
Environmental Management
https://doi.org/10.1007/s00267-024-01952-y

Seasonal and Ecological Determinants of Wild Boar Rooting on
Priority Protected Grasslands

Martina Calosi 1
● Chiara Gabbrielli 1

● Lorenzo Lazzeri 1
● Niccolò Fattorini 1,2

● Gloria Cesaretti1 ●

Lucia Burrini1 ● Ottavio Petrillo1
● Francesco Ferretti 1,2

Received: 19 October 2023 / Accepted: 19 February 2024
© The Author(s) 2024

Abstract
Wild ungulates can influence various trophic levels, regulating carnivore abundance and affecting habitat structure.
Conservation problems can arise when high ungulate densities threaten species or habitats with conservation concern.
Assessing factors influencing the intensity of their impact is important to identify appropriate measures enhancing habitat
conservation. We assessed factors influencing wild boar Sus scrofa pressure on EU protected grasslands in three protected
areas of central Italy, by modelling the effects of environmental variables and wild boar density on rooting activity. We
seasonally estimated rooting in 126 sampling plots from spring 2019 to spring 2021, and we used faeces counts to estimate
summer wild boar densities. Estimates of density and rooting varied from 3.5 to 22.2 individuals/km2 and from 1.1 to 19.2%,
respectively. We detected a clear seasonal trend in rooting activity, that peaked in autumn and winter. We also found a
strongly positive correlation between spring-summer rooting and summer density, across sites. Rooting intensity was
negatively related to the local extent of rock cover and increased with the 1 month-cumulative rainfall, the perimeter of the
grassland patch, and the forest cover around plots. These results emphasise the tendency of wild boar to exploit feeding sites
in ecotonal areas, i.e., at the interface between forest and meadows, which maximises security and ease of finding food
resources. Actions aiming at the protection of focal plants in grassland habitats, as well as reducing wild boar presence, are
supported (e.g. fencing and/or targeting population control at vulnerable patches).
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Introduction

Wild ungulates are key components of biological commu-
nities and can influence biodiversity through top-down
cascading effects across trophic levels, as well as by acting
as bottom-up regulators of carnivore abundance (Hebble-
white et al. 2005; Ripple et al. 2015). Under some condi-
tions, wild ungulates can reach high densities, influencing
plant and animal communities, and potentially affecting
habitat structure (Côté et al. 2004; Barrios-Garcia and
Ballari 2012; Foster, Barton, and Lindenmayer 2014; Bar-
asona et al. 2021). Studies have shown both increases and
decreases in plant diversity (Brunet et al. 2016) depending

on plant species (Palacio et al. 2013) and type, intensity,
frequency and extension of ungulate exploitation (Augus-
tine and McNaughton 1998; Olaff and Ritchie 1998; Bur-
rascano et al. 2015; Horčičková et al. 2019). Conservation
problems can arise when high herbivore densities threaten
species with conservation concern (Côté et al. 2004;
Barrios-Garcia and Ballari 2012).

The wild boar Sus scrofa is the most widespread wild
ungulate in the world (Ballari and Barrios-García 2014). It
can live in a wide range of environmental conditions
(Singer 1981), showing a clear potential to modify habitats
and biotic communities through its feeding activity, thus
representing an ecosystem engineer (Massei and Genov
2004; Bueno et al. 2009; Wirthner et al. 2011). This suid is
an opportunistic omnivore, able to adapt its diet to spatio-
temporal variation of food availability (Schley and Roper
2003; Markov et al. 2019). In particular, its typical foraging
activity by digging the soil through rooting (Ballari and
Barrios-García 2014) can affect topsoil as they search for
belowground food resources, such as plant rhizomes, bulbs
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and earthworms. They can reach depths of 5–15 cm (Hor-
čičková et al. 2019), turning up areas of hundreds of hec-
tares (Massei and Genov 2004; Bueno et al. 2009; Barrios-
Garcia and Ballari 2012; Bueno and Jimenéz 2014). The
extent of impacted areas may vary annually, seasonally, and
among habitat types (Welander 2000). Variation in wild
boar rooting intensity can affect soil properties such as
nutrient availability (Bueno et al. 2011; Bueno et al. 2013;
Palacio et al. 2013), moisture (Mohr, Cohnstaedt, and Topp
2005; Tierney and Cushman 2006; Bueno et al. 2013),
bacterial community structure (Wirthner et al. 2011), and
richness of seed‐bank species (Bueno et al. 2011). In fact,
rooting has been used as an index of wild boar pressure on
habitats (Hone 1995).

In natural and semi-natural habitats such as grasslands
and ecotones, i.e. substantially open habitats with small
patches of trees and shrubs surrounded by woodlands, wild
boar can find adequate feeding opportunities and cover
(Thurfjell et al. 2009). Grasslands often represent biodi-
versity hotspots (Habel et al. 2013), including habitats with
great conservation relevance because of their suitability for
a large number of plant and animal species (Feurdean et al.
2018), some of which are rare and protected (e.g. orchids
and several invertebrate/small vertebrate species, see
Olmeda et al. 2019). In the last century, factors associated
with man-made changes in land use, e.g., land abandonment
and the resulting undergrazing and shrub encroachment,
overgrazing and management intensification promoting
habitat degradation, or conversion into arable land and other
activities reducing habitat cover and favouring habitat
fragmentation, have been identified as threats to their con-
servation (Habel et al. 2013; Olmeda et al. 2019). Assessing
potential factors that may alter those habitats should be a
priority to prevent their irreversible degradation, especially
in stressful conditions such as harsh climates or over-
exploitation by herbivores (Tong et al. 2004; Chen et al.
2014; Fang and Wu 2022). Mediterranean grasslands
appear to be particularly endangered because they have to
face significant seasonal variations in weather patterns,
ranging from near-drought to rainy periods. Moreover, they
are subject to a recent, sharp increase in wild boar numbers
(Massei et al. 2015), exposing these habitats to over-
exploitation especially through rooting and trampling, that
may further endanger these ecosystems (Bueno et al. 2011;
Barrios-Garcia and Ballari 2012). The attractiveness of
these habitats may expose them to the risk of impacts which
may negatively affect the conservation status of particular
species, especially in case of high wild boar densities.
However, information on the spatio-temporal variation of
rooting intensity in Mediterranean grasslands across sea-
sons, as well as its determinants, is scanty.

We considered wild boar rooting in grasslands belonging
to priority habitats protected under the EU Habitats Directive

(92/43/EEC), identified with the Natura 2000 codes 6210*
“Semi-natural dry grasslands and scrubland facies on cal-
careous substrates (Festuco-Brometalia) important orchid
sites*” and 6220 “Pseudo-steppe with grasses and annuals
(Thero-Brachypodietea)”. They are key-habitats for many
protected species (plants, birds, insects and other inverte-
brates, reptiles and mammals) and are considered a high
priority for the conservation of wild pollinator species, such
as butterflies, wild bees or hoverflies, as well as for other
rare or protected animal and plant species. They also provide
multiple benefits and ecosystem services, including carbon
storage and prevention of soil erosion (San Miguel 2008;
Olmeda et al. 2019). These semi-natural dry grasslands are
one of the most endangered ecosystems in the world due to
their dependency on land use history (San Miguel 2008;
Olmeda et al. 2019; Labadessa et al. 2023). While moderate
herbivory may be beneficial for grassland maintenance
(Tälle et al. 2016), spatio-temporally concentrated impacts
such as intensive wild boar rooting are expected to be det-
rimental, reducing plant cover (Singer et al. 1984), plant
diversity (Singer et al. 1984; Hone 2002, Barrios-Garcia and
Ballari 2012) and plant regeneration (Bueno et al. 2011;
Barrios-Garcia and Ballari 2012), potentially exacerbating
and speeding up the decline of grasslands.

Our objective was to evaluate the role of some environ-
mental factors potentially influencing wild boar rooting in
grasslands. Although rooting may be expected to be influ-
enced by wild boar density, information is contradictory
across studies (positive relationship: Hone 2002; Sandom
et al. 2013; non-significant relationship: Massei et al. 2018;
Adams et al. 2019; Ferretti et al. 2021). While a greater
number of wild boar is expected to lead to higher disturbance
levels (e.g. by increasing trampling, grazing and rooting), the
role of density may be mediated by other factors. For example,
a reduced availability of alternative resources as well as ease
of digging may increase the attractiveness of under-ground
food for wild boar and thus their propensity to root (Cho-
quenot and Ruscoe 2003; Adams et al. 2019). By working in
three study areas characterized by a gradient of wild boar
densities, we first concentrated on the effects of population
density as a factor potentially influencing rooting intensity.

We also investigated the effects of seasonality and
landscape configuration, to identify sites and times of the
year more affected by rooting. Seasonal variation in the
intensity of rooting may be expected to occur following
temporal variation of local resource availability (negative
relationship), which usually peaks in spring-summer, and
humidity (positive relationship), that is usually higher in
autumn-winter (Welander 2000; Amici et al. 2012).
Grasslands are also vulnerable to impacts indirectly deter-
mined by wild boar attraction to other potential food
resources such as earthworms, insect larvae and other
invertebrates, which build up a substantial protein intake for
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this suid (Baubet et al. 2003, 2004; Bueno and Jiménez
2014) and that are present in topsoil especially in late winter
and early spring (Massei et al. 1996; Baubet et al. 2004;
Cappa, Bani and Meriggi 2021). Moreover, wild boar have
a marked flexibility in spatial ecology and tend to select
forested habitats for protection (Kim, Cho and Choung
2019). This plasticity in habitat selection is expected to
cause higher vulnerability to damage for open areas located
close to forest edges (Thurfjell et al. 2009; Amici et al.
2012). We predicted that rooting activity (1) would peak in
autumn and winter, due to the higher rainfall that makes
moisture soil easier to dig (Hone 1995; Welander 2000;
Sandom et al. 2013); (2) would be influenced by rainfall,
that should affect the vegetation growth and soil softness;
(3) would be negatively related to (3a) the extent of rock
cover (Elledge et al. 2013; Ferretti et al. 2021), (3b) slope
(Acevedo et al. 2011; Ferretti et al. 2021), and (3c) the
extent of the patches of 6210/6220 habitat; (4) would be the
greatest in the highest-density study area, and would show a
positive correlation with estimates of wild boar density.

Materials and Methods

Study Areas

Our study was conducted in three protected areas in central
Italy (Tuscany Region; Fig. 1): Maremma Regional Park

(MRP), Monte Penna Natural Reserve (MPNR) and Alpe
della Luna Natural Reserve (ALNR). These areas include
relevant portions of grasslands classified with the Natura
2000 codes 6210* “Semi-natural dry grasslands and
scrubland facies on calcareous substrates (Festuco-
Brometalia) important orchid sites*” and 6220 “Pseudo-
steppe with grasses and annuals (Thero-Brachypodietea)”.

MRP (maximum altitude of 417 m a.s.l.) is characterised
by a typical Mediterranean climate. Most of the area is
covered with Mediterranean sclerophyllic scrubwood
(40%), with the presence of the oakwood component,
mainly represented by the holm oak Quercus ilex, but also
characterised by species such as Juniperus spp., Myrtus
communis and Phyllirea spp. The northernmost sector
includes a pinewood dominated by stone pine Pinus pinea
(9%). The landscape is also covered by set-aside grasslands
and cultivated fields (30%), wetland areas (5%) and other
habitats (<1%). 13% of the park is covered by ecotones
formed by abandoned olive groves—partially recolonised
by scrubwood – and pastures, 5.5% of which is represented
by habitat 6220 (Table 1). The remaining 2% is covered by
human settlements.

MPNR (maximum altitude of 1106 m a.s.l.) is largely
characterised by calcareous hills and by caves and karst
phenomena such as underground systems and sinkholes.
The landscape is dominated by a mosaic of forests alter-
nating with pastures, clearings, and rocky outcrops
(Frignani et al. 2008). There is a prevalence of deciduous

Fig. 1 Location of our study areas: MRP (Maremma Regional Park), MPNR (Monte Penna Natural Reserve) and ALNR (Alpe della Luna Natural
Reserve). The red line indicates regional borders
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forests with Quercus spp., beech Fagus sylvatica trees and
shrubs (82%). Meadows and grasslands growing on cal-
careous substrate make up 11.2% of the total area, and
56.1% of them are characterised by priority habitat 6210
(Table 1). Human settlements and cultivated areas represent
1.1% and 5.6% of the landscape, respectively.

ALNR (maximum altitude of 1453 m a.s.l.) is located on
the Apennine ridge. Forests dominate the landscape, with
associations of European beech Fagus sylvatica and Turkey
oak Quercus cerris, as well as mixed woods mainly com-
posed of Turkey oak and hophornbeam Ostrya carpinifolia
(86.3%) (Viciani et al. 2013). Abandoned cultivated fields
and grasslands also occur (10%) with 58% of these habitats
being characterized by priority habitat 6210 with Festuco-
brometalia facies and a rich population of orchids (Table 1).
The remaining landscape is covered by anthropic settle-
ments (0.9%) and cultivated areas (2.8%).

These areas host populations of wild boar along a gra-
dient of density ranging from low (ALNR) through inter-
mediate (MRP), to high (MPNR), as shown by previous
studies (Fattorini and Ferretti 2020; Ferretti et al 2021; see
Results). Other ungulates occurring in these areas are roe
deer Capreolus capreolus, fallow deer Dama dama (not
present in MPNR) and red deer Cervus elaphus (present
only in MPNR). Wild boar predators are wolf Canis lupus
and fox Vulpes vulpes (the latter on newborn
offspring only).

Rooting Estimates

From June 2019 to June 2021, we seasonally estimated wild
boar rooting in grassland habitat patches using a plot-based
approach. We used tessellation stratified sampling (TSS:
Barabesi and Franceschi 2011; Barabesi et al. 2012): a grid
(cell size: 150 × 150 m for MPNR and ALNR; 250 × 250 m
for MRP) was superimposed on each whole study area and
a 5-m radius plot was randomly placed within each grid cell.

For the estimation of rooting, in accordance with the pro-
tocols widely adopted in environmental and forest surveys
(e.g. Tomppo et al. 2010; Fattorini 2015), we only used
plots that were located in habitats 6210 (ALNR; MPNR) or
6220 (MRP), discarding those falling outside, obtaining a
total effort of 126 sampling plots (ALNR: 34, MPNR: 30;
MRP: 62). We assigned geographic coordinates to the
centre of each plot using QGIS 2.18, to allow their locali-
zation in the field through a portable Global Positioning
System. To evaluate the possible effects of the season on the
rooting activity of wild boar, these surveys were repeated
seasonally on the same plots for all three study areas, in late
February-March (mid-April only in MPNR in 2021), June-
early July, September, and December, as representative for
rooting activity occurred during the previous season (i.e.
winter, spring, summer and autumn, respectively). Once in
the field, plots were marked with pickets and tape to allow
their detection in following surveys. In each plot, we used a
5-m rope to identify the effective area to be considered for
visual estimates of rooting. For each plot, the percentage of
ground with rooting was therefore visually estimated. Fol-
lowing previous studies, the rooting percentage was recor-
ded in classes (0; present but lower than 1%; 1–5%; 6–10%;
11–15%; etc.; Fattorini and Ferretti 2020; Ferretti et al.
2021), considering the median value of each class for
analyses (0; 0.5%; 3%; 8%; 13%; etc). The percentage of
rock cover in each plot was also visually estimated
according to the same evaluation scale (Ferretti et al. 2021).

Faeces Counts for Density Estimates

Consistently with previous studies conducted in the same
areas, we estimated wild boar densities related to each
whole protected area through faecal counts (Fattorini et al.
2011; Ferretti et al. 2016; Fattorini and Ferretti 2020;
Ferretti et al. 2021). We used tessellation stratified sam-
pling (TSS: Barabesi and Franceschi 2011; Barabesi et al.

Table 1 Summary of geographic and environmental features of the three study areas.

Study
area

Location Study area
extent (km2)

6210/6220 habitat
extent (code; km2)

N plots in 6210/
6220 habitat

Mean
elevation
(m)

Mean
Slope
(%)

N plots for
density
estimation

Wild boar
density gradient

ALNR 43.650348°N;
12.166402°E

15.4 (6210) 0.9 34 948 47 50 low

MRP 42.644144°N;
11.094017°E

89 (6220) 4.5 62 65 15.2 271 intermediate

MPNR 42.775285°N;
11.690544°E

11.1 (6210) 0.7 30 864 33.5 75 high

Location is given as mean latitude and longitude of sampling plots (WGS84)

The reported number of sampling plots in 6210/6220 habitat is that used to estimate wild boar rooting in habitat patches. The reported number of
sampling plots for density estimation is that used to estimate wild boar densities in each whole study area, allowing a classification into three
density gradients

MRP Maremma Regional Park, ALNR Alpe della Luna Natural Reserve, MPNR Monte Penna Natural Reserve
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2012), with 5-m radius circular plots placed within spatial
units partitioning the study area. For the two smaller study
areas (MPNR and ALNR) we partitioned each area into
polygons of equal size and a plot was randomly placed
within each of them (Ferretti et al. 2021). Based on pre-
vious studies (Fattorini et al. 2011; Ferretti et al. 2016;
Fattorini and Ferretti 2020; Ferretti et al. 2023), we adopted
a two-stage sampling strategy for our largest study area
(MRP), in which we stratified the area according to main
habitat/land cover, and local features. We identified
13 strata (two strata with scrub, three strata with pine and
marshland, two strata with ecotones and olive groves, six
strata with cultivated fields) and allocated plots pro-
portionally to strata size. In the largest strata (i.e., scrub
north and south, and a pine stratum) a two‐phase strategy
was adopted: strata were partitioned into spatial units
according to natural or artificial bounds (e.g., lanes,
streams, cultivation bounds), then a sample of them was
selected and was divided into polygons of equal size, where
we randomly placed the plots (one plot per polygon). In the
other strata, a one‐phase TSS strategy was used, with plots
directly and randomly placed within each polygon (one
plot per polygon, Fattorini et al. 2011). Overall, we used a
sampling effort of ~1 plot/0.3 km2, for a total of
396 sampling plots.

We used the faecal accumulation rate technique (Mayle
et al. 1999). This method involves visiting the same plot
twice: a first survey that requires clearing the plot from all
the wild boar faeces, which can be identified from those of
other ungulates by their unequivocal shape and size; a
second survey, conducted 35–40 days later, based on
decay of boar faeces (Massei et al. 1998), to count all wild
boar faeces accumulated in the plot since the clearance
day (Mayle et al. 1999). We assigned geographic coor-
dinates with the same method implemented for rooting
plots, as explained in the relevant paragraph, to find the
plots through a portable Global Positioning System unit.
We performed the clearing survey from mid-June to early
July, each year (2019, 2020, and 2021). To limit the
potential subjectivity in faeces identification, each year
the same operator carried out the faeces count in the same
plots for both the clearance and the counting passages. To
help localizing plots, we marked the centre of each plot
with red and white tape. Wild boar densities were derived
by using the daily defecation rate (DDR) estimated by
Fattorini and Ferretti (2020) on a semi-captive wild boar
population ~40–110 km from our study areas, in summer
(6.7 faeces/individual/day). Methodological details and
theoretical justifications for density estimation were given
in Fattorini et al. (2011) and Fattorini and Ferretti (2020),
where an unbiased estimator of faeces abundance and a
conservative estimator of its standard error have been
provided.

Environmental Predictors

We calculated the cumulative rainfall which occurred in the
month and the three months preceding surveys, in each
study area, by using the sum of daily rainfall recorded by
the meteorological station closest to each study area (Ser-
vizio Idrologico Regione Toscana: Alberese station for
MRP and Semproniano station for MPNR; DEXT3R Emi-
lia-Romagna: Badia Tedalda station for ALNR). At the
global scale, the effect of accumulated rainfall on vegeta-
tional productivity ranges from 0.6 to 2.8 months depending
on vegetation type (Ding et al. 2020). Although it represents
a proxy, we decided to consider rainfall accumulated in one
month as effective on grasslands and open shrublands, i.e.
the main vegetation types near our sampling areas, and three
months accumulated rainfall as the most meaningful for all
vegetation types present throughout the study areas (Ding
et al. 2020). We derived the slope (%) of each plot using the
software QGIS 3.28 and the digital elevation model pro-
vided by Tuscany Region database (http://dati.toscana.it;
resolution: 10 × 10 m). We used the land cover layer pro-
vided by SITA: cartoteca Regione Toscana (hereafter SITA;
https://www502.regione.toscana.it) and the QGIS buffer
feature to calculate the percentage of woodland in a circular
buffer with radius of 1100 m around each plot located in
grassland habitat 6210/6220. The buffer size was deter-
mined as the mean of yearly home ranges (weighted by
number of individuals sampled) obtained in study areas
close and ecologically comparable to ours (Boitani et al.
1994: Colline Metallifere – Siena Province; Massei et al.
1997: MRP). We obtained the average home range for
females (3.9 km2 – radius: 1100 m) and males (7.1 km2 –

radius: 1500 m). Since it is impossible to identify the indi-
viduals responsible for rooting activity (in particular their
age class and sex), we decided to perform the analyses
using the smaller radius, to be more conservative in
including the maximal area likely used by the majority of
the wild boar population. We calculated the extent and
perimeter of 6210/6220 habitat patches through QGIS and
the protected habitats layer provided by SITA. Although it
represents a proxy to analyse the effect of the 6210/6220
habitat extension, as the patch perimeter was strongly
related to the patch area (r= 0.87; p < 0.001), we used the
former for analysis, as the latter was collinear to the forest
cover percentage in the buffer (r=−0.74). We used the
pedological database provided by SITA to identify the soil
depth classes in the protected habitats patches. This data-
base provides a six-class classification of soils based on the
depth useful for roots growth (A1: >100 cm; B2:
75–100 cm; C3: 50–75 cm; D4: 25–50 cm; G7: 10–25 cm;
H8: <10 cm); in our study areas, only the classes A1, B2
and D4 were present. Since water availability may be an
important limiting factor for wild boar (Massei et al. 1997),
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we considered the distance between plots and persistent
water resources as a variable. Although ephemeral water
bodies such as small ponds and ditches are not georefer-
enced, the habitats 6210 and 6220 are located on dry/well-
drained soils with a small carbonate content (Olmeda et al.
2019). As water retention increase linearly with carbon
content (Emerson 1995), we assumed that in our study areas
the probability of creating surface waterlogging is low.
Thus, persistent water resources are likely to be the main
water resources available for wild boar. We merged three
different layers (SITA: hydrographic network; water infra-
structure layer; water bodies layer) to create a detailed map
of persistent water sources. Then, we calculated the distance
between plots and water resources using the QGIS NNJoin
plugin.

Statistical Analyses

We investigated factors affecting wild boar rooting using
generalized linear mixed models (GLMMs; Zuur et al.
2009). Our response variable was the proportion of rooting
assessed in each sampling plot, reflecting the impact on
protected grasslands in every seasonal survey, throughout
the study years. We modelled the rooting proportion using
beta errors (logit link), as recommended when modelling
continuous proportions. Thus, to enable the use of beta
errors, we converted the percentage of rooting into relevant
proportions within the range 0‒1 and transformed every 0
into 10−6 without altering its biological meaning (con-
versely, a proportion of rooting equal to 1 was never found).
We tested whether our response variable varied according to
predictors while accounting for repeated measures con-
ducted in each sampling plot and study year as crossed
random intercepts. As fixed effects, we included (1) study
area (categorical; reference level: ALNR), (2) rock cover
(continuous, as %), (3) season (categorical; reference level:
spring), (4) soil depth class (categorical; reference level: A1
0–10 cm), (5) perimeter of 6210/6220 habitats patches
(continuous, in metres), (6) woodland cover in a 1100 m
buffer (continuous, as %), (7) distance from the nearest
persistent water source (continuous, in metres), (8) slope
(continuous, as %), (9) three months-cumulative rainfall
(continuous, in millimetres), and (10) one month-
cumulative rainfall (continuous, in millimetres). As we
found high collinearity between the two scales of cumula-
tive rainfall (r= 0.78), we decided to perform two different
models, one considering each cumulative-rainfall scale. We
considered the AICc value of each model (i.e., the Akaike
Information Criterion corrected for small sample size) and
we selected the model with the one month-cumulative
rainfall variable as parameter, i.e. the one with the lower
ΔAICc value (one month-cumulative rainfall ΔAICc=
−10872.8; three months-cumulative rainfall ΔAICc=

−10845). After this selection, we found no substantial
multicollinearity among covariates (r < |0.6|) or predictors
(VIFmean= 2.31, VIFmin= 1.07, VIFmax= 5.8). Covariates
were scaled to improve model convergence and to allow
assessing the relative importance of each predictor.

Statistical analyses were conducted following the
information-theoretic approach, by evaluating multiple
competing a priori hypotheses (model selection; Harrison
et al. 2018). The multi-model selection approach is parti-
cularly recommended whenever multiple hypotheses are
plausible to assess the combination(s) of predictors that best
contribute to support empirical data (Grueber et al. 2011;
Harrison et al., 2018). Through this approach, competing
models are ranked and those receiving the best support are
selected based on the balance between their simplicity and
goodness of fit (Aho et al. 2014). Once a subset of candidate
models is obtained using such criterion, selected models can
be used to predict the measured indicator by estimating the
effects of predictors. Previous studies identified major pre-
dictors potentially influencing wild boar rooting (e.g. den-
sity: Fattorini and Ferretti 2020; rock cover: Ferretti et al.
2021; slope: Ferretti et al. 2021; distances to resources:
Bueno et al. 2009). Therefore, we could not discard any
combination of these explanatory variables in advance, as
all the relevant underlying hypotheses could be meaningful
biologically. Consequently, from the full model, we per-
formed an all-subset model selection to rank and weight all
possible models, each corresponding to the relevant com-
bination of fixed effects. Each model evaluated, as well as
the null, random intercept-only model, could in fact repre-
sent a different a priori hypothesis (Harrison et al. 2018).
We considered the AICc value of each model and its dif-
ference with respect to the model with the lowest AICc
value, i.e., ΔAICc. We were conservative by following the
‘nesting rule’, to avoid retaining overly complex
models (Harrison et al. 2018): we did not select models with
ΔAICc ≥ 2 than the best model (the model with the lowest
AICc value), as well as models with an AICc value greater
than that of any simpler alternative, achieving a set of top-
ranked models. Model weight was standardized within the
subset of selected models. Selected models are reported in
Table S1. We estimated coefficients of predictors, 95%
confidence intervals, and variance of random effects from
the top-ranked, best model. The effects of predictors were
assessed by checking whether 95% confidence intervals of
coefficients overlapped 0. Best models were validated by
checking residual patterns (Zuur et al. 2009). We carried out
model selection and GLMMs through the R packages
MuMIn (Bartoń 2012) and glmmTMB (Brooks et al. 2017),
respectively.

To evaluate the relationship between estimates of rooting
in 6210/6220 habitat patches and wild boar density in the
whole protected area, we calculated linear correlation
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coefficients between estimates of rooting and densities.
Since the wild boar is a seasonally breeding animal with an
oestrus normally occurring in summer and early autumn
(Mauget 1986), we tested the Pearson’s correlations
between summer density estimates and the rooting activity
in 6210/6220 habitats in both spring and summer (i.e., June
and September). For this analysis, we did not consider
autumn (i.e., estimates of rooting in December) and winter
(i.e., rooting in late February-March/mid-April) because
local variations of wild boar densities across seasons (e.g.,
because of delayed reproduction or movements towards
protected areas from unprotected sites during the hunting
season, occurring in October-January, Massei et al. 2011;
Brogi et al. 2022) could make our summer estimates not
representative of densities in the cold period. We first
checked for the bivariate normality of data (Mardia’s mul-
tivariate tests for small samples-corrected skewness, z1, and
kurtosis, z2; June: z1= 3.207, df = 4, p= 0.524;
z2=−0.731 df = 4, p= 0.465; September: z1= 1.420,
df = 4, p= 0.841; z2=−1.303 df = 4, p= 0.193). The
Pearson’s correlations were calculated with R 4.3.1 (R Core
Team 2023).

Results

The percentage of rooted areas ranged seasonally from 3.6
to 19.2% in MPNR, from 1.8 to 6.4% in MRP, and from 1.2
to 11.1% in ALNR (Fig. 2a). Wild boar density was the
highest in MPNR, where it spanned 17.5–22.2 individuals/
km2 (CV: 25–30%), intermediate in MRP (10.5–11.7 indi-
viduals/km2, CV: 15–20%), and the lowest in ALNR
(3.5–9.5 individuals/km2, CV: 37–57%; Fig. 2b).

Three models for spatio-temporal variation of rooting
were selected: all of them included the effects of season,

study area, 1 month-cumulative rainfall, patch perimeter
and forest cover percentage in the buffer; moreover, the best
model included the effect of slope and rock cover, not
included in the second-best (slope) and third-best (rock
cover; Table S1).

In accordance to our prediction (1), a seasonal trend of
rooting was observed, with an increase in the percentage of
rooted soil in autumn and winter in all study areas (Table 2).
A subsequent decrease in the percentage of rooted soil was
observed in the spring-summer period. Prediction (2) con-
firmed an increase in the rooting percentage with the
cumulative rainfall in the previous month (Table 2; Fig. 3).
Prediction (3) confirmed that the rooting intensity increased
with decreasing rock cover and with decreasing slope,
although the effect of the latter was weak, as its 95% CIs
included ‘0’ (Table 2; Fig. 4). Moreover, rooting increased
with increasing percentage of forest cover in the buffer and
patch perimeter (Table 2; Fig. 5). In line with our prediction
(4), rooting was the greatest in MPNR (Table 2; Fig. 2).
Considering rooting surveys conducted in June and Sep-
tember, relevant estimates of rooting showed high and
positive correlations with density estimates (June: r= 0.84,
p= 0.004; September: r= 0.88, p= 0.06; Fig. 6).

Discussion

There is a growing concern about the potential impacts of
increasing densities of wild boar on the conservation status
of vulnerable habitats (Massei and Genov 2004; Barrios-
Garcia and Ballari 2012; Bengsen et al. 2014). Identifying
key-factors influencing wild boar impacts is important to
address specific management actions to mitigate the nega-
tive effects on habitats and species with conservation con-
cern. We analysed factors influencing the spatio-temporal

Fig. 2 a Seasonal estimates of rooting (mean for each season ± SE) and (b) wild boar density estimated in summer (mean for each year ± SE), from
2019 to 2021 in each study area
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variation in indices of wild boar rooting activity on grass-
lands across three Mediterranean protected areas. We
observed that rooting indices (i) peaked in autumn and
winter, (ii) decreased with increasing rock cover, increased
with the percentage of forest in a buffer around the site and
with the cumulative rainfall in the previous month, and (iii)
were positively associated with wild boar density.

Evolutionary processes have led individuals to adapt
their behaviours to biotic and abiotic seasonal changes
(Tauber and Tauber 1981; Mayr 1982). As a result, animal
species have been shown to either modify their food habits
to adapt to seasonal variations of availability of key
resources, or to migrate, following the shifting distribution
of trophic resources (Fryxell and Sinclair 1988). Our results
reflected adaptive strategies of wild boar, consisting of
seasonal dietary changes following variations in food
availability (Herrero et al. 2006; Ballari and Barrios-García
2014; Laguna et al. 2021). Lower rooting indices were

observed in spring and summer: in Mediterranean countries,
these seasons are usually characterised by lower precipita-
tion levels than colder seasons. Dryness is expected to
increase ground hardness, which in turn should make the
soil more difficult to dig. Availability of accessible and
energetic alternative food resources may also limit wild
boar use of grasslands: in late spring-summer, crops con-
stitute a large proportion of the wild boar diet (Herrero et al.
2006), likely contributing to make natural/semi-natural
grasslands less attractive for them. Conversely, autumn and
winter are usually characterised by the highest levels of
humidity and precipitation, making the soil easier to dig
(Hone 1995; Welander 2000; Sandom et al. 2013),
favouring the efficiency of wild boar olfactory sense (Brivio
et al. 2017), and prompting an increase in rooting activity.
Moreover, in autumn-winter, soils are richer in edaphic
fauna due to arthropods surviving the harsh temperatures in
a state of diapause underground (Tauber and Tauber 1981).
These invertebrates represent a significant source of pro-
teins for wild boar females, which have to face winter
pregnancy (Schley and Roper 2003; Wilcox and Vuren
2009). Effects of cumulative rainfall variations on rooting
were supported by our analyses, suggesting two possible,
non-mutually exclusive effects of rainfall. An indirect effect
of rainfall on rooting activity could occur by the increased
rain-dependent soil and vegetation productivity, whereby
wild boar may increase rooting due to higher availability of
rain-mediated food resources. A direct effect of rainfall on
rooting could also occur, as rain would make the soil softer
to dig, thus favouring rooting activity. Potential effects of
rainfall acting at shorter – and more immediate – temporal
scales, e.g., in the previous days/weeks, may not be ruled
out. Longer-term, multi-year studies would be needed to test
for the site-specific effects of inter-annual variations of
precipitation regimes on rooting. For example, in Grosseto
province (where MPNR and MRP are located) 237.3 mm of

Table 2 Parameters estimated
from top-ranked GLMMs
predicting wild boar proportion
of rooted area in sampling plots:
coefficients (B) and 95%
confidence intervals (95% CIs)

Response variable Predictor B coefficient 95% CI

Proportion of rooting Intercept −3.303 −3.613; −2.993*

σ²Year= <0.001 Slope (%) −0.108 −0.245; 0.030

σ²Plot= 0.236 Patch perimeter (m) 0.189 0.053; 0.324*

Woodland % in a 1100 buffer 0.246 0.049; 0.443*

Rock cover (%) −0.103 −0.220; −0.015*

1 month-cumulative rainfall 0.210 0.127; 0.293*

Study area (MRP) 0.501 0.091; 0.911*

Study area (MPNR) 0.954 0.602; 1.306*

Season (summer) −0.266 −0.434; −0.099*

Season (autumn) −0.025 0.231; 0.181*

Season (winter) 0.301 0.128; 0.474*

Variance of random intercepts (σ2) is also shown. Reference category for ’Study area’ is ALNR. Reference
category for ’Season’ is spring. An asterisk marks the coefficients whose 95% CIs do not include 0

Fig. 3 Effect of one month-cumulative rainfall on wild boar rooting,
estimated by GLMMs. Prediction accounts for plot-repeated surveys
and study year as random intercepts, showing the average effect across
the three study areas. Marks along x-axis show the distribution of
observed values for this covariate. Black lines: predicted values. Grey
bands: 95% confidence intervals
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rain were reported to occur in 20 days, in November 2019,
whereas in November 2020 it rained 28.8 mm in 5 days,
which might have influenced the lower rooting activity
recorded in autumn 2020 than in autumn 2019 (data:
Meteorological Service, Province of Grosseto). Under-
standing the relationships between rainfall and rooting
deserves further investigation across multiple temporal
scales.

Protected areas may serve as a refuge for wildlife during
the hunting season (Grignolio et al. 2011; Santilli and
Varuzza 2013; Colomer et al. 2021), which corresponds to
October-January across the landscapes where our study
areas were located. Thus, increased rooting in autumn-
winter might be the result of a seasonal increase in wild
boar use of protected areas to avoid hunting grounds.
However, available information on the “reserve effect” is
limited and contradictory, suggesting that its occurrence and
magnitude are context-dependent (Grignolio et al. 2011;
Santilli and Varuzza 2013; Brogi et al. 2020; Colomer et al.
2021). While our smallest study areas (MPNR and ALNR)

are located in ecological continuity with neighbouring
wooded areas, the MRP is bordered by the sea at its western
side and is surrounded by agricultural and anthropized
landscapes at the other sides. Thus, the potential for wild
boar movements between protected areas and hunting
grounds may differ across our study areas. Since seasonally-
explicit density estimates through faeces counts could be
heavily hampered during rainy seasons such as autumn/
winter (due to accelerated faeces decay, in turn altering
density estimations), data based on GPS telemetry would be
needed to test for the potential of individual movements
across the borders of protected areas in affecting the
environmental impact of wild boar on grasslands during
autumn-winter. Nevertheless, the implementation of popu-
lation control within protected areas during periods of
regular hunting in unprotected grounds may contribute to
reduce wild boar pressure on protected habitats.

Although the regrowth of plants in rooted areas should
be quantified, our results suggest the persistence of rooted
ground at the end of the growing season of vegetation.

Fig. 5 Effects of woodland cover in a 1100 m buffer and 6210/6220
habitat extent (approximated by patch perimeter) on wild boar rooting,
estimated by GLMMs. Predictions account for plot-repeated surveys
and study year as random intercepts, showing the average effect across

the three study areas. Marks along x-axis show the distribution of
observed values for each covariate. Black lines: predicted values. Grey
bands: 95% confidence intervals

Fig. 4 Effects of slope and rock
cover on wild boar rooting,
estimated by GLMMs.
Predictions account for plot-
repeated surveys and study year
as random intercepts, showing
the average effect across the
three study areas. Marks along
x-axis show the distribution of
observed values for each
covariate. Black lines: predicted
values. Grey bands: 95%
confidence intervals

Environmental Management



Suggestively, preliminary work conducted in June in
1 × 1 m sample quadrats deployed on totally rooted patches
of 6210/6220 grasslands, at the end of winter, in MRP and
MPNR, suggested that c. 40–80% of the ground was still
uncovered by vegetation (n= 90 quadrats in 2020–2021,
our unpublished data), which would indicate that the short-
term recovery of grassland was scarce and that rooting in
autumn-winter could impose a significant reduction in space
available for vegetation growth during the following vege-
tative season. However, the potential for medium-to-long-
term vegetation recovery as well as for wild boar rooting to
trigger shifts in the specific composition of plant commu-
nities should be assessed (Burrascano et al. 2015; Genov
et al. 2017).

Our results provide new information on the debated rela-
tionship between rooting intensity and wild boar density.
While several studies showed a positive relationship
(Anderson and Stone 1993; Hone 2002; Sandom et al. 2013),
others did not find support for higher rooting intensity in sites
with greater density of wild boar (Massei et al. 2018; Adams
et al. 2019; Ferretti et al. 2021). We showed that rooting
peaked in the study area with the highest wild boar density,

and provided strong support for a positive correlation between
rooting intensity in spring and summer in 6210/6220 pro-
tected habitat and wild boar density. Availability of alternative
resources and soil characteristics are key-factors influencing
rooting activity (Baubet et al. 2004; Bueno et al. 2009;
Lombardini et al. 2017), expectedly leading to habitat-specific
and season-specific patterns. For example, grassland attrac-
tiveness may be favoured by rainy conditions, whereas it
would be expected to decrease when alternative palatable
resources are highly available (e.g., acorns and beechnuts). A
previous work conducted in sampling plots across all habitat
types in six protected areas (including also our three study
areas) found scarce support for a correlation between rooting
and wild boar density (Ferretti et al. 2021). Therefore, we
suggest that the correlation between rooting and density may
be better investigated by considering a habitat-specific
approach such as that pursued in this study. Moreover we
worked in relatively small protected areas (c. 10–100 km2),
where processes acting at the study area scale may be
expected to influence patterns observed at local scales (i.e.,
habitat patches). Conversely, at larger spatial scales, such as in
larger protected areas, the relationship between overall
population density and rooting intensity may be expected to
be highly influenced by specific factors acting at smaller, local
scales and influencing wild boar attraction to grasslands.
Although autumn and winter densities of wild boar were not
available, we found that rooting indices were the greatest in
the high-density area also in these seasons, suggesting some
degree of consistency in wild boar density.

Rooting indices increased with decreasing rock cover
and, weakly, with slope steepness, confirming previous
findings (Ferretti et al. 2021). Steep and rocky ground can
reduce soil moisture, especially in priority-protected habi-
tats 6210/6220 that are characterised by calcareous sub-
strates, a condition that prevents water retention and favours
rapid percolation, in turn accentuated by steepness (Hone
1995; Olmeda et al. 2019). Moreover, rooting indices
increased with the percentage of nearby woodland cover
and the perimeter of priority habitat patch size, i.e. the
availability of forest-edges. These results are in line with
other studies that showed a preference for marginal/ecotonal
habitats by wild boar due to the coincident availability of
both trophic resources and sheltering sites (Wilson 2004;
Thurfjell et al. 2009; Amici et al. 2012; Fattorini and Fer-
retti 2020; Ferretti et al. 2021; Laguna et al. 2021). Fre-
quently, Thero-Brachipodietes and Festuco-Brometalia
facies host valuable and palatable species such as orchids
and other herbaceous plants, which are expected to further
increase wild boar attraction to grasslands, especially if they
are located close to the woodland edge. Thus, our results
confirm the tendency of wild boar to search for feeding sites
close to forest, suggesting that patches with open habitats
surrounded by woodland are the most vulnerable to rooting.

Fig. 6 Correlation between wild boar density estimated in summer and
rooting percentage in (a) June and (b) September
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Conclusions and Implications for
Conservation

Within its native range, the wild boar has coevolved with
local grasslands and native plants, suggesting that rooting
pressure should not be considered as a threat to habitat
conservation per se. For instance, a recent study has shown
that rooting activity may locally stimulate favourable
habitat conditions for some butterfly species (Labadessa and
Ancillotto 2023). However, several anthropogenic factors
have led to a modification in habitat cover, and influenced
wild boar distribution and abundance (e.g., through artificial
releases, supplemental feeding or by providing highly
energetic food through agriculture) (Barrios-Garcia and
Ballari 2012; Massei et al. 2015), potentially aggravating
the negative consequences of wild boar activity for habitat
conservation. Human activities such as landscape mod-
ifications, changes in land use and livestock management
have influenced semi-natural dry grasslands and, nowadays,
both the abandonment of traditional extensive management
practices and their intensification have been identified as
threats for the conservation of these habitats (San Miguel
2008; Olmeda et al. 2019). Main identified threats include,
among the others, land abandonment and undergrazing,
overgrazing, changes and/or intensification of management
practices, or conversion into arable land or other activities
reducing habitat cover (San Miguel 2008; Olmeda et al.
2019). The increase of wild boar densities at a continental
scale may expose vulnerable environments such as grass-
lands and scrublands to an additive threat (Barrios-Garcia
and Ballari 2012; Massei et al. 2015). By identifying key
seasonal and ecological factors associated with rooting
activity, as well as by providing support to a positive
relationship between wild boar density and habitat-specific
rooting pressure, our study offers insights about potential
wild boar impact on priority protected grasslands. In parti-
cular, management actions would be supported to protect
grassland patches on flat ground surrounded by forest
habitats (e.g., through small fences preventing wild boar
rooting on focal plants or plant groups, where/when fea-
sible), as well as to limit wild boar presence/density and its
attraction to grasslands, in sites and periods where/when
wild boar rooting imposes a threat to vulnerable grasslands
(e.g., through dissuasive and/or control methods, Cromsigt
et al. 2013).

Supplementary information The online version contains supplemen-
tary material available at https://doi.org/10.1007/s00267-024-01952-y.

Acknowledgements We are indebted to G. Ruberti, L. Venturi, and E.
Giunta, for their support to carry out our study. Financial support was
provided by Regione Toscana—Settore Tutela della Natura e del
Mare (RTSTNM)— and by the Maremma Regional Park (MRP); we
are grateful to these Agencies, to Ente Terre Regionali Toscane, and

to the many landowners who allowed us to conduct fieldwork.
Moreover, NF and FF acknowledge the support of NBFC to Univ of
Siena/Department of Life Sciences, funded by the Italian Ministry of
University and Research, PNRR, Missione 4 Componente 2, “Dalla
ricerca all’impresa”, Investimento 1.4, Project CN00000033. We are
grateful to L. Fattorini and C. Pisani, who provided statistical advice
in the planning stage, sampling design and in density estimates.
Special thanks go to D. Nonis, L. Tonini, and to all the staff of
RTSTNM, MRP for their logistic and technical support. We are
grateful to E. Mori, L. Gordigiani, G. Pacini, G. Cassarino and D.
Favilli who participated in field surveys. We thank Rudy Brogi and an
anonymous reviewer who improved the manuscript with valuable
comments.

Author contributions Collected the data in ALNR and MPNR: MC,
CG, LL, GC, LB and OP; collected the data in MRP: NF, LL, LB and
FF; analysed the data: MC, NF and FF; wrote the first draft: MC and
CG; participated in writing: NF and FF; revised and approved the final
manuscript: all the authors; planned and supervised the study: FF.

Fundings This work was funded by Regione Toscana - Settore Tutela
della Natura e del Mare - and by Ente Parco Regionale della Mar-
emma. Open Access Funding provided by University of Siena within
the CRUI‐CARE Agreement. Moreover, NF and FF acknowledge the
support of NBFC to Univ of Siena/Department of Life Sciences,
funded by the Italian Ministry of University and Research, PNRR,
Missione 4 Componente 2, “Dalla ricerca all’impresa”, Investimento
1.4, Project CN00000033. Open access funding provided by Uni-
versità degli Studi di Siena within the CRUI-CARE Agreement.

Compliance with Ethical Standards

Conflict of Interest The authors declare no competing interests.

Open Access This article is licensed under a Creative Commons
Attribution 4.0 International License, which permits use, sharing,
adaptation, distribution and reproduction in any medium or format, as
long as you give appropriate credit to the original author(s) and the
source, provide a link to the Creative Commons licence, and indicate if
changes were made. The images or other third party material in this
article are included in the article’s Creative Commons licence, unless
indicated otherwise in a credit line to the material. If material is not
included in the article’s Creative Commons licence and your intended
use is not permitted by statutory regulation or exceeds the permitted
use, you will need to obtain permission directly from the copyright
holder. To view a copy of this licence, visit http://creativecommons.
org/licenses/by/4.0/.

References

Acevedo P, Farfán MÁ, Márquez AL, Delibes-Mateos M, Real R,
Vargas JM (2011) Past, present and future of wild ungulates in
relation to changes in land use. Landsc Ecol 26:19–31

Adams PJ, Fontaine JB, Huston RM, Fleming PA (2019) Quantifying
efficacy of feral pig (Sus scrofa) population management. Wildl
Res 46:587–598

Aho K, Derryberry DW, Peterson T (2014) Model selection for
ecologists: the worldviews of AIC and BIC. Ecology 95:631–636

Amici A, Serrani F, Rossi CM, Primi R (2012) Increase in crop
damage caused by wild boar (Sus scrofa L.): The “refuge effect”.
Agron Sustain Dev 32:683–692

Anderson SJ, Stone CP (1993) Snaring to control feral pigs Sus scrofa
in a remote Hawaiian rain forest. Biol Conserv 63:195–201

Environmental Management

https://doi.org/10.1007/s00267-024-01952-y
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/


Augustine DJ, McNaughton SJ (1998) Ungulate effects on the func-
tional species composition of plant communities: herbivore
selectivity and plant tolerance. J Wildl Manag 4:1165–1183

Ballari SA, Barrios-García MN (2014) A review of wild boar Sus
scrofa diet and factors affecting food selection in native and
introduced ranges. In Mammal Review (Vol. 44, Issue 2, pp.
124–134). Blackwell Publishing Ltd

Barabesi L, Franceschi S (2011) Sampling properties of spatial total
estimators under tessellation stratified designs. Environmetrics
22:271–278

Barabesi L, Franceschi S, Marcheselli M (2012) A randomized response
procedure for multiple-sensitive questions. Stat Pap 53:703–718

Barasona JA, Carpio A, Boadella M, Gortazar C, Piñeiro X, Zuma-
lacárregui C, Vicente J, Viñuela J (2021) Expansion of native
wild boar populations is a new threat for semi-arid wetland areas.
Ecol Indic 125:107563

Barrios-Garcia MN, Ballari SA (2012) Impact of wild boar (Sus
scrofa) in its introduced and native range: A review. Biol Inva-
sions 14:2283–2300

Bartoń K (2012) MuMIn: multi-model inference. R package version
1.15.6. Available at: https://cran.r-project.org/web/packages/MuMIn

Baubet E, Ropert-Coudert Y, Brandt S (2003) Seasonal and annual
variations in earthworm consumption by wild boar (Sus scrofa
scrofa L.). Wildl Res 30:179–186

Baubet E, Bonenfant C, Brandt S (2004) Diet of the wild boar in the
French Alps. Galemys 16:101–113

Bengsen AJ, Gentle MN, Mitchell JL, Pearson HE, and Saunders GR
(2014) Impacts and management of wild pigs Sus scrofa in
australia. In Mammal Review (Vol. 44, Issue 2, pp. 135–147).
Blackwell Publishing Ltd

Boitani L, Mattei L, Nonis D, Corsi F (1994) Spatial and activity
patterns of wild boars in Tuscany, Italy. J Mammal 75:600–612

Brivio F, Grignolio S, Brogi R, Benazzi M, Bertolucci C, Apollonio M
(2017) An analysis of intrinsic and extrinsic factors affecting the
activity of a nocturnal species: The wild boar. Mamm Biol
84:73–81

Brogi R, Grignolio S, Brivio F, Apollonio M (2020) Protected areas as
refuges for pest species? The case of wild boar. Glob Ecol
Conserv 22:e00969

Brogi R, Merli E, Grignolio S, Chirichella R, Bottero E, Apollonio M
(2022) It is time to mate: population-level plasticity of wild boar
reproductive timing and synchrony in a changing environment.
Curr Zool 68:371–380

Brooks ME et al. (2017) GlmmTMB balances speed and flexibility
among packages for zero-inflated generalized linear mixed
modelling. R J 9:378–400

Brunet J, Hedwall PO, Holmström E, Wahlgren E (2016) Disturbance
of the herbaceous layer after invasion of an eutrophic temperate
forest by wild boar. Nord J Bot 34:120–128

Bueno CG, Jiménez JJ (2014) Livestock grazing activities and wild
boar rooting affect alpine earthworm communities in the Central
Pyrenees (Spain). Appl Soil Ecol 83:71–78

Bueno CG, Reiné R, Alados CL, Gómez-García D (2011) Effects of
large wild boar disturbances on alpine soil seed banks. Basic
Appl Ecol 12:125–133

Bueno CG, Alados CL, Gómez-García D, Barrio I, García-González R
(2009) Understanding the main factors in the extent and dis-
tribution of wild boar rooting on alpine grasslands. J Zool
279:195–202

Bueno CG, Azorín J, Gómez-García D, Alados CL, Badía D (2013)
Occurrence and intensity of wild boar disturbances, effects on the
physical and chemical soil properties of alpine grasslands. Plant
Soil 373:243–256

Burrascano S, Copiz R, Vico ED et al. (2015) Wild boar rooting
intensity determines shifts in understorey composition and func-
tional traits. Community Ecol 16:244–253

Cappa F, Bani L, Meriggi A (2021) Factors affecting the crop damage
by wild boar (Sus scrofa) and effects of population control in the
Ticino and Lake Maggiore Park (North-western Italy). Mamm
Biol 101:451–463

Chen L, Li H, Zhang P, Zhao X, Zhou L, Liu T, Hu H, Bai Y, Shen H,
Fang J (2014) Climate and native grassland vegetation as drivers
of the community structures of shrub-encroached grasslands in
Inner Mongolia. China Landsc Ecol 30:1627–1641

Choquenot D, Ruscoe WA (2003) Landscape complementation and
food limitation of large herbivores: Habitat-related constraints on
the foraging efficiency of wild pigs. J Anim Ecol 72:14–26

Colomer J, Rosell C, Rodriguez-Teijeiro JD, Massei G (2021) Reserve
effect: An opportunity to mitigate human-wild boar conflicts. Sci
Total Environ 795:148721

Côté SD, Rooney TP, Tremblay JP, Dussault C, Waller DM (2004)
Ecological impacts of deer overabundance. Annu Rev Ecol Evol
Syst 35:113–147

Cromsigt JPGM, Kuijper DPJ, Adam M, Beschta RL, Churski M,
Eycott A, Kerley GIH, Mysterud A, Schmidt K, West K (2013)
Hunting for fear: innovating management of human–wildlife
conflicts. J Appl Ecol 50:544–549

Ding Y, Li Z, Peng S (2020) Global analysis of time-lag and -accu-
mulation effects of climate on vegetation growth. Int J Appl Earth
Obs Geoinformation 92:102179

Elledge AE, McAlpine CA, Murray PJ, Gordon IJ (2013) Modelling
habitat preferences of feral pigs for rooting in lowland rainforest.
Biol Invasions 15:1523–1535

Emerson WW (1995) Water retention, organic C and soil texture. Aust
J Soil Res 33:241–251

Fang X, Wu J (2022) Causes of overgrazing in Inner Mongolian
grasslands: Searching for deep leverage points of intervention.
Ecol Soc 27(1):8

Fattorini L (2015) Design-based methodological advances to support
national forest inventories: a review of recent Proposals. iForest
8:6–11

Fattorini L, Ferretti F, Pisani C, Sforzi A (2011) Two-stage estimation
of ungulate abundance in Mediterranean areas using pellet group
count. Environ Ecol Stat 18:291–314

Fattorini N, Ferretti F (2020) Estimating wild boar density and rooting
activity in a Mediterranean protected area. Mamm Biol 100:241–251

Ferretti F, Lazzeri L, Fattorini N (2023) A test of motion-sensitive
cameras to index ungulate densities: group size matters. J Wildl
Manag 87:e22356

Ferretti F, Fattorini L, Sforzi A, Pisani C (2016) The use of faeces
counts to estimate relative densities of wild boar in a Medi-
terranean area. Popul Ecol 58:329–334

Ferretti F, Lazzeri L, Mori E, Cesaretti G, Calosi M, Burrini L, Fat-
torini N (2021) Habitat correlates of wild boar density and rooting
along an environmental gradient. J Mammal 102:1536–1547

Feurdean A, Ruprecht E, Molnar Z, Hutchinson SM, Hickler T (2018)
Biodiversity-rich European grasslands: Ancient, forgotten eco-
systems. Biol Conserv 228:224–232

Foster CN, Barton PS, Lindenmayer DB (2014) Effects of large native
herbivores on other animals. J Appl Ecol 51(Issue 4):929–938

Frignani F, Giallonardo T, Angiolini C, Selvi F (2008) La Flora
vascolare della Riserva Naturale “Monte Penna” (Grosseto,
Toscana meridionale). Webbia 63:81–107

Fryxell JM, Sinclair ARE (1988) Causes and Consequences of
Migration by Large Herbivores. TREE 3:237–241

Genov PV, Focardi S, Morimando F, Scillitani L, and Ahmed A.
(2017) Ecological impact of wild boar in natural ecosystems. In
Ecology, Conservation and Management of Wild Pigs and
Peccaries (pp. 404–419). Cambridge University Press

Grignolio S, Merli E, Bongi P, Ciuti S, Apollonio M (2011) Effects of
hunting with hounds on a non-target species living on the edge of
a protected area. Biol Conserv 144:641–649

Environmental Management

https://cran.r-project.org/web/packages/MuMIn


Grueber CE, Nakagawa S, Laws RJ, Jamieson IG (2011) Multimodel
inference in ecology and evolution: challenges and solutions. J
Evol Biol 24(4):699–711

Habel JC, Dengler J, Janišová M, Török P, Wellstein C, Wiezik M
(2013) European grassland ecosystems: threatened hotspots of
biodiversity. Biodivers Conserv 22:2131–2138

Harrison XA, Donaldson L, Correa-Cano ME, Evans J, Fisher DN,
Goodwin CED, Robinson BS, Hodgson DJ, Inger R (2018) A
brief introduction to mixed effects modelling and multi-model
inference in ecology. PeerJ 6:e4794

Hebblewhite M, White CA, Nietvelt CG, McKenzie JA, Hurd TE,
Fryxell JM, Bayley SE, Paquet PC (2005) Human activity med-
iates a trophic cascade caused by wolves. Ecology 86:2135–2144

Herrero J, García-Serrano A, Couto S, Ortuño VM, García-González R
(2006) Diet of wild boar Sus scrofa L. and crop damage in an
intensive agroecosystem. Eur J Wildl Res 52:245–250

Hone J (1995) Spatial and temporal aspects of vertebrate pest damage
with emphasis on feral pigs. J Appl Ecol 32:311–319

Hone J (2002) Feral pigs in Namadgi National Park, Australia:
dynamics, impacts and management. Biol Conserv 105:231–242

Horčičková E, Brůna J, Vojta J (2019) Wild boar (Sus scrofa)
increases species diversity of semidry grassland: Field experiment
with simulated soil disturbances. Ecol Evolution 9:2765–2774

Kim Y, Cho S, Choung Y (2019) Habitat preference of wild boar (Sus
scrofa) for feeding in cool-temperate forests. J Ecol Environ
43:30

Labadessa R, Ancillotto L (2023) Beauty and the beast: multiple
effects of wild boar rooting on butterfly microhabitat. Biodivers
Conserv 32:1189–1204

Labadessa R, Ancillotto L, Adamo MP, Forte L, Vicario S, Zollo L,
Tarantino C (2023) Echoes of the past: Agricultural legacies
shape the successional dynamics of protected semi-natural dry
grasslands. Sci Total Environ 905:166990

Laguna E, Barasona JA, Vicente J, Keuling O, Acevedo P (2021)
Differences in wild boar spatial behaviour among land uses and
management scenarios in Mediterranean ecosystems. Sci Total
Environ 796:148966

Lombardini M, Meriggi A, Fozzi A (2017) Factors influencing wild
boar damage to agricultural crops in Sardinia (Italy). Curr Zool
63:507–514

Markov N, Pankova N, Morelle K (2019) Where winter rules: Mod-
eling wild boar distribution in its north-eastern range. Sci Total
Environ 687:1055–1064

Massei G, Genov PV (2004) The environmental impact of wild boar.
Galemys 16:135–145

Massei G, Genov PV, Staines BW (1996) Diet, food availability and
reproduction of wild boar in a Mediterranean coastal area. Acta
Theriologica 41:307–320

Massei G, Bacon P, Genov PV (1998) Fallow deer and wild boar pellet
group disappearance in a Mediterranean Area. J Wildl Manag
62:1086–1094

Massei G, Roy S, Bunting R (2011) Too many hogs?: A review of
methods to mitigate impact by wild boar and feral hogs. Hum-
Wildl Interact 5:79–99

Massei G, Coats J, Lambert MS et al. (2018) Camera traps and activity
signs to estimate wild boar density and derive abundance indices.
Pest Manag Sci 74:853–860

Massei G, Genov PV, Staines BW, Gorman ML (1997) Factors
influencing home range and activity of wild boar (Sus scrofa) in a
Mediterranean coastal area. J Zool 242:411–423

Massei G, Kindberg J, Licoppe A, Gačić D, Šprem N, Kamler J,
Baubet E, Hohmann U, Monaco A, Ozoliņš J, Cellina S, Pod-
górski T, Fonseca C, Markov N, Boštjan P, Rosell C, Náhlik A
(2015) Wild boar populations up, numbers of hunters down? A
review of trends and implications for Europe. Pest Manag Sci
71:492–500

Mauget R (1986) Seasonality of reproduction in the Wild boar. In:
Cole DJA, Foxcroft GR, editors. Control of Pig Reproduction.
London: Butterworths. pp. 509–526

Mayle BA, Peace AJ, Gill RMA (1999) How many deer? A field guide
to estimating deer population size. Edinburgh, United Kingdom:
Forestry Commission

Mayr E (1982) Speciation and macroevolution. Evolution
36:1119–1132

Mohr D, Cohnstaedt LW, Topp W (2005) Wild boar and red deer
affect soil nutrients and soil biota in steep oak stands of the Eifel.
Soil Biol Biochem 37:693–700

Olaff H, Ritchie ME (1998) Effects of herbivores on grassland plant
diversity. TREE 13:261–265

Olmeda C, Šefferová V, Underwood E, Millan L, Gil T, Naumann S.
(2019). EU Action plan to maintain and restore to favourable
conservation status the habitat type 6210 Semi-natural dry
grasslands and scrubland facies on calcareous substrates (Festuco
Brometalia) (*important orchid sites). European Commission
Technical Report XXXX-20

Palacio S, Bueno CG, Azorίn J, Maestro M, Gómez-Garcίa D (2013)
Wild boar disturbance increases nutrient and C stores of geo-
phytes in subalpine grasslands. Am J Bot 100(9):1790–1799

R Core Team (2023) R: A Language and Environment for Statistical
Computing. R Foundation for Statistical Computing, Vienna,
Austria. https://www.R-project.org/

Ripple WJ, Newsome TM, Wolf C, Dirzo R et al. (2015) Collapse of
the world’s largest herbivores. Sci Adv 1(4):e1400103

San Miguel A (2008) Management of Natura 2000 habitats.
6220 *Pseudo-steppe with grasses and annuals of the Thero-
Brachypodietea. European Commission. 6220 Pseudo-steppe
with grasses and annuals (Thero-Brachypodietea)

Sandom CJ, Hughes J, Macdonald DW (2013) Rooting for rewilding:
Quantifying wild boar’s Sus scrofa rooting rate in the scottish
highlands. Restor Ecol 21:329–335

Santilli F, Varuzza P (2013) Factors affecting wild boar (Sus scrofa)
abundance in southern Tuscany. Hystrix 24:169–173

Schley L, Roper TJ (2003) Diet of wild boar Sus scrofa in Western
Europe, with particular reference to consumption of agricultural
crops. Mammal Rev 33:43–56

Singer FJ (1981) Wild Pig Populations in the National Parks. Environ
Manag 5:263–270

Singer FJ, Swank WT, Clebsch EEC (1984) Effects of Wild Pig
Rooting in a Deciduous Forest. J Wildl Manag 48:464–473

Tälle M, Deak B, Poschold P, Valko O, Westerberg L, Milberg P
(2016) Grazing vs. mowing: A meta-analysis of biodiversity
benefits for grassland management. Agriculture, Ecosystems &
Environment 222:200–212

Tauber CA, Tauber MJ (1981) Insect seasonal cycles: genetics and
evolution. Ann Rev EcoL Syst 12:281–308

Thurfjell H, Ball JP, Åhlén PA, Kornacher P, Holger D, Sjöberg K
(2009) Habitat use and spatial patterns of wild boar Sus scrofa
(L.): Agricultural fields and edges. Eur J Wildl Res 55:517–523

Tierney TA, Cushman JH (2006) Temporal changes in native and exotic
vegetation and soil characteristics following disturbances by feral
pigs in a California grassland. Biol Invasions 8:1073–1089

Tomppo E, Gschwantner LM, McRoberts R, 2010, National forest
inventories: pathways for common reporting. Springer, Heidel-
berg, Germany, pp. 612

Tong C, Wu J, Yong S, Yang J, Yong W (2004) A landscape-scale
assessment of steppe degradation in the Xilin River Basin, Inner
Mongolia, China. J Arid Environ 59:133–149

Viciani D, Gonnelli V, Gottschlich G (2013) Notulae sulla flora del
Parco Nazionale delle Foreste Casentinesi, Monte Falterona e
Campigna (Appennino tosco-romagnolo): approfondimenti su
alcuni campioni critici dell’erbario Zangheri. Quad Stud Nat
Romagna 37:29–34

Environmental Management

https://www.R-project.org/


Welander J (2000) Spatial and temporal dynamics of wild boar (Sus
scrofa) rooting in a mosaic landscape. J Zool 252:263–271

Wilcox JT, Vuren DHV (2009) Wild pigs as predators in oak wood-
lands of California. J Mammal 90:114–118

Wilson CJ (2004) Rooting damage to farmland in Dorset, southern
England, caused by feral wild boar Sus scrofa. Mammal Rev
34:331–335

Wirthner S, Frey B, Busse MD, Schütz M, Risch AC (2011) Effects of
wild boar (Sus scrofa L.) rooting on the bacterial community
structure in mixed-hardwood forest soils in Switzerland. Eur J
Soil Biol 47:296–302

Zuur AF, Ieno EN, Walker NJ, Saveliev AA, Smith GM (2009).Mixed
effects models and extensions in ecology with R. New York, New
York: Springer

Environmental Management


	Seasonal and Ecological Determinants of Wild Boar Rooting on Priority Protected Grasslands
	Abstract
	Introduction
	Materials and Methods
	Study�Areas
	Rooting Estimates
	Faeces Counts for Density Estimates
	Environmental Predictors
	Statistical Analyses

	Results
	Discussion
	Conclusions and Implications for Conservation
	Compliance with Ethical Standards

	ACKNOWLEDGMENTS
	References




