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• The combination of thinning and
resprouter plantation improved eco-
system functions.

• Moderate thinning suffices to enhance
individual aboveground attributes.

• Plantation of resprouter species helps to
maximize ecosystem services.

• Ecosystem responses to management
are driven by aboveground but not be-
lowground attributes.
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Post-fire regeneration in Pinus halepensis' forests, one of the most abundant vegetation types in the Mediterra-
nean basin, often generates overstocked and vulnerable stands. They accumulate a high fuel load, increasing
the risk of further fires, and present high levels of vulnerability due to their reduced seed production. In addition,
these dense stands substantially reduce the availability of light and nutrients, whichmay hinder the recruitment
of other species, often generating mono-specific and homogeneous stands, which potentially supply fewer eco-
system services than mixed forests with more heterogeneous structures. In these dense pine stands, manage-
ment is of high priority to reduce fire hazards and promote their functionality. In overstocked pine stands
(>75,000 trees·ha−1), we assessed the long-term effects (10 years) of two thinning levels (600 and 1200
trees·ha−1), in combination with the plantation ofQuercus faginea (a resprouter species typical of advanced suc-
cessional stages in our study area) on 28 above and belowground ecosystem attributes, including fire hazard.
After ten years, thinning and plantation interacted to enhance ecosystem attributes associated with disturbance
regulation and biodiversity conservation (up to 200%) and food production (up to 90%), while no effectswere ob-
served on those attributes related to carbon sequestration and supporting services. These effects were mainly
driven by aboveground attributes, as they responded more strongly to our treatments than those belowground.
Our results are relevant for the restoration of Mediterranean degraded ecosystems, and show that tree thinning
in overstocked pine stands, combined with the plantation of resprouter species, may not only reduce fire risks
and accelerate post-fire succession but also enhance the supply of multiple ecosystem services in the long run.
© 2021 The Authors. Published by Elsevier B.V. This is an open access article under the CC BY-NC-ND license (http://

creativecommons.org/licenses/by-nc-nd/4.0/).
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1. Introduction

Wildfires are one of the most important disturbances shaping eco-
system structure and functioning (Keeley et al., 2012; Whitman et al.,
2019). In theMediterraneanbasin, wildfires have occurred formillennia
and are an inherent driver of ecological processes (Scott et al., 2014). In
recent decades, however, land use (crop abandonment) and climatic
changes (increasing aridity) have shifted fire regimes towardsmore fre-
quent and larger fire events (Duane et al., 2021; Pausas and Fernández-
Muñoz, 2012), which could compromise ecosystem resilience and func-
tioning (Blondel and Aronson, 1995). In this context, it may be more
pragmatic to shift management targets from fire suppression towards
an integrated approach joining fire prevention and the promotion of
more resilient landscapes (Moreira et al., 2020).

Pinus halepensis is an autochthonous species from theMediterranean
basin (Quézel, 2000). Presently, it is one of the most abundant species in
this region favored, in part, by its ability to colonize abandoned crop
fields and its past use in massive reforestation plans (Le Houerou,
2000; Maestre and Cortina, 2004). After a fire, P.halepensismay regener-
ate massively from seeds- protected and released from serotinous cones
(Daskalakou and Thanos, 1996), often leading to extremely dense
(overstocked) and even-aged pine stands that hinder individuals' devel-
opment and increase fire risk (Le Houerou, 1974; Pausas et al., 2004a,
2004b). These dense, homogeneous, andmonospecific stands are vulner-
able tofire and other environmental disturbances (Bauhus et al., 2017). A
second fire in this stagnant state is tied to high fire severities and local
pine extinctions by immaturity risk (Baeza et al., 2007; Verkaik and
Espelta, 2006). These stands, in addition, are probably less functional
and host low species richness and, therefore, are a prior target in ecolog-
ical management and restoration plans in the Mediterranean area.

Although these dense pine stands could eventually undergo self-
thinning in the long run, their slow successional dynamics, together
with their vulnerability to further fires and droughts, call for their active
management to foster more desirable ecosystem stages. According to
the ecosystem type and the goals intended to reach, different restora-
tion activities (e.g. clearing, prescribed fires, thinning) are applied to
manage these dense pine stands, among which tree thinning is the
most usually recommended in order to reduce fuel load and enhance
tree growth and stand heterogeneity (Agee and Skinner, 2005;
Mitchell et al., 1983). Yet, our knowledge regarding the effectiveness
of tree thinning is incomplete (Agee and Skinner, 2005; Moreira et al.,
2011). Tree thinning may allow the establishment of less-flammable
communities by reducing competition and allowing late-successional
species to germinate and establish (Agee and Skinner, 2005; Baeza
et al., 2003; Fernández and Vega, 2016). Besides, reduced competition
may enhance pine trees' growth and seed production (González-
Ochoa et al., 2004; Verkaik and Espelta, 2006). Furthermore, forests de-
liver multiple services to humans, ranging from the production of raw
materials and regulation of water flow to soil protection and biodiver-
sity conservation (Brockerhoff et al., 2017; Gamfeldt et al., 2013), and
tree thinningmay have contrasting effects on the supply of these multi-
ple services. For example, tree thinning may increase tree size and un-
derstory diversity, enhancing the provision of habitat for fauna (Boch
et al., 2013; Cruz-Alonso et al., 2019). However, thinning could also re-
duce the inputs of organic matter into the soil, due to reductions in
litterfall and worsened microclimatic conditions (Wic Baena et al.,
2013). The balance between the latter and enhanced tree growth may
thus lead to either positive or negative effects on carbon sequestration
(Grady and Hart, 2006; Jandl et al., 2007; Lopez-Serrano et al., 2006).
Hence, to better understand the effectiveness of tree thinning in en-
hancing forest functioning, we need to address its effects on multiple
ecosystem functions and services. Besides, we need to do so over long
periods, as often recommended to properly evaluate the success of
any ecological restoration or management practice (Dwyer et al.,
2010; Gavinet et al., 2015; Jiménez and Navarro, 2016; Ruiz-Jaen and
Aide, 2005; SER, 2004).
2

In addition to tree thinning, the introduction of resprouter spe-
cies is often implemented as a post-fire restoration technique to en-
hance ecosystem resilience due to their ability to survive and
regenerate after the fire (Vallejo and Alloza, 1998; Gavinet et al.,
2016; Santana et al., 2018). Resprouter species are typical of late-
successional stages and thus their reintroduction increases diversity
in monospecific stands and accelerates secondary succession. The in-
troduction of resprouter species can also enhance the supply of addi-
tional ecosystems services in forests, as they provide food and
shelter to animals and may help to generate multi-species and het-
erogeneous stands (Cavard et al., 2011; Curt et al., 2013; Jactel and
Brockerhoff, 2007). Resprouter species also have positive impacts
on carbon storage, soil fertility, and nutrient cycling (e.g., López-
Poma and Bautista, 2014; Maestre et al., 2009) and could thus bal-
ance out the potentially negative effects of tree thinning in these
ecosystem attributes. Despite their complementarities and potential
synergistic effects, fire prevention management (via tree thinning)
and post-fire restoration (via the introduction of resprouter shrubs
and trees) have typically been studied in isolation and with a differ-
ent focus (short-term fuel reduction for the former, long term
improvement of productivity, increase ecosystem resilience and di-
versity for the latter). In addition, the success of the introduction of
these resprouter species can be enhanced if competition diminishes
with tree thinning. Therefore, studying the combined effect of these
two complementary strategies as integrated fire management may
help to foster multifunctional landscapes at the same time that fire
risk is minimized (Gavinet et al., 2016; Santana et al., 2018;
Valdecantos et al., 2009).

Here, we assessed the long-term effects (10 years) of two thin-
ning levels (600 trees·ha−1 and 1200 trees·ha−1) and plantation
of a resprouter species (with and without plantation), within
overstocked pine stands (>75,000 trees·ha−1), on ecosystem ser-
vices (biodiversity conservation, carbon sequestration, ecosystem
resilience, food production, and supporting services) summarizing
28 above and belowground ecosystem attributes. These treatments
aimed to i) reduce fire hazards and the vulnerability of the stands,
and ii) increase the provision of ecosystem services and ecosystem
functioning. We hypothesized that the combination of thinning and
plantation of resprouter species will have positive effects on both
above- and below-ground forests attributes, reduce fire risk and in-
crease the supply of ecosystem services.

2. Material and methods

2.1. Study area

The study area is located in South-eastern Spain.Within this area, we
selected threewildfires that had occurred during the summer of 1994 in
areas of similar soil, climatic and pre-fire vegetation characteristics. We
selected three sites (Table S1) with a burned surface of more than five
hectares distributed in the Mariola (38°43′N, 0°24′W) and Benicadell
(38° 49′N, 0°24′W) mountain ranges. Site altitudes range from 500 to
800mabove sea level, and the climate is dry sub-humidMediterranean.
Mean annual temperatures range from 13.1–16.5 °C and mean annual
rainfall from 450 to 700 mm (Table S1). Bedrock is limestone and soils
are Calcaric Cambisol. Before the fire, the vegetation consisted of a ma-
ture Aleppo pine (P. halepensis) forest, which is commonly character-
ized by tree densities of 1672 ± 1333individuals·ha−1, (Moghli et al.,
unpublished data). Currently, the vegetation is a homogeneous and
dense young pine forest (26 years) with a high-density regeneration
of pine (75,000–220,000 trees·ha−1). Beneath the tree layer, there is a
senescent shrubland layer dominated by obligate seeder species such
as Ulex parviflorus, Rosmarinus officinalis, and Cistus albidus. There are
also a few small isolated individuals of woody resprouting species
such as Quercus coccifera, Juniperus oxycedrus, Pistacia lentiscus, and
Quercus ilex.
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2.2. Experimental design

In autumn/winter 2009, we experimentally reduced tree density by
thinning (two levels: 600 and 1200 trees·ha−1) and planted a
resprouter species (Quercus faginea; 300 seedlings·ha−1 vs no planta-
tion) following a full-factorial design with four 0.5 ha plots (N = 12; 4
treatment combinations × 3 sites). In addition to these treatments, we
left three 0.5 ha plots unmanaged as a control, with the original pine
density (75,000–220,000 trees·ha−1, Table S1) and without plantation.
Pine density was reduced first with a tractor equipped with a vertical-
axle chain drive that chopped vegetation and left it on the soil as
mulch. The tractor created corridors that facilitated a posterior manual
clearing until the desired density was achieved. In addition to pines,
other seeder shrubs species like Ulex parviflorus, Cistus albidus, and
Rosmarinus officinaliswere also removed. When possible, the few indi-
viduals of resprouting species present were left standing due to their
keystone role in these ecosystems (e.g., Cortina et al., 2011). The planta-
tion was performed immediately after thinning. The planting holes
(30·30·30 cm) for introducing Q. faginea were dug mechanically by a
tractor supplemented with a backhoe. Seedlings introduced were two
years old and produced in a nearby forest nursery (Basal diameter:
mean = 3.53 cm; SD = 0.82). Plantation of additional resprouter spe-
cies was not considered in this study, as individuals of other resprouter
species of interest (Q. ilex, Q. coccifera, P. lentiscus, and J. oxycedrus) were
already present in the area.

2.3. Field sampling and laboratory analysis

In Spring 2019, twenty-five years after the fire and ten years
after management, we measured 28 vegetation and soil attributes
(hereafter above- and belowground attributes) at each plot.
These attributes are linked to biodiversity conservation, capacity
to capture carbon (either on woody biomass or into the soil), resis-
tance and resilience to further fires, food production (forage for
livestock or wild animals, potential production of honey), or the ca-
pacity to capture, store and recycle nutrients (see Table 1 and text
below for details).
Table 1
Summary of the variables measured and included in the calculation of the related ecosystem s

Ecosystem service Variable measured

Biodiversity conservation Plant species richness
Habitat complexity

Carbon sequestration Arboreal live biomass
Shrub live biomass
Organic carbon

Disturbance regulation Richness of resprouter shrubs
Abundance of resprouter shrubs
Arboreal dead biomass

Dead shrub biomass

Dead fuel bulk density

Percentage of dead biomass

Vertical continuity
Food production Beekeeping potential

Herbaceous biomass
Supporting Litter

Available phosphorus
Total oxidized nitrogen
Total ammonium
Potential nitrogen mineralization
Acid phosphatase
Beta glucosidase

Other pH
Electrical Conductivity

3

2.3.1. Aboveground attributes
We assessed plant cover across three 30m-long transects, parallel to

each other and separated by 5 m, within each plot. Using the point-
intersect method (Greig-Smith, 1983), we recorded each species con-
tact every 20 cm with a graduated metal rod (3 mm diameter) (150
points per transects with a total of 750 points per plot). These measure-
mentswere also used to i) calculate species richness, ii) estimate the po-
tential of beekeeping from literature about the honey production value
of each species (Mateu, 2016; Sanchís et al., 1992), and iii) calculate
habitat complexity (an index related to habitat provision for birds, liz-
ards, and mammals, using the cover of different vegetation strata and
litter (Val et al., 2017). The effect of treatments on the natural coloniza-
tion of resprouting specieswas assessed bymeasuring their density and
richness within one 10·10 m subplot in each plot. In the same 10·10 m
subplots, we measured the arboreal biomass (P. halepensis) estimated
from allometric equations using the basal stem diameter (Baeza and
Santana, 2015). Understory biomass was measured in six 1·1 m quad-
rats per treatment (two quadrats per transect) selected randomly,
where all vegetation and litter were harvested. In the control plot,
P. halepensis biomass was also assessed in these six quadrats because
of the high individuals' density. In the laboratory, the clipped material
was separated into dead and living biomass, and into woody and herba-
ceous biomass. Samples were then oven-dried at 80 °C for 48 h and
weighed. Dead biomass and the vertical cover were used to calculate
(i) the vertical fuel discontinuity as the gap (cm) between the under-
story and canopy layers, which is linked to the vulnerability of the
ecosystem to further fires (Sánchez-Pinillos et al., 2019), and (ii)
the dead fuel bulk density (DFBD) as a flammability indicator (i.e.
the height of shrub (m)/dead biomass (g.·m−2) (Fernandes and
Cruz, 2012; Santana et al., 2011). In addition, we calculated the per-
centage of dead biomass (pDB) within each plot regarding the total
biomass.

2.3.2. Belowground attributes
Five soil samples (top 5 cm) were collected within each study plot.

Herbs, litter, and woody debris were removed before collecting soil
samples. Soil samples were air-dried and sieved (<2 mm) before the
ervices.

Above/belowground Included in the calculation?

Aboveground Yes
Yes

Aboveground Yes
Yes

Belowground Yes
Aboveground Yes

Yes
No, highly correlated to total dead biomass
already included in disturbance regulation service
No, highly correlated to total dead biomass
already included in disturbance regulation service
No, highly correlated to total dead biomass
already included in disturbance regulation service
No, highly correlated to total dead biomass
already included in disturbance regulation service
Yes

Aboveground Yes
Yes

Aboveground Yes
Belowground Yes

Yes
Yes
Yes
Yes
Yes

Belowground No
No
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analyses. In a mixture of soil: deionized water (1:5), the soil pH and
electrical conductivity (EC) weremeasured. Soil organic Cwas analyzed
using the loss-on-ignition method (Davies, 1974). The enzymatic activi-
ties β-glucosidase and acid phosphatase related to the cycling of C and P
were analyzed following the procedure described by Tabatabai (1994).
The total oxidized nitrogen (TON; nitrates + nitrites) and total ammo-
niumwere analyzed following (ISO, 1998). Potential nitrogenmineraliza-
tion (PNM) was assessed following Stanford and Smith (1972).

2.3.3. Ecosystem services
After removing those highly correlated to others (r > 0.7; Fig. S1,

Table 1), we re-organized the 28 above- and belowground ecosystem
attributes measured into five categories of ecosystem services:
i) carbon sequestration: woody biomass and soil organic carbon, as
the main carbon pools in terrestrial ecosystems (Heimann and
Reichstein, 2008), ii) biodiversity conservation: plant species richness
andhabitat complexity (linked to the diversity of vertebrate animals, in-
sects and belowground biota; Scherber et al., 2010; Val et al., 2017), iii)
food production: beekeeping potential and herbaceous biomass (as an
indicator of forage available for both livestock and wild herbivores),
iv) disturbance regulation: resprouter abundance and dead fuel bio-
mass, related to the vulnerability of ecosystems to further fires and
their capacity to regenerate after fire (the inverse of dead fuel biomass
was used, so higher values mean less vulnerability and therefore higher
disturbance regulation services), and v) supporting services: litter bio-
mass, available phosphorus, β-glucosidase, acid phosphatase, TON,
and total ammonium. All variables were standardized between 0 and
1 to equally weigh the influence of each variable on the supply of each
related service, and also to obtain comparable coefficients in the statis-
tical analyses described below. Then, we obtained an overall mea-
surement of ecosystem functioning using a multifunctionality
index summarizing these five services into a single metric. The
multifunctionality index was calculated as the Gini-Simpson diversity
index (Simpson, 1949; Eq. (1)) using the function ‘diversity’ of the
vegan package in R (Oksanen et al., 2019). Thismetric considers the num-
ber of ecosystem services, their supplies, as well as the balance between
them, and avoid the overestimation if a plot supplies only few, but very
high levels of ecosystem services (Hölting et al., 2019).

Geni Simpson Diversity Index ¼ 1−∑
N

i¼1
Pi2 ð1Þ

(N = total number of ecosystem services (5); pi = the supply of each
ecosystem service (i) proportionally to the supply of all ecosystem ser-
vices in the plots).

Alternatively, we also calculated the multifunctionality index using
the averaging approach, as the mean of the five ecosystem services
(see Maestre et al., 2012 for a related approach). Since the results
from the latter were very similar to those presented here (r = 0.82;
P < 0.0001), we do not discuss them further.

2.4. Statistical analysis

Due to the nature of our experimental design, we assigned each
treatment combination as a different level in a single factor (5 levels
or treatment-types in total): i) control-unthinned (untreated), ii)
thinned to 1200 trees·ha−1 without plantation (1200), iii) 1200
trees·ha−1 + plantation of resprouter species (1200 + P), iv) 600
trees·ha−1 without plantation (600), and v) 600 trees·ha−1 with plan-
tation of resprouter species (600 + P). One-way analysis of variance
(ANOVA) with treatment (5 levels, with transects as pseudo-replicate
for the variables, assessed using three transects per plot) as the sole pre-
dictor were performed for each of the measured variables individually,
and for those ecosystem services to which they were related. Kruskal-
Wallis one-way analyses of variance on ranks were performed when
the ANOVA assumptions were not reached. Tukey and Dunn's post-
4

hoc tests were respectively performed in case of significant differences
(P < 0.05) in parametric and non-parametric analysis to compare be-
tween the different treatments.

In addition, to identify the collective effect of treatments on all
belowground (all soil properties) and aboveground attributes (all vegeta-
tion variables), a Permutational Multivariate Analysis of Variance
(PERMANOVA) was carried out using the adonis function from vegan
package implemented with 1000 permutations (Oksanen et al., 2019).
The same analysis was also carried out to assess the effect of treatments
on species composition (using data from the point-intercept transects).
To compare the influence of abundant or rare species in the compositional
responses, we compared PERMANOVA results using raw cover data (and
therefore accounting mainly for changes in the most abundant species)
and using 4th-root transformed-data (i.e., almost presence/absence
data, and therefore giving equal weight to changes in rare or abundant
species). In both cases (common species only, or common+ rare), we vi-
sualized the overall dissimilarity in species composition among treat-
ments by using a non-metric multidimensional scaling (NMDS) using a
Bray-Curtis dissimilarity distance. Vectors of plant species were fitted in
the NMDS ordination using the envifit function implemented with 1000
random permutation. The later provides the directions of vectors, their
amount of variance explained (R2), and their significance (P). All analyses
were done using R software version 3.5.2 (R Core Team, 2017).

3. Results

3.1. Tree thinning, more than plantation of resprouter species, enhances
individual aboveground ecosystem attributes

Thinning and plantation of Quercus faginea affected aboveground at-
tributes in different ways (Fig. 1, Table 2, Fig. S2, Tables S2–S5). Com-
pared with untreated plots, all treatments increased herbaceous
biomass (ANOVA: F4,44 = 3.03, P < 0.05) while reduced arboreal living
biomass (Kruskal-Wallis: χ2 = 9.12, P < 0.05), arboreal dead biomass
(χ2 = 9.05, P < 0.05), dead fuel bulk density (χ2 = 9.11, P < 0.05), and
the percentage of dead biomass (χ2 = 9.72, P < 0.05). In addition,
excepting the 1200 + P treatment, all treatments increased species
richness up to 65% (F4,44 = 5.40, P < 0.05) and habitat heterogeneity
(F4,44 = 5.45, P < 0.05). Our treatments also changed significantly
species composition with respect to the control, unthinned plots
(Fig. S3, Tables S6–S8), but showed no differences between them.
Whereas control plots were strongly dominated by P. halepensis, all
thinned plots showed a more balanced species composition, with spe-
cies typical of the Mediterranean basin. These compositional changes
were caused both by changes in the abundance of common and rare spe-
cies in response to our treatments (Figs. S3 and S8). The 1200 + P treat-
ment increased resprouters' richness up to 54% (F4,44 = 4.42, P < 0.05)
and 600 + P increased vertical fuel discontinuity (F4,44 = 3.53, P < 0.05).

Contrarily to aboveground attributes, thinning and plantation of
Quercus faginea had no effects on belowground attributes compared
with untreated plots (Fig. 2, Tables 2 and S9). The PERMANOVA analysis
confirmed these results and showed that our treatments induced signif-
icant changes on aboveground attributes overall (P < 0.01) while did
not show significant effects on belowground attributes (Table 2). In
general, we did not observe significant differences between our differ-
ent thinning and plantation treatments, but only between those and
the untreated plots. Therefore, looking at each ecosystem attribute indi-
vidually, our results suggest that thinning to 1200 trees · ha-1 would be
the most efficient restoration technique to enhance forest functioning.

3.2. The combined effect of tree thinning and plantation of resprouter
species enhance ecosystem services

When looking at the five ecosystem services instead of the individ-
ual attributes, our results regarding the different restoration treatments
changed substantially. Two out of five ecosystem services were affected



Fig. 1. Mean (±SE, N = 15) of aboveground attributes. Different letters mean significant differences according to our one-way ANOVA and no letters means that no significant differences were found in between the different treatments.
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Table 2
Results of the Permutational Multivariate Analysis of Variance, showing the effects of treatments on overall above and belowground attributes. Df = degrees of freedom, SS = sum of
squares (type III), R2 = variance explained by the model, F = pseudo-F.

Aboveground attributes Belowground attributes

Df SS R2 F P-value Df SS R2 F P-value

Treatments 4 0.821 0.261 3.540 0.001 4 0.260 0.362 1.420 0.108
Residual 40 2.320 0.739 10 0.457 0.638
Total 44 3.141 1 14 0.717 1
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by the combination of both tree thinning andplantation of a resprouting
species (Fig. 3, Tables S10 and S11). This suggests that the non-
significant changes observed for individual attributes summed up to
significant differences when pooling these functions. Specifically, this
is the case of functions related to food production and disturbance reg-
ulation services (compare 1200 and 600 vs 1200 + P and 600 + P in
Fig. 3). Plots with plantation of Quercus faginea showed the highest
values of disturbance regulation (up to 2 times higher) compared with
untreated plots (F = 3.68, P < 0.05), and only those plots with the low-
est tree density and plantation of resprouter species (600 + P) signifi-
cantly enhanced food production (up to 90%) regarding untreated
plots (F = 2.62, P < 0.05). It is worth noting that after 10 years, the sur-
vival of planted Quercus faginea was 37% and 42%, and the growth of
basal diameter was 0.57 ± 0.07mm·year−1 and 0.44 ± 0.05mm·year-
1 within 600 and 1200 trees · ha-1, respectively, with no significant dif-
ference between these two levels of thinning (Fig. S4). Compared to un-
treated plots, all treatments increased up to 2 times biodiversity
conservation (F = 8.58, P < 0.05); they also increased ecosystem
multifunctionality, although this increase was only marginally signifi-
cant (χ2=8.23, P < 0.08). However. no effects were observed on carbon
sequestration and supporting services.

4. Discussion

Overstocked pine stands are fire-prone and low functioning ecosys-
tems, and therefore managing them to reduce fire risk and enhance
multifunctionality is of high priority (Agee and Skinner, 2005). Herein,
we show which attributes, and their related ecosystem services are en-
hanced by tree thinning and resprouter plantation 10 years after their
application.We found that tree thinning to 1200 trees · ha-1may suffice
to enhance many ecosystem attributes of interest, but that only the
combination of thinning and plantation of resprouter species (Quercus
faginea) may be able to maximize disturbance regulation (including
fire risk control) and food production services in the long run. Therefore,
combining these two restoration techniques, often applied individually,
might be a suitable integrated management to redirect dense pine for-
ests towards mixed forests, often reported as more functional and less
vulnerable (Pretzsch and Forrester, 2017). Multifunctionality as a
whole did not change significantly in response to our treatments, per-
haps due to the contrasting responses of the different functions to
such treatments. However, the ecosystem services of biodiversity con-
servation, food production, and disturbance regulation were enhanced
by, at least, one of the treatments, with their highest values observed
within the combination of thinning (600 trees·ha−1) + plantation of
Quercus faginea seedlings (Fig. 3). In general, the observed effects
were caused by changes in aboveground attributes, as they responded
more strongly to the treatments than those belowground.

Thinning to 1200 trees·ha−1 suffice to enhance individual (above-
ground) ecosystem attributes…

Our results show that reducing pine density may allow, as expected,
the establishment of new species due to lower competition levels, or be-
cause of the higher availability of light and nutrients (Agee and Skinner,
2005; Fernández and Vega, 2016). All treatments increased the number
of species, excepting the 1200 + Plantation, and induced significant
changes in species composition compared to untreated plots after
10 years, while no difference was observed between them (Fig. S3,
6

Tables S6 and S7). These results suggests that our treatments may redi-
rect overstocked pines towards more diverse and even communities
(Fig. S3). It is noteworthy that the observed increase of species richness
was the result of the establishment of native species typical of Mediter-
ranean ecosystems, and not caused by the invasion of exotic species, as
also observed in previous studies focused on the effects of pine tree
thinning in Mediterranean environments (González-Ochoa et al.,
2004; Jiménez and Navarro, 2016; Manrique-Alba et al., 2020; Ruano
et al., 2013; Verkaik and Espelta, 2006). In addition to the effects on
plant composition, canopy opening and breaking the homogeneity of
vegetation via tree thinning enhanced habitat heterogeneity (Fig. 1,
Tables S2 and S4), which may provide a greater range of habitat for an-
imals (Val et al., 2017). Increasing species richness and habitat hetero-
geneity is of special importance for ecosystems in terms of
biodiversity preservation (both the number of species and the diversity
of functional traits) and may have large consequences on ecosystem
multifunctionality due to the oft-reported positive biodiversity-
functioning relationships in woodlands (Jucker et al., 2014; Liang
et al., 2016; but see van der Plas, 2019), and the positive effects of het-
erogenous forest structure on ecosystem multifunctionality (Felipe-
Lucia et al., 2018; Pretzsch and Forrester, 2017).

The differences between the two levels of thinning were undetect-
able 10 years after their application for many of themultiple ecosystem
attributesmeasured. The samewas found for the survival and growth of
the introduced Quercus faginea seedlings (Fig. S4) which are similar to
those found for the same species elsewhere (Gavinet et al., 2015). This
result suggests very similar effects of thinning to 1200 vs 600
trees·ha−1. The difference between these two thinning treatments,
however, could be accentuated over the following years, when remnant
trees develop further and begin to compete for resources. For example,
Manrique-Alba et al. (2020) found that the effects of moderate thinning
on tree growth and drought response started to fade after 20 years. Fur-
thermore, we should mention that heavy thinning could increase the
possibility of herbivorous pest outbreaks (e.g. Pachyrhinus spp.)
(González-Ochoa and De Las Heras, 2002), althoughwe did not observe
particularly high herbivory damage in the present study, neither it has
been reported in other studies (e.g. Ruano et al., 2013).

…but combining thinning with plantation of resprouter species is
best tomaximize disturbance regulation and food production services

Dense pine stands may not facilitate the establishment of shrubs, in-
cluding resprouter species (Gómez-Aparicio et al., 2009; Maestre et al.,
2003). However, we found that combining tree thinning with the planta-
tion of resprouter species effectively increased resprouters species rich-
ness, both by their direct introduction (in the case of Q. faginea) and by
enhancing natural colonization (Fig. 1, Table S2). It is worth noting that
a selective shrub clearing, in addition to tree thinning,may be an essential
step to halt the arrested succession states, by opening awindowof oppor-
tunity for new bird-dispersed seedlings of resprouter species to establish.
Although we did not experimentally evaluate the interaction between
tree and shrub clearing, the latter is in concordancewith previous studies
(Gómez, 2004; Pons and Pausas, 2007; Santana et al., 2018). In this sense,
the selective clearing (elimination of seeders) that foster resprouter spe-
cies' presence would enhance ecosystem resilience by both reducing the
response time after disturbance (resprouter species take less time to re-
grow after a fire) and reducing the probabilities of regeneration failures
(Pausas et al., 2004a, 2004b; Quintana et al., 2004; Riva et al., 2016).



Fig. 2. Mean (±SE, N = 15) of belowground attributes. Different letters mean significant differences and no letters means no significant differences were found in between the different treatments.
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Fig. 3.Mean (±SE, N = 15) of five ecosystem services and multifunctionality index. Different letters mean significant differences and no letters means no significant differences were found in between the different treatments.
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Regarding the effect of the treatments on fuel structure, a lower den-
sity of pines and plantation of Quercus faginea (600 + Plantation) in-
creased the gaps between the understory and canopy layers (Fig. 1,
Table S2), and therefore reduced the risk of vertical fire propagation
(Reinhardt et al., 2006; Sánchez-Pinillos et al., 2019). Furthermore, by
removing trees, all treatments reduced dead biomass (up to 30%) and
dead fuel bulk density, a surrogate of flammability, decreasing, there-
fore, the ecosystem's fire risk (Fig. 1, Tables S3 and S5). Together with
the lower flammability, the lower probability of ignition due to the in-
creased presence of resprouters (with a lower accumulation of dead
fuel and high moisture content) promoted by our treatments (Fig. 1,
Table S2) could further reduce fire risk (Baeza and Santana, 2015;
Santana and Marrs, 2014).

Tree removing and plantation of resprouter species did not only re-
duce fire risk and increased biodiversity conservation, but also enhanced
the production of food, especially in the 600 + plantation treatment
(Fig. 3). Although reducing shrub biomass by clearing, honey production
did not decline, probably due to, besides the plantation ofQuercus faginea,
the establishment of new species with potential for honey production,
such as Rosmarinus officinalis, Cistus albidus, Ulex parviflorus, and Erica
multiflora. In addition, a lower density of pines allowed the establishment
of herbaceous vegetation increasing forage availability. Collectively, our
results show that a combination of tree thinning and plantation of
resprouter species is a useful and integrated restoration and fuelmanage-
ment approach that facilitates successional trajectories towards less fire-
prone and more resilient and functional communities.

Importantly, reductions in tree biomass due to thinning manage-
ment may potentially dampen the ability of ecosystems to sequester
carbon (De Las Heras et al., 2013). However, our treatments did not af-
fect carbon sequestration (Fig. 3, Tables S10 and S11). This result can be
explained by compensatory growth (and therefore enhanced organic
matter input into the soil) of the remaining trees and shrubs, due to re-
duced competition and higher resources availability comparedwith un-
treated plots (Dwyer et al., 2010; Manrique-Alba et al., 2020).
Considering the young age (25 years) of the forests in our study sites,
and the die-off processes characterizing dense pine stands in the longer
term, the negligible effects of our treatments on carbon sequestration
could shift to positive if dense pine stands stagnate their growth rates
and thinned forests continue to grow (Ruiz-Peinado et al., 2017). Re-
gardless of the future response of trees' growth rate to our treatments,
the amount of litter, which is the main source of nutrient inputs and or-
ganic carbon of forest soils (Meentemeyer et al., 1982), decreased by
our 600+plantation treatment, similarly to previously reported negative
effects of thinning on the amount of litter (Jiménez and Navarro, 2016).
There is, therefore, a research need for more long-term assessments on
the net carbon balance of tree thinning in dense forest stands to evaluate
if increased growth of the remaining woody species compensates for the
lost tree biomass and the reduced litter production (see modeling exam-
ple in Dwyer et al., 2010 as a potential way forward).
5. Conclusions

In this work, we observed that the combination of thinning and plan-
tation of resprouting species within overstocked pine stands may facili-
tate the establishment of more functional and fire-resistant forests in
the long term (10 years). Our study shows that our treatments may en-
hance the supply of ecosystem services, such as biodiversity conservation,
food production, and disturbance regulation without compromising car-
bon sequestration. Our study also highlights the necessity of considering
the different functions that ecosystems may provide as they respond dif-
ferently to treatments. This simultaneous consideration may highlight
treatment effects less noticeable when studying functions individually
(as we observed with the plantation of resprouter species). We conclude
that establishing mixed forests with heterogeneous structures via tree
thinning and plantation of resprouter species enhances forest
9

functionality while reducing fire risk. These findings are fundamental to
manage post-fire dense pine regeneration in Mediterranean areas.

CRediT authorship contribution statement

AymenMoghli: Conceptualization, Investigation,Methodology, For-
mal analysis, Data curation, Writing – original draft, Visualization. Vic-
tor M. Santana: Conceptualization, Methodology, Formal analysis,
Writing – review& editing, Supervision, Funding acquisition, Resources.
Santiago Soliveres: Conceptualization, Methodology, Formal analysis,
Writing – review & editing, Validation.M. Jaime Baeza: Conceptualiza-
tion, Writing – review & editing, Supervision, Funding acquisition, Re-
sources, Project administration.

Declaration of competing interest

The authors declare that they have no known competing financial
interests or personal relationships that could have appeared to influ-
ence the work reported in this paper.

Acknowledgments

D.Salesa, H. Aouinti, S.Constán,V. Nache helped with soil analyses
and during fieldwork. This research was funded by the FUME project
funded by the European Seventh Programme Framework (Grant num-
ber 24388), HYDROMED project funded by the Spanish Ministry of
Science and Innovation (Subprojects BLUEWATER PID2019-111332RB-
C21 and INERTIA PID2019-111332RB-C22), IMAGINA (PROMETEO/
2019/110), and the FIRE-SCENARIO (GV-2020-160) projects funded by
the Generalitat Valenciana. A.M. is supported by the scholarship of
Generalitat Valenciana-European Social Fund (ACIF-2018-194). S.S.
was supported by the Spanish Government under a Ramón y Cajal con-
tract (RYC-2016-20604).

Appendix A. Supplementary data

Supplementary data to this article can be found online at https://doi.
org/10.1016/j.scitotenv.2021.150715.

References

Agee, J.K., Skinner, C.N., 2005. Basic principles of forest fuel reduction treatments. For.
Ecol. Manag. 211, 83–96. https://doi.org/10.1016/j.foreco.2005.01.034.

Baeza, M.J., Santana, V.M., 2015. Biological significance of dead biomass retention trait in
Mediterranean Basin species: an analysis between different successional niches and
regeneration strategies as functional groups. Plant Biol. 17, 1196–1202. https://doi.
org/10.1111/plb.12369.

Baeza, M.J., Raventós, J., Escarré, A., Vallejo, V.R., 2003. The effect of shrub clearing on the
control of the fire-prone species Ulex parviflorus. For. Ecol. Manag. 186, 47–59.
https://doi.org/10.1016/S0378-1127(03)00237-8.

Baeza, M.J., Valdecantos, A., Alloza, J.A., Vallejo, V.R., 2007. Human disturbance and envi-
ronmental factors as drivers of long-term post-fire regeneration patterns in Mediter-
ranean forests. J. Veg. Sci. 18, 243–252. https://doi.org/10.1111/j.1654-1103.2007.
tb02535.x.

Bauhus, J., Forrester, D.I., Gardiner, B., Jactel, H., Vallejo, R., Pretzsch, H., 2017. Ecological
stability of mixed-species forests. In: Pretzsch, H., Forrester, D.I., Bauhus, J. (Eds.),
Mixed-Species Forests: Ecology and Management. Springer Berlin Heidelberg, Berlin,
Heidelberg, pp. 337–382 https://doi.org/10.1007/978-3-662-54553-9_7.

Blondel, J., Aronson, J., 1995. Biodiversity and ecosystem function in the Mediterranean
basin: human and non-human determinants. In: Davis, G.W., Richardson, D.M.
(Eds.), Mediterranean-Type Ecosystems. Ecological Studies (Analysis and Synthesis).
vol 109. Springer, Berlin.

Boch, S., Prati, D., Müller, J., Socher, S., Baumbach, H., Buscot, F., Gockel, S., Hemp, A.,
Hessenmöller, D., Kalko, E.K.V., Linsenmair, K.E., Pfeiffer, S., Pommer, U., Schöning, I.,
Schulze, E.D., Seilwinder, C., Weisser, W.W., Wells, K., Fischer, M., 2013. High plant
species richness indicates management-related disturbances rather than the conser-
vation status of forests. Basic Appl. Ecol. 14, 496–505. https://doi.org/10.1016/j.baae.
2013.06.001.

Brockerhoff, E.G., Barbaro, L., Castagneyrol, B., Forrester, D.I., Gardiner, B., González-
Olabarria, J.R., Lyver, P.O.B., Meurisse, N., Oxbrough, A., Taki, H., Thompson, I.D., van
der Plas, F., Jactel, H., 2017. Forest biodiversity, ecosystem functioning and the provi-
sion of ecosystem services. Biodivers. Conserv. 26, 3005–3035. https://doi.org/10.
1007/s10531-017-1453-2.

https://doi.org/10.1016/j.scitotenv.2021.150715
https://doi.org/10.1016/j.scitotenv.2021.150715
https://doi.org/10.1016/j.foreco.2005.01.034
https://doi.org/10.1111/plb.12369
https://doi.org/10.1111/plb.12369
https://doi.org/10.1016/S0378-1127(03)00237-8
https://doi.org/10.1111/j.1654-1103.2007.tb02535.x
https://doi.org/10.1111/j.1654-1103.2007.tb02535.x
https://doi.org/10.1007/978-3-662-54553-9_7
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441031784
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441031784
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441031784
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441031784
https://doi.org/10.1016/j.baae.2013.06.001
https://doi.org/10.1016/j.baae.2013.06.001
https://doi.org/10.1007/s10531-017-1453-2
https://doi.org/10.1007/s10531-017-1453-2


A. Moghli, V.M. Santana, S. Soliveres et al. Science of the Total Environment 806 (2022) 150715
Cavard, X., Macdonald, S.E., Bergeron, Y., Chen, H.Y.H., 2011. Importance of mixedwoods
for biodiversity conservation: evidence for understory plants, songbirds, soil fauna,
and ectomycorrhizae in northern forests. Environ. Rev. 19, 142–161. https://doi.org/
10.1139/A11-004.

Cortina, J., Amat, B., Castillo, V., Fuentes, D., Maestre, F.T., Padilla, F.M., Rojo, L., 2011. The
restoration of vegetation cover in the semi-arid iberian southeast. J. Arid Environ.
75, 1377–1384. https://doi.org/10.1016/j.jaridenv.2011.08.003.

Cruz-Alonso, V., Ruiz-Benito, P., Villar-Salvador, P., Rey-Benayas, J.M., 2019. Long-term re-
covery of multifunctionality inMediterranean forests depends on restoration strategy
and forest type. J. Appl. Ecol. 56, 745–757. https://doi.org/10.1111/1365-2664.13340.

Curt, T., Borgniet, L., Bouillon, C., 2013. Wildfire frequency varies with the size and shape
of fuel types in southeastern France: implications for environmental management.
J. Environ. Manag. 117, 150–161. https://doi.org/10.1016/j.jenvman.2012.12.006.

Daskalakou, E.N., Thanos, C.A., 1996. Aleppo pine (Pinus Halepensis) postfire regeneration:
the role of canopy and soil seed banks. Int. J. Wildland Fire 6, 59–66.

Davies, B.E., 1974. Published january, 1974 150. Soil Sci. Soc. Am. J. 38, 150–151.
De Las Heras, J., Moya, D., López-Serrano, F.R., Rubio, E., 2013. Carbon sequestration of nat-

urally regenerated Aleppo pine stands in response to early thinning. New For. 44,
457–470. https://doi.org/10.1007/s11056-012-9356-2.

Duane, A., Castellnou, M., Brotons, L., 2021. Towards a comprehensive look at global
drivers of novel extreme wildfire events. Clim. Chang. 165, 1–21. https://doi.org/10.
1007/s10584-021-03066-4.

Dwyer, J.M., Fensham, R., Buckley, Y.M., 2010. Restoration thinning accelerates structural
development and carbon sequestration in an endangered australian ecosystem.
J. Appl. Ecol. 47, 681–691. https://doi.org/10.1111/j.1365-2664.2010.01775.x.

Felipe-Lucia, M.R., Soliveres, S., Penone, C., Manning, P., van der Plas, F., Boch, S., Prati, D.,
Ammer, C., Schall, P., Gossner, M.M., Bauhus, J., Buscot, F., Blaser, S., Blüthgen, N., de
Frutos, A., Ehbrecht, M., Frank, K., Goldmann, K., Hänsel, F., Jung, K., Kahl, T., Nauss,
T., Oelmann, Y., Pena, R., Polle, A., Renner, S., Schloter, M., Schöning, I., Schrumpf,
M., Schulze, E.D., Solly, E., Sorkau, E., Stempfhuber, B., Tschapka, M., Weisser, W.W.,
Wubet, T., Fischer, M., Allan, E., 2018. Multiple forest attributes underpin the supply
of multiple ecosystem services. Nat. Commun. 9, 4839. https://doi.org/10.1038/
s41467-018-07082-4.

Fernandes, P.M., Cruz, M.G., 2012. Plant flammability experiments offer limited insight
into vegetation-fire dynamics interactions. New Phytol. 194, 606–609. https://doi.
org/10.1111/j.1469-8137.2012.04065.x.

Fernández, C., Vega, J.A., 2016. Shrub recovery after fuel reduction treatments in a gorse
shrubland in northern Spain. J. Environ. Manag. 166, 211–216. https://doi.org/10.
1016/j.jenvman.2015.10.028.

Gamfeldt, L., Snäll, T., Bagchi, R., Jonsson, M., Gustafsson, L., Kjellander, P., Ruiz-Jaen, M.C.,
Fröberg, M., Stendahl, J., Philipson, C.D., Mikusiński, G., Andersson, E., Westerlund, B.,
Andrén, H., Moberg, F., Moen, J., Bengtsson, J., 2013. Higher levels of multiple ecosys-
tem services are found in forests with more tree species. Nat. Commun. 4. https://doi.
org/10.1038/ncomms2328.

Gavinet, J., Vilagrosa, A., Chirino, E., Granados, M.E., Vallejo, V.R., Prévosto, B., 2015. Hard-
wood seedling establishment below Aleppo pine depends on thinning intensity in
two Mediterranean sites. Ann. For. Sci. 72, 999–1008. https://doi.org/10.1007/
s13595-015-0495-4.

Gavinet, J., Prévosto, B., Fernandez, C., 2016. Introducing resprouters to enhance Mediter-
ranean forest resilience: importance of functional traits to select species according to
a gradient of pine density. J. Appl. Ecol. 53, 1735–1745. https://doi.org/10.1111/1365-
2664.12716.

Gómez, J.M., 2004. Importance of microhabitat and acorn burial on. Plant Ecol. 172,
287–297.

Gómez-Aparicio, L., Zavala, M.A., Bonet, F.J., Zamora, R., 2009. Are pine plantations valid
tools for restoringMediterranean forests? An assessment along abiotic and biotic gra-
dients. Ecol. Appl. 19, 2124–2141. https://doi.org/10.1890/08-1656.1.

González-Ochoa, A., De Las Heras, J., 2002. Effects of post-fire silviculture practices on
Pachyrhinus squamosus defoliation levels and growth of Pinus halepensis mill. For.
Ecol. Manag. 167, 185–194. https://doi.org/10.1016/S0378-1127(01)00718-6.

González-Ochoa, A.I., López-Serrano, F.R., De Las Heras, J., 2004. Does post-fire forest man-
agement increase tree growth and cone production in Pinus halepensis? For. Ecol.
Manag. 188, 235–247. https://doi.org/10.1016/j.foreco.2003.07.015.

Grady, K.C., Hart, S.C., 2006. Influences of thinning, prescribed burning, and wildfire on
soil processes and properties in southwestern ponderosa pine forests: a retrospective
study. For. Ecol. Manag. 234, 123–135. https://doi.org/10.1016/j.foreco.2006.06.031.

Greig-Smith, P., 1983. Quantitative Plant Ecology. Third Edit. University of California Press,
Berkeley.

Heimann, M., Reichstein, M., 2008. Terrestrial ecosystem carbon dynamics and climate
feedbacks. Nature 451, 289–292. https://doi.org/10.1038/nature06591.

Hölting, L., Jacobs, S., Felipe-Lucia, M.R., Maes, J., Norström, A.V., Plieninger, T., Cord, A.F.,
2019. Measuring ecosystem multifunctionality across scales. Environ. Res. Lett. 14.
https://doi.org/10.1088/1748-9326/ab5ccb.

ISO, 1998. ISO 14255:1998 Soil Quality — Determination of Nitrate Nitrogen, Ammonium
Nitrogen and Total Soluble Nitrogen in Air-dry Soils Using Calcium Chloride Solution
as Extractant [WWW Document].

Jactel, H., Brockerhoff, E.G., 2007. Tree diversity reduces herbivory by forest insects. Ecol.
Lett. 10, 835–848. https://doi.org/10.1111/j.1461-0248.2007.01073.x.

Jandl, R., Lindner, M., Vesterdal, L., Bauwens, B., Baritz, R., Hagedorn, F., Johnson, D.W.,
Minkkinen, K., Byrne, K.A., 2007. How strongly can forest management influence
soil carbon sequestration? Geoderma 137, 253–268. https://doi.org/10.1016/j.
geoderma.2006.09.003.

Jiménez, M.N., Navarro, F.B., 2016. Thinning effects on litterfall remaining after 8 years
and improved stand resilience in Aleppo pine afforestation (SE Spain). J. Environ.
Manag. 169, 174–183. https://doi.org/10.1016/j.jenvman.2015.12.028.
10
Jucker, T., Bouriaud, O., Avacaritei, D., Coomes, D.A., 2014. Stabilizing effects of diversity on
aboveground wood production in forest ecosystems: linking patterns and processes.
Ecol. Lett. 17, 1560–1569. https://doi.org/10.1111/ele.12382.

Keeley, J.E., Bond, W., Bradstock, R., Pausas, J., Rundel, P., 2012. Fire in Mediterranean Eco-
systems: Ecology, Evolution and Management. Cambridge University Press.

Le Houerou, H.N., 1974. Fire and vegetation in the Mediterranean basin. Plant Prod. Prot.
Div. 237–277.

Le Houerou, H.N., 2000. Restoration and rehabilitation of arid and semiarid mediterra-
nean ecosystems in north africa and west asia: a review. Arid Soil Res. Rehabil. 14,
3–14. https://doi.org/10.1080/089030600263139.

Liang, J., Crowther, T.W., Picard, N., Wiser, S., Zhou, M., Alberti, G., Schulze, E.D., McGuire,
A.D., Bozzato, F., Pretzsch, H., De-Miguel, S., Paquette, A., Hérault, B., Scherer-
Lorenzen, M., Barrett, C.B., Glick, H.B., Hengeveld, G.M., Nabuurs, G.J., Pfautsch, S.,
Viana, H., Vibrans, A.C., Ammer, C., Schall, P., Verbyla, D., Tchebakova, N., Fischer,
M., Watson, J.V., Chen, H.Y.H., Lei, X., Schelhaas, M.J., Lu, H., Gianelle, D., Parfenova,
E.I., Salas, C., Lee, E., Lee, B., Kim, H.S., Bruelheide, H., Coomes, D.A., Piotto, D.,
Sunderland, T., Schmid, B., Gourlet-Fleury, S., Sonké, B., Tavani, R., Zhu, J., Brandl, S.,
Vayreda, J., Kitahara, F., Searle, E.B., Neldner, V.J., Ngugi, M.R., Baraloto, C., Frizzera,
L., Bałazy, R., Oleksyn, J., Zawiła-Niedźwiecki, T., Bouriaud, O., Bussotti, F., Finér, L.,
Jaroszewicz, B., Jucker, T., Valladares, F., Jagodzinski, A.M., Peri, P.L., Gonmadje, C.,
Marthy, W., O’Brien, T., Martin, E.H., Marshall, A.R., Rovero, F., Bitariho, R., Niklaus,
P.A., Alvarez-Loayza, P., Chamuya, N., Valencia, R., Mortier, F., Wortel, V., Engone-
Obiang, N.L., Ferreira, L.V., Odeke, D.E., Vasquez, R.M., Lewis, S.L., Reich, P.B., 2016.
Positive biodiversity-productivity relationship predominant in global forests. Science
(80-.), 354 https://doi.org/10.1126/science.aaf8957.

López-Poma, R., Bautista, S., 2014. Plant regeneration functional groups modulate the re-
sponse to fire of soil enzyme activities in a Mediterranean shrubland. Soil Biol.
Biochem. 79, 5–13. https://doi.org/10.1016/j.soilbio.2014.08.016.

Lopez-Serrano, F.R., Gonzalez-Ochoa, A.I., Garcia-Morote, F.A., Landete, T., Moya, D., Del
Cerro, A., Burk, A.R., Heras, J.de las, Andres, M., 2006. Quercus ilex l. and Pinus
halepensis mill. Post fire forest stands improve growth after thinning treatments as
a consequence of a better availability of n. New Dev. Ecol. Res. 2021.

Maestre, F.T., Cortina, J., 2004. Are Pinus halepensis plantations useful as a restoration tool
in semiarid Mediterranean areas? For. Ecol. Manag. 198, 303–317. https://doi.org/10.
1016/j.foreco.2004.05.040.

Maestre, F.T., Cortina, J., Bautista, S., Bellot, J., 2003. Does Pinus halepensis facilitate the es-
tablishment of shrubs in Mediterranean semi-arid afforestations? For. Ecol. Manag.
176, 147–160. https://doi.org/10.1016/S0378-1127(02)00269-4.

Maestre, F.T., Callaway, R.M., Valladares, F., Lortie, C.J., 2009. Refining the stress-gradient
hypothesis for competition and facilitation in plant communities. J. Ecol. 97,
199–205. https://doi.org/10.1111/j.1365-2745.2008.01476.x.

Maestre, F.T., Quero, J.L., Gotelli, N.J., Escudero, A., Ochoa, V., Delgado-Baquerizo, M.,
García-Gómez, M., Bowker, M.A., Soliveres, S., Escolar, C., García-Palacios, P.,
Berdugo, M., Valencia, E., Gozalo, B., Gallardo, A., Aguilera, L., Arredondo, T., Blones,
J., Boeken, B., Bran, D., Conceição, A.A., Cabrera, O., Chaieb, M., Derak, M., Eldridge,
D.J., Espinosa, C.I., Florentino, A., Gaitán, J., Gabriel Gatica, M., Ghiloufi, W., Gómez-
González, S., Gutiérrez, J.R., Hernández, R.M., Huang, X., Huber-Sannwald, E., Jankju,
M., Miriti, M., Monerris, J., Mau, R.L., Morici, E., Naseri, K., Ospina, A., Polo, V., Prina,
A., Pucheta, E., Ramírez-Collantes, D.A., Romão, R., Tighe, M., Torres-Díaz, C., Val, J.,
Veiga, J.P., Wang, D., Zaady, E., 2012. Plant species richness and ecosystem
multifunctionality in global drylands. Science (80-.) 335, 214–218. https://doi.org/
10.1126/science.1215442.

Manrique-Alba, À., Beguería, S., Molina, A.J., González-Sanchis, M., Tomàs-Burguera, M.,
del Campo, A.D., Colangelo, M., Camarero, J.J., 2020. Long-term thinning effects on
tree growth, drought response and water use efficiency at two Aleppo pine planta-
tions in Spain. Sci. Total Environ. 728. https://doi.org/10.1016/j.scitotenv.2020.
138536.

Mateu, I., 2016. Flora valenciana d ’ interès apícola. Mètode 3–6.
Meentemeyer, V., Box, E., Thompson, R., 1982. World patterns and amounts of terrestrial

plant litter production. BioScience 32, 125–128. https://doi.org/10.2307/1308565.
Mitchell, R.G., Waring, R.H., Pitman, G.B., 1983. Thinning lodgepole pine increases tree

vigor and resistance to mountain pine beetle. For. Sci. 29, 204–211. https://doi.org/
10.1093/forestscience/29.1.204.

Moreira, F., Viedma, O., Arianoutsou, M., Curt, T., Koutsias, N., Rigolot, E., Barbati, A.,
Corona, P., Vaz, P., Xanthopoulos, G., Mouillot, F., Bilgili, E., 2011. Landscape - wildfire
interactions in southern Europe: implications for landscape management. J. Environ.
Manag. 92, 2389–2402. https://doi.org/10.1016/j.jenvman.2011.06.028.

Moreira, F., Ascoli, D., Safford, H., Adams, M.A., Moreno, J.M., Pereira, J.M.C., Catry, F.X.,
Armesto, J., Bond, W., González, M.E., Curt, T., Koutsias, N., McCaw, L., Price, O.,
Pausas, J.G., Rigolot, E., Stephens, S., Tavsanoglu, C., Vallejo, V.R., Van Wilgen, B.W.,
Xanthopoulos, G., Fernandes, P.M., 2020. Wildfire management in Mediterranean-
type regions: paradigm change needed. Environ. Res. Lett. 15. https://doi.org/10.
1088/1748-9326/ab541e.

Oksanen, J., Blanchet, F.G., Friendly, M., Kindt, R., Legendre, P., Mcglinn, D., Minchin, P.R.,
O’hara, R.B., Simpson, G.L., Solymos, P., Henry, M., Stevens, H., Szoecs, E.,
Maintainer, H.W., 2019. Package “vegan” title community ecology package. Commun.
Ecol. Packag. 2, 1–297.

Pausas, J.G., Fernández-Muñoz, S., 2012. Fire regime changes in the Western Mediterra-
nean Basin: from fuel-limited to drought-driven fire regime. Clim. Chang. 110,
215–226. https://doi.org/10.1007/s10584-011-0060-6.

Pausas, J.G., Vallejo, R., Blade, C., Valdecantos, A., Seva, J.P., Fuentes, D., Alloza, J.A.,
Vilagrosa, A., Bautista, S., Cortina, J., 2004. Pines and oaks in the restoration of Medi-
terranean landscapes of Spain: new perspectives for an old practice - a review. Plant
Ecol. 171, 209–220.

https://doi.org/10.1139/A11-004
https://doi.org/10.1139/A11-004
https://doi.org/10.1016/j.jaridenv.2011.08.003
https://doi.org/10.1111/1365-2664.13340
https://doi.org/10.1016/j.jenvman.2012.12.006
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9005
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9005
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020445478291
https://doi.org/10.1007/s11056-012-9356-2
https://doi.org/10.1007/s10584-021-03066-4
https://doi.org/10.1007/s10584-021-03066-4
https://doi.org/10.1111/j.1365-2664.2010.01775.x
https://doi.org/10.1038/s41467-018-07082-4
https://doi.org/10.1038/s41467-018-07082-4
https://doi.org/10.1111/j.1469-8137.2012.04065.x
https://doi.org/10.1111/j.1469-8137.2012.04065.x
https://doi.org/10.1016/j.jenvman.2015.10.028
https://doi.org/10.1016/j.jenvman.2015.10.028
https://doi.org/10.1038/ncomms2328
https://doi.org/10.1038/ncomms2328
https://doi.org/10.1007/s13595-015-0495-4
https://doi.org/10.1007/s13595-015-0495-4
https://doi.org/10.1111/1365-2664.12716
https://doi.org/10.1111/1365-2664.12716
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020446147989
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020446147989
https://doi.org/10.1890/08-1656.1
https://doi.org/10.1016/S0378-1127(01)00718-6
https://doi.org/10.1016/j.foreco.2003.07.015
https://doi.org/10.1016/j.foreco.2006.06.031
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020432312239
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020432312239
https://doi.org/10.1038/nature06591
https://doi.org/10.1088/1748-9326/ab5ccb
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441164902
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441164902
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020441164902
https://doi.org/10.1111/j.1461-0248.2007.01073.x
https://doi.org/10.1016/j.geoderma.2006.09.003
https://doi.org/10.1016/j.geoderma.2006.09.003
https://doi.org/10.1016/j.jenvman.2015.12.028
https://doi.org/10.1111/ele.12382
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020432577506
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020432577506
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9010
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9010
https://doi.org/10.1080/089030600263139
https://doi.org/10.1126/science.aaf8957
https://doi.org/10.1016/j.soilbio.2014.08.016
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020442007726
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020442007726
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020442007726
https://doi.org/10.1016/j.foreco.2004.05.040
https://doi.org/10.1016/j.foreco.2004.05.040
https://doi.org/10.1016/S0378-1127(02)00269-4
https://doi.org/10.1111/j.1365-2745.2008.01476.x
https://doi.org/10.1126/science.1215442
https://doi.org/10.1126/science.1215442
https://doi.org/10.1016/j.scitotenv.2020.138536
https://doi.org/10.1016/j.scitotenv.2020.138536
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020433542069
https://doi.org/10.2307/1308565
https://doi.org/10.1093/forestscience/29.1.204
https://doi.org/10.1093/forestscience/29.1.204
https://doi.org/10.1016/j.jenvman.2011.06.028
https://doi.org/10.1088/1748-9326/ab541e
https://doi.org/10.1088/1748-9326/ab541e
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020442475505
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020442475505
https://doi.org/10.1007/s10584-011-0060-6
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020434016298
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020434016298
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020434016298


A. Moghli, V.M. Santana, S. Soliveres et al. Science of the Total Environment 806 (2022) 150715
Pausas, Ribeiro, E., Vallejo, R., 2004. Post-fire regeneration variability of Pinus halepensis
in the eastern Iberian Peninsula. For. Ecol. Manag. 203, 251–259. https://doi.org/10.
1016/j.foreco.2004.07.061.

Pons, J., Pausas, J.G., 2007. Acorn dispersal estimated by radio-tracking. Oecologia 153,
903–911. https://doi.org/10.1007/s00442-007-0788-x.

Pretzsch, H., Forrester, D.I., 2017. Mixed-Species Forests.
Quézel, P., 2000. Taxonomy and Biogeography of Mediterranean Pines (Pinus halepensis

and P. brutia).
Quintana, J.R., Cruz, A., Fernández-González, F., Moreno, J.M., 2004. Time of germination

and establishment success after fire of three obligate seeders in a Mediterranean
shrubland of Central Spain. J. Biogeogr. 31, 241–249. https://doi.org/10.1111/j.1365-
2699.2004.00955.x.

R Core Team, 2017. R: A Language and Environment for Statistical Computing. R Founda-
tion for Statistical Computing, Vienna: Austria.

Reinhardt, E.D., Lutes, D.C., Scott, J., 2006. FuelCalc: a method for estimating fuel charac-
teristics. Fuels Manag. How to Meas. Success, pp. 273–282.

Riva, M.J., Liniger, H., Valdecantos, A., Schwilch, G., 2016. Impacts of land management on
the resilience of mediterranean dry forests to fire. Sustainability 8. https://doi.org/10.
3390/su8100981.

Ruano, I., Rodríguez-García, E., Bravo, F., 2013. Effects of pre-commercial thinning on
growth and reproduction in post-fire regeneration of Pinus halepensis mill. Ann.
For. Sci. 70, 357–366. https://doi.org/10.1007/s13595-013-0271-2.

Ruiz-Jaen, M.C., Aide, T.M., 2005. Restoration success: how is it being measured? Restor.
Ecol. 13, 569–577. https://doi.org/10.1111/j.1526-100X.2005.00072.x.

Ruiz-Peinado, R., Bravo-Oviedo, A., López-Senespleda, E., Bravo, F., del Río, M., 2017. Forest
management and carbon sequestration in the Mediterranean region: a review. For.
Syst. 26, 1–25. https://doi.org/10.5424/fs/2017262-11205.

Sánchez-Pinillos, M., De Cáceres, M., Ameztegui, A., Coll, L., 2019. Temporal dimension of
forest vulnerability to fire along successional trajectories. J. Environ. Manag. 248,
109301. https://doi.org/10.1016/j.jenvman.2019.109301.

Sanchís, E., Peris, J.B., Rafael, C., 1992. Caracterización, fenología e interés apícola del
romeral valenciano con pebrella (Helianthemo-thymetum piperellae) en las
provincias de Alicante y Valencia. Bot. Complut. 99–116. https://doi.org/10.5209/
BOCM.7373.

Santana, V.M., Marrs, R.H., 2014. Flammability properties of british heathland and moor-
land vegetation: models for predicting fire ignition. J. Environ. Manag. 139, 88–96.
https://doi.org/10.1016/j.jenvman.2014.02.027.

Santana, V.M., Baeza, M.J., Vallejo, V.R., 2011. Fuel structural traits modulating soil tem-
peratures in different species patches of Mediterranean Basin shrublands. Int.
J. Wildland Fire 20, 668–677. https://doi.org/10.1071/WF10083.

Santana, V.M., Baeza, M.J., Valdecantos, A., Vallejo, V.R., 2018. Redirecting fire-proneMed-
iterranean ecosystems toward more resilient and less flammable communities.
J. Environ. Manag. 215, 108–115. https://doi.org/10.1016/j.jenvman.2018.03.063.
11
Scherber, C., Eisenhauer, N., Weisser, W.W., Schmid, B., Voigt, W., Fischer, M., Schulze,
E.D., Roscher, C., Weigelt, A., Allan, E., Beler, H., Bonkowski, M., Buchmann, N.,
Buscot, F., Clement, L.W., Ebeling, A., Engels, C., Halle, S., Kertscher, I., Klein, A.M.,
Koller, R., König, S., Kowalski, E., Kummer, V., Kuu, A., Lange, M., Lauterbach, D.,
Middelhoff, C., Migunova, V.D., Milcu, A., Müller, R., Partsch, S., Petermann, J.S.,
Renker, C., Rottstock, T., Sabais, A., Scheu, S., Schumacher, J., Temperton, V.M.,
Tscharntke, T., 2010. Bottom-up effects of plant diversity on multitrophic interactions
in a biodiversity experiment. Nature 468, 553–556. https://doi.org/10.1038/na-
ture09492.

Scott, A.C., Bowman, D.M.J.S., Bond, W.J., Pyne, S.P., Alexander, M.E., 2014. Fire on Earth.
An Introduction. John Wiley & Sons, Ltd.

SER, 2004. The society for ecological restoration international primer on ecological resto-
ration. Ecol. Restor. 2, 206–207.

Simpson, E.H., 1949. Measurment of diversity. Nature 163, 688.
Stanford, G., Smith, S.J., 1972. Nitrogen mineralization potentials of soils. Soil Sci. Soc. Am.

J. 36 (3), 465–472.
Tabatabai, M.A., 1994. Soil enzymes. In: Weaver, R.W., Angle, J.S., Bottomley, P.J., Bezdicek,

D.F., Smith, S., Tabatabai, M.A., Wollum, A.G. (Eds.), Methods of Soil Analysis. Part 2:
Microbial and Biochemical Properties. ASA and SSSA, Madison, Wisconsin, USA,
pp. 775–833.

Val, J., Eldridge, D.J., Travers, S.K., Oliver, I., 2017. Livestock grazing reinforces the compet-
itive exclusion of small-bodied birds by large aggressive birds. J. Appl. Ecol. 55,
1919–1929. https://doi.org/10.1111/1365-2664.13078.

Valdecantos, A., Baeza, M.J., Vallejo, V.R., 2009. Vegetation management for promoting
ecosystem resilience in fire-prone mediterranean shrublands. Restor. Ecol. 17,
414–421. https://doi.org/10.1111/j.1526-100X.2008.00401.x.

Vallejo, V.R., Alloza, J.A., 1998. The restoration of burned lands: the case of eastern Spain.
In: Moreno, J.M. (Ed.), Large For. Fires, pp. 91–108.

van der Plas, F., 2019. Biodiversity and ecosystem functioning in naturally assembled
communities. Biol. Rev. 94, 1220–1245. https://doi.org/10.1111/brv.12499.

Verkaik, I., Espelta, J.M., 2006. Post-fire regeneration thinning, cone production, serotiny
and regeneration age in Pinus halepensis. For. Ecol. Manag. 231, 155–163. https://
doi.org/10.1016/j.foreco.2006.05.041.

Whitman, E., Parisien, M.A., Thompson, D.K., Flannigan, M.D., 2019. Short-interval wildfire
and drought overwhelm boreal forest resilience. Sci. Rep. 9, 1–12. https://doi.org/10.
1038/s41598-019-55036-7.

Wic Baena, C., Andrés-Abellán, M., Lucas-Borja, M.E., Martínez-García, E., García-Morote,
F.A., Rubio, E., López-Serrano, F.R., 2013. Thinning and recovery effects on soil proper-
ties in two sites of a Mediterranean forest, in Cuenca Mountain (South-eastern of
Spain). For. Ecol. Manag. 308, 223–230. https://doi.org/10.1016/j.foreco.2013.06.065.

https://doi.org/10.1016/j.foreco.2004.07.061
https://doi.org/10.1016/j.foreco.2004.07.061
https://doi.org/10.1007/s00442-007-0788-x
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020443543476
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020444079316
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020444079316
https://doi.org/10.1111/j.1365-2699.2004.00955.x
https://doi.org/10.1111/j.1365-2699.2004.00955.x
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020438098951
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020438098951
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020439417269
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020439417269
https://doi.org/10.3390/su8100981
https://doi.org/10.3390/su8100981
https://doi.org/10.1007/s13595-013-0271-2
https://doi.org/10.1111/j.1526-100X.2005.00072.x
https://doi.org/10.5424/fs/2017262-11205
https://doi.org/10.1016/j.jenvman.2019.109301
https://doi.org/10.5209/BOCM.7373
https://doi.org/10.5209/BOCM.7373
https://doi.org/10.1016/j.jenvman.2014.02.027
https://doi.org/10.1071/WF10083
https://doi.org/10.1016/j.jenvman.2018.03.063
https://doi.org/10.1038/nature09492
https://doi.org/10.1038/nature09492
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020444494572
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020444494572
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020440330704
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020440330704
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020446365590
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020446372969
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020446372969
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9030
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9030
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9030
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf9030
https://doi.org/10.1111/1365-2664.13078
https://doi.org/10.1111/j.1526-100X.2008.00401.x
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020445390014
http://refhub.elsevier.com/S0048-9697(21)05793-4/rf202110020445390014
https://doi.org/10.1111/brv.12499
https://doi.org/10.1016/j.foreco.2006.05.041
https://doi.org/10.1016/j.foreco.2006.05.041
https://doi.org/10.1038/s41598-019-55036-7
https://doi.org/10.1038/s41598-019-55036-7
https://doi.org/10.1016/j.foreco.2013.06.065

	Thinning and plantation of resprouting species redirect overstocked pine stands towards more functional communities in the ...
	1. Introduction
	2. Material and methods
	2.1. Study area
	2.2. Experimental design
	2.3. Field sampling and laboratory analysis
	2.3.1. Aboveground attributes
	2.3.2. Belowground attributes
	2.3.3. Ecosystem services

	2.4. Statistical analysis

	3. Results
	3.1. Tree thinning, more than plantation of resprouter species, enhances individual aboveground ecosystem attributes
	3.2. The combined effect of tree thinning and plantation of resprouter species enhance ecosystem services

	4. Discussion
	5. Conclusions
	CRediT authorship contribution statement
	Declaration of competing interest
	Acknowledgments
	Appendix A. Supplementary data
	References




