habits, trophic
relationships and daily vertical migrations, European hake plays a fundamental role in the
energy flow involving pelagic, demersal and benthic domains [21–25].

The present study aims to investigate the diet and feeding habits of M. merluccius
in the southern Tyrrhenian Sea, and the ontogenetic variations in prey preferences on a
time scale between 2018 and 2020, through the analysis of stomach contents, to deepen
the knowledge on the ecological role and the trophic interactions of this species. This is
essential both to improve their stock conservation and management, and to monitor the
demersal and mesopelagic communities in one of the most heavily impacted Mediterranean
geographical areas [26,27]. Indeed, in the southern Tyrrhenian Sea (Geographical sub-area,
GSA 10) operates the third trawling fleet for vessel number among the Italians and a
well-developed artisanal fishery, characterized by a high variability in target species and
fishing types [28–30]. The high fishing pressure acting on the stocks inhabiting this area
has led to the creation of trawling ban zones since 1990, with great results on the demersal
communities’ recovery and restoration [31–35].

2. Materials and Methods
2.1. Study Area

The studied area was the southern and central Tyrrhenian Sea (GSA 10) (Figure 1).
According to GFCM-FAO classification, GSA 10 covers an area delimited by the coastline
and the joining lines between the two perpendiculars extending off-shore, one at the south
(70 miles off Trapani) and one at the north (90 miles off the Circeo promontory). As
reported in Figure 1, the coastline extends from the border between Lazio and Campania,
near the Garigliano river mouth, and Capo S. Vito, the western border of the Sicilian
Tyrrhenian coast.
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Figure 1. Maps of the studied area (GSA 10, southern and central Tyrrhenian Sea), Mediterranean 
Sea in the insert. 

The bathymetry of the investigated zones ranges from 10 to 800 m, with an 
Ocean-like seabed morphology, characterized by the presence of a well-developed 
continental slope and shelf, abyssal plans, and submarine canyons. The continental shelf 
is less developed along the north Sicilian coast and along the Calabria and Basilicata 
coasts, while it is wider along the Lazio and Campania coasts. The northern Sicilian coast 
is characterized by a steep continental slope with an average depth of 500 m and a 
distance from the coastline between 4 and 15 km [30,36–38].  

The southern and central Tyrrhenian Sea, the deepest in the western Mediterranean 
area, is considered an oligotrophic basin due to the peculiar seafloor morphology, the 
scant water and the irregular sediment inflow from the rivers [21,39,40]. Some exceptions 
are found near the coast with the presence of mesotrophic and eutrophic zones in the 
Salerno gulf, in front of the Volturno river, in the coast of Napoli and near the Sarno river 
mouth [30]. In addition to the anthropogenic impact due to the presence of highly 
populated cities near the coast (such as Napoli), GSA 10 is an area highly exploited by 
artisanal and trawl fisheries. This, together with the relevant ecological value of many 
zones, resulted in the institution of the highest number of protected areas among the 
Italian seas [35,41], in two trawling ban fishing areas in the Castellammare and Patti 
Gulfs and in one recovery area through artificial reefs in the Castellammare Gulf 
[31,32,42].  

Figure 1. Maps of the studied area (GSA 10, southern and central Tyrrhenian Sea), Mediterranean
Sea in the insert.

The bathymetry of the investigated zones ranges from 10 to 800 m, with an Ocean-like
seabed morphology, characterized by the presence of a well-developed continental slope
and shelf, abyssal plans, and submarine canyons. The continental shelf is less developed
along the north Sicilian coast and along the Calabria and Basilicata coasts, while it is wider
along the Lazio and Campania coasts. The northern Sicilian coast is characterized by a
steep continental slope with an average depth of 500 m and a distance from the coastline
between 4 and 15 km [30,36–38].

The southern and central Tyrrhenian Sea, the deepest in the western Mediterranean
area, is considered an oligotrophic basin due to the peculiar seafloor morphology, the scant
water and the irregular sediment inflow from the rivers [21,39,40]. Some exceptions are
found near the coast with the presence of mesotrophic and eutrophic zones in the Salerno
gulf, in front of the Volturno river, in the coast of Napoli and near the Sarno river mouth [30].
In addition to the anthropogenic impact due to the presence of highly populated cities
near the coast (such as Napoli), GSA 10 is an area highly exploited by artisanal and trawl
fisheries. This, together with the relevant ecological value of many zones, resulted in the
institution of the highest number of protected areas among the Italian seas [35,41], in two
trawling ban fishing areas in the Castellammare and Patti Gulfs and in one recovery area
through artificial reefs in the Castellammare Gulf [31,32,42].

As reported by Vetrano [43], the water column of the southern and central Tyrrhenian
Sea is composed of: the Atlantic Water (AW) in the surface layer (depth range between
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0 and 200 m), the Levantine Intermediate Water (LIW) in the intermediate layer (depth
range between 200 and 700 m) and the Tyrrhenian Deep Water (TDW) in the bottom layer
(more than 700 m deep). Concerning the water mass circulation, as large parts of the
Mediterranean basin, the entire Tyrrhenian Sea is characterized by a cyclonic circulation,
with the peculiar persistence in its southern part of anticyclonic vorticose eddy structures,
which move for long distances influencing the chemical and biological properties of the
entire western Mediterranean basin. These vortices, generally wind driven [44], are also due
to the presence in this area of several isolated seamounts. As reported for the Vanvili [36],
these volcanic structures can modify the water properties and the nutrient distribution
through vertical exchange. The weak dynamics inside the basin, characterized by the
presence of energy only along the coast, and the influence of eddies and vortex structures
induce mixing processes resulting in TDW formation [45,46]. This is a peculiar type of water,
resulting from the mixing of LIW and the Western Mediterranean Deep Water (WMDW).
The southern and central Tyrrhenian Sea is the first part of western Mediterranean Sea
crossed by LIW, entering from the Strait of Sicily along the northern Sicily coast, and leaving
across the Sardinia–Sicily channel, which in its deepest part is also the entrance area of the
WMDW. The LIW flowing along the Sicilian coast causes the formation of a deep mixing
area due to LIW’s higher density compared to that of the resident Tyrrhenian water [47].
Mixing phenomena, together with the presence of eddies and semi-permanent fronts, are
essential in the regulation of reproductive success and recruitments at population scale and
feeding activities of juveniles’ hake, enhancing the availability of their prey [48–52].

2.2. Samples Collection and Analysis

A total of 411 stomach samples of M. merluccius (Table 1) were collected from specimens
caught during the MEDITS project (International bottom Trawl Survey in the Mediterranean
Sea) and the seasonal biological sampling of catches from commercial fleets (CAMPBIOL
project: EU Reg. 1004/2017), carried out between 2018 and 2020. MEDITS trawl surveys
were generally performed during the Summer (June/July), except for MEDITS 2020 which,
due to operational problems related to COVID-19, was performed in Winter (Novem-
ber/December). Regarding the samples collected during the CAMPBIOL project, they
were caught seasonally, using different fishing gears, by the commercial fleets operating in
GSA 10.

Table 1. Numbers of sampled and analyzed stomachs (AS), with Vacuity Index (VI%) and numbers
of Empty (E), Full < 50% (F < 50), Full > 50% (F > 50) and bursting stomachs (B) by ontogenetic classes
in the different years.

Size
Classes 2018 2019 2020

E F < 50 F > 50 B AS VI % E F < 50 F > 50 B AS VI % E F < 50 F > 50 B AS VI %
I 2 5 4 11 22 9.09 5 2 0 0 7 71.42 0 5 2 7 14 0
II 18 4 16 31 69 26.08 6 1 2 5 14 42.85 0 0 0 3 3 0
III 6 11 8 22 47 12.76 11 3 6 8 28 39.28 0 3 2 8 13 0
IV 8 9 12 14 43 18.60 40 25 8 21 94 42.55 8 5 0 6 19 42.10
V 2 2 0 0 4 50 0 1 5 8 14 0 6 4 4 6 20 30
∑ 36 29 40 78 185 19.45 62 32 21 42 157 39.49 14 17 8 30 69 20.28

Once caught, specimens were frozen on board to prevent tissue degradation. After
landings, they were transported to the laboratory for stomach sampling, where each in-
dividual was measured (TL), weighted (TW) and sexed, and had their degree of sexual
maturation determined according to Follesa and Carbonara [53], and their stomach reple-
tion status determined through a macroscopic scale (1: empty; 2: full < 50%; 3: full > 50%;
4: bursting). This was used to calculate the Vacuity Index (VI) as the ratio of empty stomach
to the total stomach number (excluding the everted stomachs).

To analyze the diet variations according to the specimen size, five ontogenetic length
classes were chosen a priori according to the literature on hakes’ biology [20,23,54–56]. All
the specimens with a TL less than 10 cm (juveniles’ immature specimens) were grouped
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into Class I, while the other classes were divided as follows: hakes with a TL between 10.5
and 15 cm (Class II), hakes with a TL between 15.5 and 20 cm (Class III), hakes with a TL
between 20.5 and 32.5 cm (Class IV) and hakes with a TL greater than 32.5 cm (Class V).

After sampling, each stomach was stored in ethanol 70% for the content analysis.
During the stomach content analysis, each prey was identified to the lowest taxonomic
level possible, also measuring its weight, length and digestion degree using a scale from
1 (intact prey) to 3 (highly digested prey). As widely reported in the literature [38,57–64],
the hard undigested prey’s parts, such as exoskeleton parts (e.g., carapace, telson) for
Crustacea, fish otoliths and mouth, and cephalopods beaks, were essential for the identi-
fication of the highly digested prey, carefully avoiding their double counting. Only one
anatomical part was considered in the numerical evaluation of a specific prey when more
than one structure (potentially ascribable to the same prey) occurred in the stomach sample.
Moreover, considering that stomach content analysis gives a snapshot of predators’ diet,
the misidentification and underestimation of prey was carefully avoided including items
in advanced digestion state in undetermined categories (e.g., Osteichthyes n.i., Decapoda
n.i., Cephalopoda n.i.). Once the content analysis of all the stomachs was performed ac-
cording to Hyslop, 1980 [65], several indices were calculated for each year and for each
prey category: the frequency of occurrence (%F) as the ratio of stomachs containing a prey
category to the total not empty stomachs number, the abundance composition (%N) as the
ratio of prey item number belonging to a category to the total prey number and the weight
composition (W%) as the ratio of wet weight of a category to the total stomach content
weight. Finally, all these indices were used to calculate the relative importance index
(IRI = %F × (%N + %W)), which was chosen as an indicator of prey preferences [66,67] and
used to perform statistical analysis on annual diet composition for each ontogenetic class,
also evaluating their annual variation by a comparison between different years.

2.3. Data Analysis

Information on dietary composition was obtained through a combined univariate
and multivariate data analysis. One-way ANOVA analysis followed by Tukey’s test were
performed to assess dietary composition differences between the ontogenetic stage of
the M. merluccius specimens and between the sampling periods (2018, 2019 and 2020). A
square root transformation was applied to the dietary composition matrix; then the Bray–
Curtis similarities were calculated. The dendrogram was created by means of the average
linkage clustering method. Non-parametric multi-dimensional scaling (nMDS) ordination
was applied to the dietary composition matrix to observe temporal and size class effects
on dietary composition. A principal component analysis (PCA) was used to visualize
diet data. Finally, the similarity percentages procedure (SIMPER) was used to obtain
information about the contribution of each prey species to the similarity or dissimilarity
in diet composition among trophic clusters within and between the years 2018, 2019 and
2020. Univariate analysis was performed using Sigmaplot V.14 software. All multivariate
statistical analyses were performed by using PRIMER6-E and Past (V. 4). p value was set at
p < 0.05.

2.4. Ethical Statement

Fish specimen collection was authorized by the MEDITS and CAMPBIOL projects
(EU Reg. 1004/2017) as part of annual research surveys, all involving lethal sampling. No
experiments were conducted, nor were surgical procedures performed. No procedures
caused lasting harm to sentient fish, nor were sentient fish subjected to chemical agents.
The care and use of collected animals complied with animal welfare guidelines, laws and
regulations set by the Italian Government.



Fishes 2022, 7, 167 6 of 28

3. Results
3.1. European Hake Diet Composition in 2018

In 2018, a total of 185 stomachs were analyzed. As reported in Table 2, the most
relevant prey category, according to IRI values, was Osteichthyes n.i. (IRI% = 32.47),
followed by Ceratoscopelus maderensis (IRI% = 28) and Euphausiacea n.i. (IRI% = 20.16). The
other prey categories with an IRI greater than 1 % were: Mysida n.i. (IRI% = 7.37), Engraulis
encrasicolus (IRI% = 3.94), Boops boops (IRI% = 2.18), Chlorophthalmus agassizi (IRI% = 2.10)
and Dendrobanchiata n.i. (IRI% = 1.02).

Table 2. Diet composition of the whole hake’s series from southern and central Tyrrhenian Sea
sampled in 2018. In the columns are reported the diet index values (%F, %W, %N, IRI and %IRI) for
each prey category.

TAXON %F %W %N IRI %IRI

MOLLUSCA
Cephalopoda n.i. 3.82 1.07 1.97 11.62 0.64

CRUSTACEA
Amphipoda

Amphipoda n.i. 0.64 0.01 0.33 0.21 0.01
Decapoda

Parapenaeus longirostris 1.27 0.99 0.66 2.10 0.12
Solenocera membranacea 0.64 0.46 0.33 0.50 0.03

Alpheus glaber 1.27 0.11 0.66 0.98 0.05
Chlorotocus crassicornis 1.27 0.28 0.66 1.20 0.07

Processa acutirostris 0.64 0.43 0.99 0.90 0.05
Decapoda n.i. 1.91 0.56 0.99 2.95 0.16

Dendrobranchiata n.i. 5.10 0.98 2.63 18.43 1.02
Euphausiacea

Meganyctiphanes norvegica 0.64 0.13 4.93 3.22 0.18
Stylocheiron longicorne 0.64 0.01 0.33 0.21 0.01

Euphausiacea n.i. 10.83 1.81 31.91 365.10 20.16
Mysida n.i. 7.01 0.29 18.75 133.42 7.37

OSTEICHTHYES
Ceratoscopelus maderensis 20.38 13.04 11.84 507.17 28.00

Diaphus holti 1.27 0.00 0.66 0.84 0.05
Boops boops 1.27 30.34 0.66 39.49 2.18

Callionymus sp. 1.27 0.50 0.66 1.47 0.08
Macroramphosus scolopax 1.27 1.94 0.66 3.30 0.18

Maurolicus muelleri 2.55 1.51 1.32 7.21 0.40
Engraulis encrasicolus 3.82 16.70 1.97 71.36 3.94

Peristedion cataphractum 1.27 0.63 0.66 1.64 0.09
Cepola macrophthalma 1.27 0.00 0.66 0.84 0.05

Chlorophthalmus agassizi 5.10 5.49 1.97 38.04 2.10
Notoscopelus elongatus 1.27 0.16 0.66 1.05 0.06

Gobiidae n.i. 1.27 0.50 0.66 1.48 0.08
Sparidae n.i. 1.27 5.92 0.66 8.38 0.46

Osteichthyes n.i. 21.02 16.13 11.84 588.00 32.47

Concerning the different ontogenetic classes, as reported in Table 3 and in Figure 2,
the European hakes belonging to Class I showed a clear preference for Euphausiacea n.i.
(IRI% = 78.24) and Mysida n.i. (IRI% = 16.72), followed by Osteichthyes n.i. (IRI% = 3.10).
In Class II, the Euphausiacea n.i. (IRI% = 4.48) and Mysida n.i. (IRI% = 2.96) were still
relevant prey, but the hakes’ preferences were significantly oriented toward teleost fishes,
such as C. maderensis (IRI% = 60.08), Osteichthyes n.i. (IRI% = 25.80) and Maurolicus muelleri
(IRI% = 3.50). In Class III, the most relevant prey were teleost fishes, with C. maderensis
as the highest IRI% (36.62), followed by Osteichthyes n.i. (33.33), E. encrasicolus (14.68)
and C. agassizi (7.06). Moreover, Crustaceans showed a high relevance, with Crustacea n.i.
(IRI% = 5.02), Euphausiacea n.i. (IRI% = 1.30) and Parapenaeus longirostris, (IRI% = 1.13).
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Concerning Class IV, the teleost fishes were the most important prey, as confirmed by
the highest IRI% values of several categories: Osteichthyes n.i. (29.96), B. boops (22.26),
C. maderensis (18.94), Sparidae n.i (6.01), E. ancrasicolus (5.17), Macroramphosus scolopax
(3.36), C. agassizi (2.74) and Cepola macrophthalma (2.07). As in Class III, in Class IV Crus-
taceans were also relevant, mainly Decapoda n.i. (IRI% = 2.28) and Chlorotocus crassi-
cornis (IRI% = 2.26), while this was the first class with high IRI% for Cephalopoda n.i.
(IRI% = 2.77). For Class V, only empty stomachs were found.

Table 3. Diet composition in the five hake size classes sampled in timeframe 2018/2020. In the
column are reported the IRI% values for each prey category.

2018 2019 2020

TAXON/CLASS I II III IV V I II III IV V I II III IV V

MOLLUSCA
Cephalopoda n.i. 0.88 2.77 1.11 3.92

CRUSTACEA
Amphipoda

Amphipoda n.i. 0.06 0.28
Decapoda

Eusergestes arcticus 0.54 0.44
Parapenaeus longirostris 1.13 0.63
Aristaeomorpha foliacea 0.15
Solenocera membranacea 0.27 0.98

Alpheus glaber 0.37 0.55
Pasiphaea multidentata 2.12

Pasiphaea sivado 0.17 39.50
Chlorotocus crassicornis 2.26 0.27

Processa acutirostris 0.58 2.36
Sergestes sp. 0.45
Pasiphaea sp. 1.82
Dardanus sp. 1.07
Plesionika sp. 2.94 0.15
Decapoda n.i. 0.39 5.02 2.28 6.41 11.88 0.85 0.88

Dendrobranchiata n.i.
Stomatopoda

Parasquilla ferussaci 1.05
Euphausiacea

Meganyctiphanes norvegica 0.93 0.66 4.31
Stylocheiron longicorne 0.06 0.28

Euphausiacea n.i. 78.24 4.48 1.30 100.00 1.13 4.11
Mysida n.i. 16.72 2.96 71.11

OSTEICHTHYES
Ceratoscopelus maderensis 60.08 36.62 18.94 2.94 0.74 3.21

Diaphus holti 0.29 0.56
Lampanyctus crocodilus 0.55

Stomias boa 0.83
Argentina sphyraena 1.62

Boops boops 22.26 92.51 0.70
Callionymus sp. 0.67

Macroramphosus scolopax 3.36 0.47
Echiodon dentatus 0.62

Gaidropsarus biscayensis 0.27
Maurolicus muelleri 3.50 65.76 0.94 0.49

Engraulis encrasicolus 14.68 5.17 73.71 13.67 0.85 41.17
Peristedion cataphractum 0.77 0.42

Cepola macrophthalma 2.07 0.91
Physiculus dalwigki 0.12
Sardina pilchardus 13.25 1.31

Chlorophthalmus agassizi 0.00 7.06 2.74 0.26 0.83
Nettastoma melanura 1.07
Trachurus trachurus 2.21 13.55 38.03

Trachurus mediterraneus 48.33 3.30
Trachurus sp. 21.90

Notoscopelus elongatus 2.18
Myctophidae n.i. 0.17

Sparidae n.i. 6.01 0.84
Carapidae n.i. 0.67 0.12
Gobiidae n.i. 0.68 0.12

Macrouridae n.i. 0.13
Osteichthyes n.i. 3.10 25.80 33.33 29.96 30.17 17.16 52.49 0.77 15.99 100 56.64 14.08 3.45
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Table 4).  

Figure 2. Diet composition of the Merluccius merluccius specimens collected from the southern and
central Tyrrhenian Sea during 2018. The chord diagram shows the connection among the main taxa
found in the stomach contents of different hake size classes investigated. The size classes analyzed
are shown on the right of the diagram. Main taxa found are shown on the left. Ribbon size in the
chart codifies IRI value associated with hake size classes/prey taxa segment pair.

One-way ANOVA analysis was performed to assess dietary composition differences
between the ontogenetic stages of the M. merluccius specimens. Indeed, Class I was different
from all other classes (p < 0.05), while Classes II–IV did not differ significantly in their diets
(p > 0.05). Cluster analysis and MDS ordination grouped the whole data set obtained from
2018, by size classes, into two main trophic clusters. Cluster A included only the specimens
belonging to Class I, while Cluster B included the specimens belonging to Classes II–IV
with similar IRI values. In detail, Classes III and IV showed 40% similarity, mainly driven
by the large contribution of Osteichthyes (Figure 3 and Table 4).

Table 4. Results of the SIMPER analysis conducted between European hake trophic groups from
2018. The average similarity between cluster groups is reported. The percentage and cumulative
contribution of typifying species within-group similarity of the identified hake trophic groups is
shown. The table shows results obtained for the trophic cluster B, which includes Classes II–IV.
Trophic cluster A = less than 2 size groups.

Group B Species Av.IRI val Av.Sim Contrib% Cum.%

Average similarity: Osteichthyes n.i. 28.98 19.2 41.42 41.42
46.36 C.maderensis 33.16 17.87 38.55 79.97

Decapoda n.i. 7.7 3.47 7.48 87.45
E.encrasicolus 10.6 2.45 5.28 92.74
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Figure 3. Dendrogram (a) and MDS ordination of Bray–Curtis similarities (b) from dietary data
(square root transformation) for the 4 hake ontogenetic stages analyzed in 2018. Cluster A included
only the specimens belonging to Class I, while Cluster B included the specimens belonging to
Classes II–IV.

These results were also confirmed with PCA, which highlights the main contribution
of Euphausiacea to the differences observed for the size Class I, explaining the 89.36% total
variation on the first axis (Figure 4).
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Figure 4. Principal component analysis (PCA) of hake diet in southern and central Tyrrhenian
Sea (2018).

3.2. European Hake Diet Composition in 2019

In 2019, a total of 157 stomachs were analyzed. As reported in Table 5, according to
IRI% values, the most relevant prey were Osteichthyes n.i. (39.89), followed by B. boops
(19.92), E. encrasicolus (18.43) and Sardina pilchardus (7.25). Moreover, mesopelagic fishes,
such as M. muelleri (IRI% = 2.33) and C. maderensis (1.55), and Crustaceans, such as Euphau-
siacea n.i. (3.93), Decapoda n.i. (1.91) and Dendrobranchiata n.i. (1.78), have confirmed
their importance in hakes’ diet.

Table 5. Diet composition of the whole hake series from southern and central Tyrrhenian Sea sampled
in 2018. In the columns are reported the diet index values (%F, %W, %N, IRI and %IRI) for each
prey category.

TAXON %F %W %N IRI %IRI

MOLLUSCA
Cephalopoda n.i. 1.00 0.35 0.77 1.12 0.07

CRUSTACEA
Decapoda

Parapenaeus longirostris 1.00 0.57 3.08 3.65 0.22
Aristaeomorpha foliacea 1.00 0.13 0.77 0.90 0.05

Alpheus glaber 2.00 0.13 1.54 3.33 0.20
Chlorotocus crassicornis 1.00 0.10 1.54 1.64 0.10

Eusergestes arcticus 2.00 0.11 1.54 3.29 0.20
Pasiphaea sivado 1.00 0.22 0.77 0.99 0.06

Plesionika sp. 2.00 0.39 1.54 3.86 0.23
Decapoda n.i. 6.00 0.70 4.62 31.87 1.91

Dendrobranchiata n.i. 6.00 0.33 4.62 29.67 1.78
Euphausiacea

Meganyctiphanes norvegica 1.00 0.21 3.85 4.05 0.24
Euphausiacea n.i. 5.00 0.02 13.08 65.48 3.93
OSTEICHTHYES

Ceratoscopelus maderensis 5.00 0.54 4.62 25.76 1.55
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Table 5. Cont.

TAXON %F %W %N IRI %IRI

Argentina sphyraena 1.00 0.72 1.54 2.26 0.14
Boops boops 7.00 42.05 5.38 332.06 19.92

Echiodon dentatus 2.00 0.27 1.54 3.61 0.22
Gaidropsarus biscayensis 1.00 0.12 1.54 1.66 0.10

Maurolicus muelleri 5.00 1.60 6.15 38.79 2.33
Engraulis encrasicolus 12.00 14.83 10.77 307.17 18.43

Physiculus dalwigki 1.00 0.00 0.77 0.77 0.05
Sardina pilchardus 6.00 15.51 4.62 120.78 7.25

Chlorophthalmus agassizi 1.00 0.58 0.77 1.35 0.08
Trachurus trachurus 1.00 7.67 0.77 8.44 0.51
Myctophidae n.i. 1.00 0.21 0.77 0.98 0.06

Sparidae n.i. 1.00 2.94 0.77 3.71 0.22
Carapidae n.i. 2.00 0.00 1.54 3.08 0.18
Gobiidae n.i. 1.00 0.00 0.77 0.77 0.05

Macrouridae n.i. 1.00 0.03 0.77 0.80 0.05
Osteichthyes n.i. 23.00 9.68 19.23 664.90 39.89

Concerning the ontogenetic differences, as reported in Table 3 and in Figure 5, Class I
showed an absolute preference for Euphausiacea n.i (IRI% = 100). This was not confirmed
in Class II (IRI% = 1.13), where in addition there were marked preferences for teleost fishes,
mainly M. muelleri (IRI% = 65.76), and Decapoda, mainly Plesionika sp. (IRI% = 2.94). In
Class III, the importance of Decapods in hakes’ diet was greater than in smaller specimens,
as confirmed by the IRI% value of Decapoda n.i. (6.41). However, the most relevant prey
were always teleost fishes, in particular E. encrasicolus (IRI% = 73.71) and Osteichthyes
n.i. (IRI% = 17.16). In Class IV, the most relevant prey category was Osteichthyes n.i.
(IRI% = 52.49), followed by E. encrasicolus (IRI% = 13.67), S. pilchardus (IRI% = 13.25),
Decapoda n.i. (IRI% = 11.88) and C. maderensis (IRI% = 2.94). B. boops (IRI% = 92.51) was the
most relevant prey for the Class V, followed by Trachurus trachurus (IRI% = 2.21), Argentina
sphyraena (IRI% = 1.62) and S. pilchardus (IRI% = 1.31).

One-way ANOVA analysis was performed to assess dietary composition differences
between the ontogenetic stages of the M. merluccius specimens (p < 0.05). Indeed, Class IV
was significantly different from all other size classes (p < 0.05), while the other classes did
not differ significantly in their diets (p > 0.05).

Cluster analysis and MDS ordination grouped the whole data set obtained from 2019,
by size classes, into three main trophic clusters. Cluster A included only the specimens
belonging to Class I, cluster B included the specimens belonging to Class V, while cluster C
grouped Classes II–IV (Figure 6). In detail, Classes II–IV showed 20% similarity, mainly
driven by the large contribution of Osteichthyes (Table 6).

Table 6. Results of the SIMPER analysis conducted between European hake trophic groups from
2019. The average similarity between cluster groups is reported. The percentage and cumulative
contribution of typifying species within-group similarity of the identified hake trophic groups is
shown. The table shows results obtained for the trophic cluster B, which includes Classes II–IV.
Trophic cluster A and C = less than 2 size groups.

Group Species Av.IRI val Av.Sim Contrib% Cum.%

Average similarity: Osteichthyes n.i. 37.15 23.51 68.76 68.76
34.19 E. encrasicolus 27.54 4.16 12.18 80.94

Decapoda n.i. 11.75 3.88 11.36 92.3
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Figure 5. Diet composition of the Merluccius merluccius specimens collected from southern and central
Tyrrhenian Sea during 2019. The chord diagram shows the connection among the main taxa found in
the stomach contents of different hake size classes investigated. The size classes analyzed are shown
on the right of the diagram. Main taxa found are shown on the left. Ribbon size in the chart codifies
IRI value associated with hake size classes/prey taxa segment pair.

The dominance of Euphausiacea in Class I and Osteichthyes (as B. boops and E. encrasi-
colus) in the other ontogenetic classes, as shown by PCA, could explain the 89.36% total
variation on the first axis (Figure 7) and the dissimilarity observed between clusters.

3.3. European Hake Diet Composition in 2020

In the 2020 a total of 69 stomachs were analyzed. As reported in Table 7, according to
IRI%, the most relevant prey was Osteichthyes n.i. (38.14), followed by Mysida n.i. (17.54),
T. trachurus (17.14), Trachurus mediterraneus (10.21), Pasiphaea sivado (5.65), E. encrasicolus
(3.61) and Trachurus sp. (2.52).
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Figure 6. Dendrogram (a) and MDS ordination of Bray–Curtis similarities (b) from dietary data
(square root transformation) for the 5 hake classes analyzed in 2019. Cluster A included only the
specimens belonging to Class I, cluster B included the specimens belonging to Class V, while cluster
C grouped Classes II–IV.

Concerning ontogenetic classes, as reported in Table 3 and Figure 8, in Class I Mysida
n.i. (IRI% = 71.11) was the most relevant prey category, followed by Osteichthyes n.i.
(IRI% = 15.99), Meganyctiphanes norvegica (IRI% = 4.31), Euphausiacea n.i. (IRI% = 4.11)
and Cephalopoda n.i. (IRI% = 3.92). The diet of hakes belonging to Class II was to-
tally dominated by Osteichthyes n.i., which was also the most relevant prey category in
Class III (IRI% = 54.64), followed by E. encrasicolus (IRI% = 41.17) and Processa acutirostris
(IRI% = 2.36). The diet of Class IV was dominated by T. mediterraneus (IRI% = 48.33), fol-
lowed by Trachurus sp. (IRI% = 21.90), Osteichthyes n.i. (IRI% = 14.08) and T. trachurus
(IRI% = 13.55).
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Figure 7. Principal component analysis (PCA) of hake diet in southern and central Tyrrhenian
Sea (2019).

Table 7. Diet composition of the whole hake series from southern and central Tyrrhenian Sea sampled
in 2020. In the columns are reported the diet index values (%F, %W, %N, IRI and %IRI) for each
prey category.

TAXON %F %W %N IRI %IRI

MOLLUSCA
Cephalopoda n.i. 4.60 0.02 2.68 12.43 0.84

CRUSTACEA
Amphipoda

Amphipoda n.i. 1.15 0.01 0.67 0.78 0.05
Decapoda

Eusergestes arcticus 1.15 0.09 0.67 0.87 0.06
Solenocera membranacea 1.15 0.33 0.67 1.16 0.08
Pasiphaea multidentata 2.30 0.66 1.34 4.61 0.31

Pasiphaea sivado 5.75 3.73 10.74 83.15 5.65
Processa acutirostris 1.15 0.32 2.01 2.68 0.18

Sergestes sp. 1.15 0.11 0.67 0.90 0.06
Pasiphaea sp. 1.15 0.51 2.68 3.67 0.25
Dardanus sp. 1.15 0.01 0.67 0.79 0.05
Decapoda n.i. 3.45 0.27 1.34 5.57 0.38
Stomatopoda

Parasquilla ferussaci 1.15 0.64 1.34 2.28 0.15
Euphausiacea

Meganyctiphanes norvegica 1.15 0.09 10.07 11.68 0.79
Stylocheiron longicorne 1.15 0.01 0.67 0.78 0.05

Euphausiacea n.i. 3.45 0.04 2.01 7.08 0.48
Mysida n.i. 10.34 0.12 24.83 258.12 17.54

OSTEICHTHYES
Ceratoscopelus maderensis 2.30 1.03 2.01 7.00 0.48

Diaphus holti 1.15 0.40 0.67 1.23 0.08
Boops boops 1.15 0.78 0.67 1.67 0.11

Engraulis encrasicolus 4.60 8.86 2.68 53.07 3.61
Macroramphosus scolopax 1.15 0.17 0.67 0.97 0.07

Maurolicus muelleri 1.15 0.23 0.67 1.04 0.07
Lampanyctus crocodilus 1.15 0.39 0.67 1.23 0.08
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Table 7. Cont.

TAXON %F %W %N IRI %IRI

Peristedion cataphractum 1.15 0.04 0.67 0.82 0.06
Nettastoma melanura 1.15 0.01 0.67 0.79 0.05

Chlorophthalmus agassizi 1.15 1.14 0.67 2.08 0.14
Cepola macrophthalma 1.15 1.35 0.67 2.32 0.16

Stomias boa 1.15 1.14 0.67 2.08 0.14
Trachurus mediterraneus 5.75 22.12 4.03 150.29 10.21

Trachurus trachurus 5.75 40.55 3.36 252.32 17.14
Trachurus sp. 3.45 8.74 2.01 37.08 2.52

Osteichthyes n.i. 25.29 6.10 16.11 561.45 38.14
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Figure 8. Diet composition of the Merluccius merluccius specimens collected from southern and central
Tyrrhenian Sea during 2020. The chord diagram shows the connection among the main taxa found in
the stomach contents of different hake size classes investigated. The size classes analyzed are shown
on the right of the diagram. Main taxa found are shown on the left. Ribbon size in the chart codifies
IRI value associated with hake size classes/prey taxa segment pair.

One-way ANOVA analysis was performed to assess dietary composition differences
between the size classes of the M. merluccius specimens (p < 0.05). Indeed, only Classes II
and V differ significantly in their diets (p < 0.05).

Cluster analysis and MDS ordination grouped the whole data set obtained from 2020,
by size classes, into three trophic clusters (Figure 9). Cluster A included only the specimens
belonging to Class I, cluster B included the specimens belonging to Classes II and III while
the third one (cluster C) included Classes IV and V. In detail, the trophic clusters A and C
showed 20% similarity, while cluster B showed 40% similarity.
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Figure 9. Dendrogram (a) and MDS ordination of Bray–Curtis similarities (b) from dietary data
(square root transformation) for the 5 hake classes analyzed in 2020. Cluster A included only the
specimens belonging to Class I, cluster B included the specimens belonging to Classes II and III while
the third one (cluster C) included Classes IV and V.
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Results obtained by PCA, with 94% total variation in the first axis (Figure 10), confirm
the results obtained by SIMPER and ANOVA, resulting in a greater dissimilarity between
Classes II and V due to the difference in the percentage of Osteichthyes (Table 8) and
crustaceans found in the diet of the two classes.
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Figure 10. Principal component analysis (PCA) of hake diet in southern and central Tyrrhenian
Sea (2020).

Table 8. Results of the SIMPER analysis conducted between European hake trophic groups from
2020. The average similarity between cluster groups is reported. The percentage and cumulative
contribution of typifying species within-group similarity of the identified hake trophic groups is
shown. The table shows results obtained for the trophic clusters B (including size Classes II and III)
and C (including size Classes IV and V). Trophic cluster A = less than 2 size groups.

Group B Species Av.IRI val Av.Sim Contrib% Cum.%

Average similarity: Osteichthyes n.i. 100.3 42.33 100 100
42.33

Group C

Average similarity: T. trachurus 24.79 17.86 60.81 60.81
29.36 Osteichthyes n.i. 16.02 5.8 19.76 80.57

T. mediterraneus 26.31 5.71 19.43 100

3.4. Temporal-Scale Variations in European Hake Prey Preference

Concerning diet composition in the entire analyzed timeframe (2018/2020), the most
relevant prey were Osteichthyes n.i. (IRI% = 38.17), followed by Euphausiacea n.i.
(IRI% = 17.78), B. boops (IRI% = 8.78) and Mysida n.i. (IRI% = 5.07).

To detect significant temporal variation in European hake diet, all data obtained
during 2018–2020 were analyzed using univariate and multivariate analyses. The One-way
Analysis of Variance showed that the specimens belonging to Classes I and III did not differ
in their diet among the sampling periods analyzed in this study (p > 0.05), while significant
differences were detected within Classes II (p = 0.07), IV (p = 0.014) and V (p < 0.05, only for
2019 and 2020) in specimens collected during the timeframe investigated. As evident from
Table 3, the most relevant differences among specimens belonging to Class II were detected
for C. maderensis, Osteichthyes n.i., M. muelleri and Plesionika sp., while, concerning Class IV
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for T. mediterraneus, they were Osteichthyes n.i., E. encrasicolus and C. maderensis. Specimens
belonging to Class V showed differences in diet composition among years mainly for
B. boops, T. trachurus and P. sivado.

Cluster analysis and MDS ordination grouped the whole data set into four trophic
clusters. Cluster A included only the specimens belonging to Class I collected during 2018
and 2019. This trophic cluster showed the highest average similarity (58.22%), mainly
attributable to the dominance of Euphausiacea n.i. (Table 9). Cluster B grouped the
specimens belonging to Class I collected during 2020, and Classes II–IV of all three years,
except for Class IV samples collected during 2020. Osteichtyes n.i. mainly contributed to
the similarity observed for this trophic group with an average similarity of 33.46 %. Cluster
C included Classes IV and V from 2020, showing the lowest average similarity (29.36%)
resulting from the large contribution given by the species T. trachurus (contr. 60.81%). Each
trophic cluster showed 20% similarity.

Table 9. Results of the SIMPER analysis conducted between European hake trophic groups collected
between 2018 and 2020. The average similarity between cluster groups is reported. The percentage
and cumulative contribution of typifying species within-group similarity of the identified hake
trophic groups is shown. The table show results obtained for the trophic clusters A–C. Trophic cluster
D = less than 2 size groups.

Group A Species Av.IRI val Av.Sim Contrib% Cum.%

Average similarity: Euphausiacea 83.2 58.22 100 100
58.22

Group B

Average similarity: Osteichthyes n.i. 47.31 22.39 66.92 66.92
33.46 E. encrasicolus 18.42 3.77 11.28 78.2

Decapoda 7.31 2.22 6.62 84.83
C. maderensis 11.93 1.98 5.92 90.75

Group C

Average similarity: T. trachurus 24.79 17.86 60.81 60.81
29.36 Osteichthyes n.i. 16.02 5.8 19.76 80.57

T. mediterraneus 26.31 5.71 19.43 100

Finally, Cluster D only included specimens belonging to Class V from 2019 (Figure 11).
Results obtained by PCA, with 63.41% total variation on the first axis (Figure 12),

confirm the results obtained by SIMPER and ANOVA, resulting in a greater dissimilarity
between Classes II (2020) and V (2019) due to the difference in the percentage of Oste-
ichthyes (Table 9) found in the diet of the two classes.
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4. Discussion
4.1. Diet Composition and Feeding Habits

The data provided by the present study on M. merluccius diet in the time frame
between 2018 and 2020 confirmed its ecological role as a generalist benthopelagic predator
in the southern and central Tyrrhenian Sea. Results showed a diet composition and
feeding habits in line with literature from other geographical areas [17,19–21,23,51,68–75],
highlighting its ability to prey on creatures both in the suprabenthic layer and in the
entire water column. This ability was confirmed in all the analyzed years by the presence
among prey of species profoundly connected with the benthic environment (e.g., Cepola
macrophthalma, Callionymus sp., Echiodon dentatus, P. longirostris, Alpheus glaber), mesopelagic
bioluminescent species (e.g., C. maderensis, M. muelleri, Diaphus sp.) and nektobenthic
species performing large horizontal and vertical migrations (e.g., Trachurus sp., M. scolopax,
C. agassizi, P. sivado, C. crassicornis). This large spectrum of prey exploited by M. merluccius,
also composed by those inhabiting deeper habitats, makes this species an essential predator,
confirming its key role in the energy exchanges between different depth layers and trophic
levels [18,21,23], with the large hakes also being a prey of bigger predators (such as large
pelagic fishes) [76], while the juveniles are often cannibalized by larger hakes [20,22].
However, our results show the absence of cannibalism in the analyzed area. This could be
strictly related to the recruit’s availability, the presence/absence of a nursery area, variations
in population size structures and main prey availability, as reported by previous studies
from other geographical areas [20,22,55,69]. The high occurrence of recruits (conspecific
alternate prey) together with the depletion of the main prey, can trigger an increase in
cannibalism [77,78]. The absence of cannibalism among the analyzed hake specimens
may indicate a high availability of prey, with a large spectrum of species, which together
with the relative low incidence of recruits [2,79,80], could reduce the need for intraspecific
predation in M. merluccius. Further analyses are required to deepen the knowledge on hake
cannibalism in GSA 10, investigating mainly larger hakes’ diet and recruit distribution,
with the studies [81] on nursery area and population size structures from this geographical
area being less relative.

Another interesting aspect shown by the results was the low occurrence of cephalopod
prey in hake diet composition if compared with literature from other geographical areas,
such as the Adriatic Sea and the Strait of Sicily [18,20,82]. This could be mainly related
to the ecological features of GSA 10, characterized by a high occurrence of mesopelagic
bioluminescent fishes, benthopelagic and mesopelagic crustaceans, and small pelagic
species, which may be preferred as prey compared to cephalopods. Moreover, these last
seem to be highly sensitive to environmental conditions, such as temperature variations due
to climate changes and nutrient concentration variations, influencing their distribution and
population dynamics [83–86]. All these factors, together with an unfavorable oceanographic
feature of the studied area, could induce a low occurrence of those cephalopod species
mainly preyed on in the other Mediterranean geographical areas (such as Rondeletiola minor,
Alloteuthis sp., Illex coindetii, Sepia officinalis, Sepietta sp.) in zones and depths exploited
by hakes.

4.2. Ontogenetic Variations in Diet Composition

Concerning the diet composition in the different ontogenetic stages, results confirmed
the planktivorous feeding habits of juvenile hakes belonging to Class I in the three analyzed
years. The main prey in this ontogenetic class were Euphausiids (mainly M. norvegica and
Stylocheiron longicorne) and not identified Mysida, confirming the essential contribution of
planktonic crustaceans for the livelihood of this predator in its early life. As reported in
other Mediterranean geographical area [18,20,69,71,87], juvenile hakes’ aggregations near
the shelf-break favor their foraging on school-forming zooplanktonic and micronektonic
species. These are preyed on during their daily vertical migrations along the water col-
umn [17,51,88]. The presence among prey in this ontogenetic class and in Class II, mainly
in 2018 and 2020, of small Osteichthyes, as lanternfish, could be confirm the importance
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of the planktonic trophic chain in the energy support of the entire ecosystem. Indeed,
zooplanktonic proliferation, related to phytoplanktonic blooms, may attract other planktiv-
orous mesopelagic micronekton, such as lanternfishes, which become in turn prey of hakes
together with Euphausiids.

According to previous literature for this and other geographical areas [15–18,20,21,51,69,72,82],
the prey composition in the other ontogenetic classes have confirmed the transition of Euro-
pean hakes during their growth to a diet mainly based on teleost and decapod consumption
(mainly after the first year of age, TL > 15 cm). This tendency is reported by results for all the
years, with a similar diet composition among hakes belonging to Class II, mainly based on
small teleost, as mesopelagic bioluminescent prey (e.g., C. maderensis, M. muelleri), Euphasi-
ids, and larger nektobentic species (such as B. boops, E. encrasicolus, Trachurus sp., C. agassizi,
A. sphyrena) in the other size classes, with an increase in pelagic and benthopelagic decapod
consumption (P. longirostris, S. membranacea, Pasiphae sp., C. crassicornis) in Classes III and IV.
These diet shifts may be related to morphological changes associated with hake growth, as
increase in mouth opening, visual acuity and hearing [89,90]. Indeed, all these changes can
improve the hunting ability of this species, making it able to feed on larger mobile fish and
benthopelagic species, as reported also for other predators [64,91,92]. Moreover, according
to several authors [17,69], this increase in larger prey consumption could also be related to
the large energy demand required for sexual maturation and gonadal development in post
recruits and adults specimens.

4.3. Temporal Scale Variations in Diet Composition

To our best knowledge, the present paper is the first study exploring the temporal
scale variability in hakes’ diet from the southern and central Tyrrhenian Sea. Previous
studies from this area were focused on the seasonal ontogenetic changes in diet, assessing
the importance as prey of mesopelagic bioluminescent prey in hakes from northern Sicily,
with only one paper investigating the entirety of GSA 10 [16,21,23]. Concerning this last
paper, it showed clear differences in prey composition and hakes’ size distribution in 2018
if compared to results of the present paper for the same year. This could be strictly related
to the differences between sampling methods. Indeed, in the present paper, all the samples
for 2018 were caught by trawling, having been provided through the MEDITS project.
Concerning the other paper of D’Iglio et al. [23], most samples were provided by biological
sampling of catches from commercial fleets (CAMPBIOL project), with hakes caught using
different sampling methods. For this reason, despite involving the same sampling area and
year, the results showed by each paper for 2018 are different, with the absence of hakes
belonging to Class V in the present paper (due to the rapid ascent of trawling nets, which
cause stomach eversion in larger hakes).

Herein, data on M. merluccius diet composition showed a temporal variability reflecting
an opportunistic feeding habit, shaped on the temporal and spatial availability and prey
distribution. European hakes confirmed their ability to adapt the diet to the temporal
(annual or seasonal) and spatial distribution of the different prey categories, as widely
reported in literature from other geographical areas [15,17,18,20,51,69]. This is an essential
skill to survive in over-exploited oligotrophic ecosystems, such as the southern and central
Tyrrhenian Sea, being able to feed on all the available prey belonging to the main categories,
Osteichthyes and Crustaceans.

Prey belonging to the cephalopod category (Cephalopoda n.i.), even if with a lesser
occurrence than other categories, showed variations between years, with the highest IRI%
values in stomachs collected in 2020 belonging to hakes of Class I. This annual fluctuation
may reflect changes in composition of nektobenthic species related to several ecological
factors. These may depend on changes in predator population and distribution [14], and
on environmental conditions, such as water temperature and nutrients. Indeed, as reported
in the Atlantic Ocean, these factors can influence the population size and the distribution of
cephalopods [83–86]. Moreover, feeding on cephalopods was not a prerogative of juvenile
hakes. As shown by results, post recruits and adults belonging to size Classs IV (mainly in
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2019) and III (mainly in 2018) also feed on this prey category, even if less than juveniles in
2020. Further analysis of cephalopod populations and their distribution in the southern and
central Tyrrhenian Sea, also analyzing the annual variations in composition and abundance
through the study of time series on demersal assemblages, are required to understand
these dynamics and the ecological/environmental causes which may allow variations on
population dynamics and species composition of this taxa.

Concerning the annual variations in decapod prey composition, an interesting as-
pect was the large amount of Pasiphaeidae species (mainly P. sivado) detected in hake
gut contents from specimens collected in 2020. The large amounts of adult individuals
(belonging to size Class V) which showed a preference for this prey category once again
underline the essential relevance of prey inhabiting deeper environments than hakes for
their livelihood, representing a clear case of inverse energy flow between different bathy-
metric layers [15,21,23,51,69,93]. The glass shrimp P. sivado, as the other Pasiphaeids present
in the Mediterranean Sea, are a worldwide-distributed caridean decapod inhabiting the
epi-, meso- and bathypelagic environments, with a size-dependent distribution and a key
ecological role. It is one of the favorite prey of many supra benthic predators, thanks to
its daily vertical migrations [94–97]. According to [98], this species feeds on benthic prey
(gammarids, isopods and macruran decapods) during the nighttime, while in the daytime
it performs vertical migrations to feed on plankton (mainly Euphausiids, chaetognaths)
and small fishes, becoming in turn prey of benthopelagic predators, such as M. merluccius,
with energy transferal between benthic and pelagic environments. The higher occurrence
of Pasiphaeidae species in gut content of hakes from 2020 than the other years could be
related to variations in environmental factors, resulting in an increase in population size,
with Pasiphaeids reproductive processes and population dynamics being highly sensitive
to environmental variations and fluctuation in prey availability and distribution [97].

Osteichthyes showed the most marked annual variations in species composition and
occurrence. As reported by statistical analysis, the larger fluctuations in occurrence were
detected for lanternfishes (M. muelleri, C. maderensis) and nektobenthic fishes (B. boops, Tra-
churus sp., E. encrasicolus, C. agassizi, S. pilchardus), with the benthic species occurring always
as occasional prey, mainly in adult hakes belonging to Classes IV and V. This demonstrates
the main hunting strategy of post recruits and adult European hakes in the studied area,
ambushing its favorite pelagic prey, represented by fast swimming teleost and lanternfish,
in the water column. Concerning the annual fluctuation of lanternfishes (M. muelleri and
C. maderensis), these showed an evident decreasing in occurrence between 2018 and 2020.
This is a strange trend, since mesopelagic bioluminescent fishes are widely distributed in
the entire Tyrrhenian Sea, and as reported in literature, they represent essential prey for
juvenile, recruit and post-recruit hakes, especially in shelf-break environments [21,23,51,69].
Focusing attention on the annual variations in prey preferences among the different onto-
genetic stages, as shown by statistical analysis, the significant differences detected between
years for Classes II, IV and V were also mainly related to C. maderensis and other nekto-
benthic species (mainly B. boops, E. encrasicolus, Trachurus sp.) confirming the importance
of broadening the knowledge base concerning all these prey categories and their trophic
relations with benthopelagic predators.

All these annual fluctuations in prey occurrence could be related to several factors,
such as: (i) the seasonal variability in distribution and abundance of the different species,
which in turn depends on the seasonal variations of nutrients, on the oceanographic condi-
tion of the area and on the availability of planktonic/micronektonic prey; (ii) daily temporal
variations of hake feeding activities and intensity, influencing the rate of stomach fullness
and undigested prey availability, easier to be identified at a species level than heavily
digested prey found in hakes sampled long after their feeding period; (iii) small local scale
variability in primary production and consequently in prey distribution, influencing the
diet composition of sampled hakes. Several studies are required to deepen the knowledge
on the population dynamics of prey species, adding new information on their temporal
and spatial distribution. Further analysis supported by innovative molecular and stable
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isotopes techniques are required to deepen the knowledge on the importance of different
teleost species in hakes and other benthopelagic predators’ diets [18,72,82]. These are es-
sential to confirming diet composition, and avoiding the problems related to a high degree
of digestion of prey parts, which reduces identification accuracy, causing an inevitable
underestimation of the different species. Moreover, several studies with different sampling
designs are required to evaluate seasonal and small-scale spatial variations in hake feeding
habits and diet composition. These should be such as to analyze the differences in feeding
activities and habits related to different seasons, periods of the day and different zones
of the studied area with several oceanographic, ecological and environmental features.
This is essential especially in the southern and central Tyrrhenian Sea, characterized by
high heterogeneity in both environmental and fishing activity features between the north-
ern (Campania and Lazio coasts) and southern zones (Sicilian and Calabrian coasts), as
highlighted by several studies on other demersal species [28].

4.4. On an EBFM (Ecosystem-Based Fishery Management) Point of View

The trophic relationships between benthic and pelagic domains are essential for the
effective functioning of the entire marine ecosystem. Deepening the knowledge of feeding
activities and prey preferences of voracious benthopelagic predators could add precious
information about interspecific ecological dynamics occurring in the different geographical
areas. These predators, especially those such as hakes with marked ontogenetic diet shifts,
moving among habitats according to different day periods, seasons, life cycles and prey
availability, allow energy transferal between domains (benthic, pelagic and demersal)
with a fundamental coupling between them [25,98–101]. The ability of European hakes
to feed on planktonic, pelagic and benthic species shown by the results, according to
season and ontogenetic stage, makes them a fundamental link among marine domains
and a key species to understand and analyze marine trophic interactions in a holistic
ecosystemic view [16,99–101]. This is an essential point of view to better understand and
analyze the impacts, both direct and indirect, of fisheries on marine ecosystems, especially
regarding those of mixed and heterogenous fisheries on oligotrophic environments, such
as the southern and central Mediterranean Sea. Indeed, fisheries, through the expansion
of fishery grounds to the deepest environments, the impact on ecologically relevant taxa,
the depletion of benthic communities due to trawl fishing and the cascade effect related to
removal of large predators, can cause severe stressors to ecosystems by altering the trophic
relationships and dynamics in relative short temporal scales [24,31,32,42,102–110]. For this
reason, it is essential to improve proper ecosystem-based fishery management, especially in
those geographical areas with less and fragmentary information, enhancing and increasing
the knowledge base concerning feeding habits of commercially and ecologically relevant
predators, with the analysis of data from a large temporal scale and growing attention on
seasonality in prey availability and ontogenetic diet shifts.

5. Conclusions

The data on diet composition and feeding habits of M. merluccius between 2018 and
2020 provided by the present paper represent a useful tool to analyze the interspecific
trophic relationships occurring in the southern and central Tyrrhenian Sea. This area,
characterized by an accentuated anthropogenetic impact and a lack on trophic ecology data
concerning the main relevant and exploited species, represents a perfect study ground to
better understand the trophic interactions and energy transferal occurring between species
inhabiting different marine domains and habitats, also evaluating how fishery activities
can alter them, through the alteration of the interspecific dynamics and the food web
of an entire area. In accordance with previous literature from the studied area, results
have confirmed the importance of deep species (as mesopelagic teleost and decapods)
and species with high commercial value (as B. boops, T. trachurus, T. mediterraneus) in
hakes’ diet, highlighting the sensitivity of this species to anthropogenic pressure. The
ontogenetic diet shifts confirmed the planktivorous diet of juvenile hakes belonging to
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Class I, the mesopelagic bioluminescent teleost predation behavior in Class II and a diet
mainly composed by decapods and teleosts in Classes III–V. Moreover, the opportunistic
feeding habits confirmed by temporal scale analysis on diet highlight the ability of this
species in adapting its diet to available prey. The high variability in occurrence and species
composition of teleost, decapod and cephalopod prey confirm the key role of M. merluccius
in monitoring the ecological dynamics in demersal marine environments. Further analysis
applying stable isotopes and metabarcoding techniques are required to understand the
entire trophic web structure, elucidating feeding habits and temporal variations in prey
composition of M. merluccius and other benthopelagic predators. Deepening the knowledge
of this key species for the ecosystem’s effective functioning is fundamental to improve their
conservation, enhancing fishery management and consequently the preservation of the
entire marine ecosystem. Moreover, it will be necessary to couple an improved knowledge
base concerning population dynamics and distribution of ecologically relevant species with
data on trophic interspecific relationships to look at the functioning of all the ecosystems of
the southern and central Tyrrhenian Sea, developing the best management policies for the
most sustainable and least dangerous fisheries. 1D461
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