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This study analyzes the structure and regeneration dynamics of a Mediterranean high-altitude natural pine forest
(Pinus nigra subsp. salzmannii) located in Sierra de Cazorla (Jaén, Spain). Spatial relationships among the adult
tree overstory and understory strata are investigated in order to clarify the spatial dynamics of this unique forest
stand. As regards the understory strata, we examine shrubs and pine recruitment separately. Both understory
strata are better described by the area they occupy than by their constituent individuals. This approach invalidates using traditional spatial point pattern analysis with indicators such as the K-function, which only deal
with vector data of the same dimension (points, lines or polygons). We use a recently developed approach in
spatial association analysis to investigate spatial association between adult tree overstory (points) and understory strata (polygons) from both global and local spatial insights. Tree-stand overstory has been investigated
regarding size and spatial tree-stand structure considering adult trees as points. The results show that the pine
stand presents an irregular and uneven-aged structure of trees due to the eﬀective and gradual recruitment of
new trees over time, even if the forest cover is quite low. Spatial analysis of the overstory and understory
relationship has shown a mainly attractive spatial relationship between the pine overstory and the pine regeneration understory, with seedling patches more likely to appear in the neighborhood of adult trees than away
from them. In contrast, shrub patches presented a repelling location in relation with adult trees, and were less
abundant near the pines than far from them. Shade intolerance of shrub species could account for this ﬁnding.
The spatial relationship among shrubs and pine recruitment turned out to be clearly mutually exclusive in our
study. Global and local spatial analysis using indices of point-polygon spatial assessment has proven to be a good
tool to elucidate relationships among diﬀerent forest stand strata.

1. Introduction
Open mountainous pine stands in the Mediterranean region are
among the most relevant and endangered forests facing climate change
due to their main role as remnant forests occurring near the timber line.
Their structure and dynamics could be altered not only by human interventions or land use changes, but also by changing climatic conditions. For this reason, it is very important to understand the dynamics of
these forests. Pinus nigra (black pine) is a highly variable species that
has undergone diﬀerent evolutionary adaptations to various mountainous regions isolated throughout the western Mediterranean, resulting
in several subspecies and forms (Scaltsoyiannes et al., 1994; Bojovic
et al., 2005; Afzal-Raﬁi and Dodd, 2007). Pinus nigra subsp. salzmannii
dominates this type of forest in the southern Iberian Peninsula.
Although it is a Mediterranean species, Pinus nigra subsp. salzmannii
has no relevant adaptations to ﬁre regarding its recruitment strategies
(it has no short juvenile phase or serotinous cones) (Tapias et al., 2004;
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Trabaud and Campant, 1991; Fyllas et al., 2008; Fulé et al., 2008) and
is also a drought-sensitive species (Linares and Tíscar, 2010; MartínBenito et al., 2008; Granda et al., 2014). The challenge of climate
warming has been studied for this species area and there is some evidence that warming will being accompanied not only by increasing
average drought, but also by the increasing severity and frequency of
special drought events (Linares and Tíscar, 2010). These expected climatic trends have been associated with a likely upward shift of the
lower elevation limits of mountainous forests.
Dendrochronological studies have shown evidence to support the
current trend towards a warmer and drier climate in the basal zones of
the distribution area of Pinus nigra subsp. salzmannii (Linares and Tíscar,
2010). If this is so, the conservation of these forests will rely on the
survival of those at the highest elevations. Therefore, recruitment
processes restricted by the harsh environmental conditions at higher
altitudes become an essential part of the issue.
Thorough understanding of recruitment dynamics is required as a
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The nature of spatial association between parent trees and recruitment is also crucial in determining recruitment patterns of
Mediterranean species. The shade tolerance of species seems to play a
main role, leading to opposite association trends between parent trees
and oﬀspring in shade-tolerant and shade-intolerant species.
Assessing the spatial relationship among adult trees, understory
shrubby vegetation and tree recruitment is complex due to the distinct
size and/or life history of these components. Shrub-tree interactions are
better deﬁned if shrubs are considered as surface covers or patches
rather than individuals. The same criterion applies for the initial stages
of tree regeneration, especially in pioneer species such as pines. In pine
species, seedbed conditions (microsites) are usually more relevant in
determining the success of the ﬁrst stages of regeneration (germination
and establishment of seedlings), but the transition probabilities from
seedlings to saplings are usually very low (Tíscar, 2007). Moreover, the
conditions favoring survival in the ﬁrst stage (seedlings) are often not
coincidental with those promoting further developmental stages (saplings) (Nathan and Ne’eman, 2004; Lucas-Borja et al., 2012). These
features make it diﬃcult to assess spatial regeneration dynamics in
terms of individuals, since a great number of seedlings can be less
promising as future adult trees than a few number of saplings. These
diﬀerences can be minimized if recruitment is considered in terms of
patches or covers instead of individuals to assess spatial dynamics of
recruitment.
Considering the diﬀerent forest components related to tree recruitment (parent trees and understory shrubby vegetation) with diﬀerent
geometry (i.e., adult trees as individuals and shrubs as patches or
covered areas) involves some diﬃculties for statistical spatial analysis.
In our case, most statistical analyses used to assess spatial relationships among biotic or abiotic elements linked to ecological processes fail in two important regards: they only use vector data of the
same dimensions (i.e., points vs. points, polygons vs. polygons, lines vs.
lines), and most of the analyses have been developed for homogeneous
patterns, which do not occur veryoften in nature.
These two issues apply to our case because: we want to investigate
spatial relationships among vector data of diﬀerent dimensions: adult
trees (considered as individuals and thus as spatial points) and shrubs
or tree regeneration (considered as patches and thus as spatial polygons), and our “control points” (adult trees) as well as our “event
points” (seedlings, when considered as individuals) are mainly clustered in our study area, as will be shown in Section 3.2 what introduce
some diﬃculties in the interpretation of the graphical functions usually
used to tackle with spatial association.
In order to avoid the above drawbacks, we tested new spatial association indices developed by Guo et al. (2013). These indices can be
used for data of diﬀerent dimensions (points and polygons) and also
avoid overlapping neighborhoods when dealing with clustered points
by distributing the space among neighbor points.
The aim of this study is to contribute to the knowledge of Pinus nigra
subsp. salzmannii open natural stand dynamics at high altitudes through
the spatial analysis of inter-relationships between tree, recruitment and
shrub compartments. For this purpose, a new approach is used that
allows considering data of diﬀerent spatial dimensions within the same
analysis.

necessary background for future management planning to protect these
endangered forests. Natural forest tree recruitment is a complex process: seed production, seed dispersal, seed germination, seedling establishment, and, beyond the regeneration itself, seedlings and saplings
survival and growth, are the main stages of the process that comprise
recruitment dynamics. Tiscar and Linares (2011a) reviewed the main
regeneration features of Pinus nigra subsp. salzmannii natural stands.
Summer drought has been found to be one of the main limiting factors
of black pine tree recruitment (Tíscar, 2007; Fyllas et al., 2008; Tiscar
and Linares, 2011a, 2011b). Irregular late summer rainfall events have
been reported as key factors in Pinus nigra regeneration dynamics.
However, the increasing frequency of extreme drought events and
rising temperatures, through their eﬀect on the water balance, may play
an important role in regeneration success. Climatic change forecasts are
not very promising for the future performance of regeneration processes
at these locations (Tiscar and Linares, 2011a). Other factors aﬀecting
black pine recruitment, especially in high-altitude natural stands, are
seed predation mainly by rodents (Tiscar and Linares, 2011a) and
grazing by livestock and wild herbivores. Herbivores are usually
abundant at high altitudes because the low tree cover of forest stands
due to the limiting environmental conditions allows the development of
dense shrub and herbaceous patches, which are available to feed herbivores. Tree regeneration dynamics are closely related to these lower
forest system compartments and how they share resources and growing
space with tree seedlings and saplings.
Interactions between tree seeds, seedlings or saplings and other
forest components, such as shrubs or litter layers, are key factors to
understand recruitment dynamics in low-density forests.
In addition to empirical and process-based approaches to directly
assess the functional interdependency of the various forest compartments that inﬂuence ecological processes, there is also a suitable alternative approach from the spatial analysis perspective that can contribute to this knowledge. In fact, the spatial structure of vegetation is
itself the ﬁnal outcome of the processes involved in the functioning of
ecosystems (Pretzsch, 2009). Spatial and temporal aspects of recruitment play a central role in plant population and community dynamics
in Mediterranean forests (Nathan and Ne’eman, 2004).
Spatial association among diﬀerent compartments can be interpreted in terms of facilitation or competition relationships involved in
recruitment processes. The interpretation of spatial patterns in terms of
ecological processes is not a simple task because diﬀerent phases of the
same process (i.e., tree recruitment) and diﬀerent environmental conditions can lead to disparate associations among vegetation compartments and tree recruitment (Dovčiak et al., 2003; Boulant et al., 2008;
Nathan and Ne’eman, 2004; Dietrich et al., 2017; Sack, 2004; Fyllas
et al., 2008; Smit et al., 2006; Gómez-Aparicio et al., 2004; Tíscar and
Linares, 2011a, 2011b, 2014; Tíscar et al., 2017). There is an ongoing
discussion about the main role of shrubs in Mediterranean forest regeneration processes. Some studies have reported that shrubs act as net
competitors of seedlings, thus reducing the potential establishment of
tree seedlings in response to the opening of overstory gaps (i.e., Kern
et al., 2012). Other studies have shown a shifting spatial relationship
between tree recruitment and surrounding shrubs from a facilitative
one (positive spatial association) in the seedling stage to a competitive
one (negative spatial association) in the sapling stage (Simard et al.,
2006; Tiscar and Linares, 2011a, 2014; Lucas-Borja et al., 2011, 2012;
Maher et al., 2015). Facilitation in the ﬁrst stages of recruitment has
been related to protection against grazing (Smit et al., 2005; Oldén
et al., 2017), but also to the improvement of environmental conditions
by shrubs (Castro et al., 2004; Siles et al., 2008; Gómez-Aparicio et al.,
2004; Camarero et al., 2005; Tíscar and Linares, 2011a; Calama et al.,
2017). Moreover, negative spatial association between shrubs and
saplings has been found to be clearly related to competition (LucasBorja et al., 2016a, 2016b). Shrubs have also been reported to inﬂuence
seed predation by acting as shelters for predators and increase seed
predation rates inside the shrubs in relation to the open land.

2. Materials and methods
2.1. Study site and experimental layout
Cazorla Natural Park located in southern Spain (province of Jaén) is
one of the few locations where some areas covered by black pine natural stands still remain. One of these stands, which is located in the area
known as Puerto Llano (UTM 30N 0503616, 4185207, altitude range:
1750–1900 m.a.s.l.), is very representative of these ancient forests and
was therefore chosen as the study site. It is an open forest that shares
space with typical high-altitude Mediterranean shrublands of juniper
137

Forest Ecology and Management 424 (2018) 136–153

B. Abellanas, P. Pérez-Moreno

(Juniperus communis), barberry (Berberis hispanica) and hedgehogbroom (Erinacea anthyllis), among other high-altitude species. It is a
rare forest type that does not span large areas due to the limiting environmental factors of high Mediterranean altitudes, which constitute
very hard conditions for vegetation. The study site is located on a range
slope facing SW.
The experimental layout consists of 9 plots measuring 1225 m2 each
(35 m × 35 m, corrected for the slope) and is representative of the pine
stand under study. All plots were used to perform the spatial structure
analysis of adult trees and recruitment strata using the point patterns
approach. One of these plots (plot 1) was used to test the new spatial
analysis approach among strata of a diﬀerent spatial nature: adult trees
considered as points and shrub and recruitment layers considered as
polygons.
2.2. Field data
The whole set of plots was used to describe the structural characteristics of the pine stand. All adult trees (tree height > 1.30 m) were
measured for diameter at breast height (DBH) and total height. All
trees, including both adult trees and recruitment (seedlings), were
mapped in each plot to obtain their individual coordinates using FieldMap devices and software (IFER). The shrubs and recruitment patches
were mapped in the ﬁeld as polygons in the Test Plot (plot 1), also with
Field-Map devices.

Fig. 1. Variation of Max(PPt(r)) with the proportion of ground covered by
global neighborhood, υ(r), (x in the ﬁgure) and the proportion of ground covered by polygon-wise strata, ρ (y in the ﬁgure).

and Maximum Absolute Deviation (MAD) deviation tests were performed to assess the departure from CSR of trees and seedlings spatial
patterns. Following the recommendations of Grabarnik et al. (2011),
the summary function used was the L function and the number of simulations was set in 999.

2.3. Data analysis
2.3.1. Descriptive analysis of the stand
Stand characteristics were obtained for each whole experimental
plot using inventory data. Speciﬁcally, the tree density per hectare (N),
basal area (G), diameter distribution and size characteristics of the tree
population were computed for each plot.
The spatial patterns of trees and seedlings were investigated using
univariate point pattern analysis at diﬀerent spatial scales. Nearest
neighbor indices (NNI) were computed for a preliminary short-range
approach using the Clark and Evans aggregation index (CE) (Clark and
Evans, 1954), the mean directional index (MDI) (Corral-Rivas, 2006),
the uniform angle index (UAI) (Gadow et al., 1998) and the mean
distance to the nearest neighbor (D1) (Pommerening, 2006) as position
indices. Von Gadow diﬀerentiation indices for the 4 nearest neighbors
were calculated for DBH, TD4, and height, TH4 (Gadow and Fuldner,
1995) as dimensional indices for only the adult tree compartment.
Modiﬁed Pommerening R scripts were used to compute the indices
(http://www.pommerening.org).
Second-order characteristics (pair correlation functions) were investigated to gain a more in-depth understanding of the long-range
spatial structure of adult trees and seedlings. To investigate the departure from complete spatial randomness (CSR) of point patterns (trees
and seedlings) in each plot, we built simulation envelopes with the
same functions for 99 simulated point patterns, each of which was a
realization of the uniform Poisson point process with the same number
of points as the original number of trees or seedlings of the plot (Illian
et al., 2008; Baddeley et al., 2014). But, as has been proven by
Loosmore and Ford (2006), the mentioned graphical approach and the
subsequent tests deriving from the diﬀerences among the envelope
values and that from the observed patterns might not be a valid method
for inference as it provides incorrect Type I error rates. According to
Grabarnik et al. (2011) the Type I error issue can be tackled by using a
very high number of simulations, but even though, it does not provide a
way to obtain a p-value. The power of a test is deﬁned as the probability
of rejecting the null hypothesis when it is false, that is what is usually
relevant, and it increases with the number of simulations and is also
linked to the summary function used and the statistical test applied
(Baddeley et al., 2014; Grabarnik et al., 2011). In order to obtain signiﬁcance values for the analysis, Diggle-Cressie-Loosmore-Ford (DCLF)

2.3.2. Analysis of spatial association among forest compartments: trees,
recruitment and shrubs
2.3.2.1. Conventional approach: second-order characteristics of point
patterns. Bivariate second-order characteristics were used as a ﬁrst
approach to explore the spatial relationship of compartments that can
be considered made up of individual points, namely adult trees and
seedlings. Multitype pair correlation functions (cross-type) were used to
determine the spatial relationship among adult trees and seedlings. This
is a generalization of the pair correlation function for categorical
marked point patterns (Illian et al., 2008; Baddeley et al., 2017). In
our case, marks are categorical values and refer to tree developmental
type with two categories: adult tree and seedling. For any marked point
pattern in which the position of type i points are independent of that of
the type j points, what has been considered as a condition of random
superposition of point patterns (Illian et al., 2008), the theoretical value
of the cross-type pair correlation function (gij(r)) equals 1 for each
distance value r, and the partial pair correlation functions of the
subprocesses gii(r) and gjj(r) may be diﬀerent (Illian et al., 2008).
Values of gij(r) larger than one suggest a positive correlation and
smaller ones indicate a negative spatial relationship for the target
distance among points. In order to assess the signiﬁcance of the
departure from independence of the point patterns, and assuming as
null hypothesis the random superposition between the tree point
patterns and the seedling ones, we used random shifts (Illian et al.,
2008) to generate 99 simulations of point patterns, each of which with
the same spatial structure and number of points as the original point
patterns. Because they are multitype point patterns, the simulated
patterns were constructed by ﬁxing the original seedling patterns and
random shifting the adult tree patterns in each simulation.
As in the previous case, in order to obtain signiﬁcance values for the
analysis, Diggle-Cressie-Loosmore-Ford (DCLF) and Maximum Absolute
Deviation (MAD) deviation tests were performed to assess the departure
from spatial independence between trees and seedlings. Following the
recommendations of Grabarnik et al. (2011), the summary function
used was the L function and the number of simulations was set in 999.
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Fig. 2. Variation of Min(PPt(r)) with proportion of ground covered by global neighborhood, υ(r), (x in the ﬁgure) and the proportion of ground covered by polygonwise strata, ρ (y in the ﬁgure).

Spatial point pattern indices and graphs were computed with R.
In our case, we can expect a diﬀerent degree of dominance between
the two types of points (trees and seedlings) (Illian et al., 2008). Adult
trees can be considered dominant over seedlings in the sense that
seedlings appear only once adult trees have taken up their locations in
the stand. Moreover, due to the marked diﬀerences in size between
seedlings and trees when considered as individuals, we can also expect
some diﬃculties in the interpretation of the graphical shape of multitype second-order characteristics as cross-pair correlation function.
When there are two types of points (two sub-processes), one of which is
a cluster process such as our adult trees or seedlings as will be shown in
Section 3.2, and the density (intensity) of one of them (adult trees) is
small but the intensity of the other (seedlings) is large – as we can
expect in our case – then there may be mainly points of the second type
(seedlings) in the neighborhood of a point of the ﬁrst type (trees),

Table 1
Stand characteristics of experimental plots. N: tree density (saplings and poles);
G: basal area; Dg: mean DBH; H: mean tree height; Ns: density of saplings
(H > 1.3 m, DBH < 7.5 cm).
Plot

N (trees/
ha)

G (m2/
ha)

Dg (cm)

H (m)

Ns (trees/
ha)

Seedlings/ha

1
2
3
4
5
6
7
8
9
MEAN

783.7
359.2
187.8
195.9
163.3
187.8
179.6
236.7
261.2
283.9

19.6
18.6
25.6
16.8
24.9
29.8
21.9
23.7
39.4
24.5

17.8
25.7
41.7
33.1
44.1
45.0
39.4
35.7
43.8
33.1

4.5
4.6
11.1
5.9
10.7
9.0
8.4
7.3
6.5
6.6

514.3
204.1
24.5
89.8
24.5
89.8
65.3
122.4
130.6
140.6

1044.9
595.9
1355.1
1502.0
2351.0
1240.8
1608.2
1444.9
873.5
1335.1

Fig. 3. Graphic representation of test plot. Adult trees (black dots) and compound r-neighborhood (r = 1 m): the portion of r-neighborhood overlapped by shrubs (left)
or recruitment patches (right) is shown in red; the portion of r-neighborhood not overlapped by understory patches is shown in green. Orange polygons (left): shrub
patches. Pink polygons (right): recruitment patches. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this
article.)
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Fig. 4. DBH histograms of experimental plots.

despite the eventual clustering of points of the ﬁrst type (trees). This
will occur even if the two processes (trees and seedlings) are independent (Illian et al., 2008, p. 330).
The diﬀerent scales of individuals and neighborhood sizes of adult
trees and seedlings were assessed using the new approach to parameterized neighborhoods described by Rajala and Illian (2012) for
traditional NNI, particularly the mingling or exposure index. This approach consists in a generalization of the conventional NNI deﬁned for
the nearest neighbors to a variable (parameterized) dimension of
neighborhoods along a previously deﬁned range r. It allows comparing
the variation of the index value with increasing size of neighborhoods,
as well as showing the diﬀerent performance of individuals whose
neighborhoods act at diﬀerent spatial scales. In our case, we computed
spatial segregation indices as tree-seedling mingling index generalization to parameterized neighborhoods independently for trees vs.
seedlings and for seedlings vs. trees. The approach was applied using
the newly delivered ‘spatialsegregation’ package of R (Rajala, 2017).

spatially represented by points and others by polygons. Guo et al.
(2013) extended the cross K-function to develop new local and global
indicators of spatial association between polygons and points at
diﬀerent spatial distance scales. We have used an adaptation of the
method developed by Guo et al. (2013) to assess spatial relationships
among forest compartments that are considered as points and polygon
patterns. In our study, adult trees are always considered as points and
shrubs as polygons, while recruitment is considered both as points
(individual seedlings) and polygons (recruitment patches). Qgis was
used for graphical issues.
To assess the spatial relationship between these two types of patterns, Guo et al. (2013) suggest assigning a non-overlapping zone of
inﬂuence (neighborhood) to each point (trees or individual seedlings in
our case). Using non-overlapping buﬀers as zones of inﬂuence of points
allows avoiding the local correlation of spatial statistics among clustered trees, as it is the prevailing pattern in our case, as discussed below
(Section 3.2). To build these zones of inﬂuence, the whole plot is partitioned in non-overlapping regions by generating Voronoi polygons for
control points (adult trees or seedlings) (Boots and Okabe, 2007). Plot
edge eﬀect issues while constructing Voronoi partitioning were addressed by including some “dummy” points around and well apart from
the plot in the process. For each point (tree), a buﬀer zone of radius r

2.3.2.2. New approach: local and global indicators of spatial association of
points and polygons (Guo et al., 2013). We used the Test Plot (plot 1) to
investigate a new approach to assess spatial association among forest
compartments of diﬀerent spatial nature, some of which are better
140
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Fig. 5. Maps of trees and seedlings in the experimental plots. Green dots: trees; red dots: seedlings. (For interpretation of the references to color in this ﬁgure legend,
the reader is referred to the web version of this article.)
Table 2
Mean nearest neighbors spatial indices for trees in experimental plots. CE: Clark
and Evans aggregation index; TD4, TH4: Von Gadow diﬀerentiation indices for
DBH and H (4 neighbors); UAI: uniform angle index; MDI: mean directional
index; D1: mean distance to the nearest neighbor.
Plot

CE

TD4

TH4

UAI

MDI

D1

1
2
3
4
5
6
7
8
9
Mean

0.71
0.75
0.45
0.67
0.63
0.62
0.71
0.75
0.36
0.63

0.48
0.51
0.53
0.62
0.57
0.52
0.54
0.37
0.52
0.52

0.34
0.44
0.46
0.48
0.41
0.42
0.49
0.28
0.33
0.40

0.58
0.61
0.72
0.53
0.50
0.56
0.60
0.56
0.61
0.58

2.26
2.38
2.99
2.28
0.81
2.41
2.30
2.24
2.20
2.21

1.19
2.22
2.18
3.50
3.20
3.63
2.88
2.82
2.07
2.63

Table 3
Mean nearest neighbor indices (NNI) for seedlings in the experimental plots.
CE: Clark and Evans aggregation index; UAI: uniform angle index; MDI: mean
directional index; D1: mean distance to the nearest neighbor.
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Plot

CE

UAI

MDI

D1(m)

1
2
3
4
5
6
7
8
9
Mean

0.53
0.49
0.53
0.38
0.65
0.39
0.37
0.49
0.44
0.47

0.60
0.59
0.60
0.63
0.61
0.62
0.60
0.61
0.55
0.60

2.28
2.36
2.32
2.43
2.37
2.44
2.31
2.26
1.97
2.30

0.84
1.19
0.81
0.55
0.69
0.58
0.56
0.64
0.76
0.74
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Fig. 6. Pair correlation functions of adult tree spatial patterns in the experimental plots (continuous black line). Shaded areas are simulation envelopes for 99 CSR
realizations of the uniform Poisson point process with the same number of points as the original patterns.

or local ones. The individual or local association index, PPi(r), was
computed for each control point i (each tree or seedling in our case) and
each distance value r as the proportion of the i r-neighborhood overlapping the targeted polygons compared to the proportion of the whole
plot area covered by all targeted polygons (1) . We used the individual
indicator as deﬁned by Guo et al. (2013).

was then clipped by its Voronoi polygon to produce its non-overlapping
r-neighborhood. Only in-plot sections of neighborhoods were considered.
To accomplish this condition, polygons (shrub or recruitment patches)
and constructed neighborhoods of point-wise elements were clipped by
plot boundaries (see Figs. 13–18).
Areas of r-neighborhoods that overlapped each type of polygon-wise
understory strata were computed: neighborhoods of trees were overlapped with shrub patches and with recruitment patches and neighborhoods of seedlings were overlapped with shrub patches (see
Figs. 13–18). To deﬁne the global and local indicators of the spatial
relationship between trees and polygons (shrubs and recruitment), the
proportion of neighborhoods overlapped by polygons was compared to
the proportion of plot area covered by polygons, as explained in the
next paragraph.
Guo et al. (2013) proposed local and global indicators of spatial
association among point and polygon features. The global indicator
proposed by Guo et al. (2013), PP(r), is the average value of individual

m

PPi (r ) =

1 ∑ j = 1 Area ((Pi (r ) ∩ Ti ) ∩ Rj )
ρ
Area (Pi (r ) ∩ Ti )

(1)

where Pi(r) is the buﬀer zone of radius r of point i; Ti is the Voronoi
polygon of point i; Pi (r ) ∩ Ti is the r-neighborhood of point i; Rj is the
polygon j (shrub or recruitment patch) considering in the three cases
only the portion of these areas included in the plot (clipped by plot
boundary) as described above in this section); m is the total number of
polygons (shrub or recruitment patches) in the plot; and ρ is the proportion of plot area covered by polygons (2)
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Fig. 7. Pair correlation functions of seedling spatial patterns in the experimental plots (continuous black line). Shaded areas are simulation envelopes for 99 CSR
realizations of the uniform Poisson point process with the same number of points as the original patterns.
m

ρ=

neighborhoods, we summed up the areas of all individual r-neighborhoods, as they are non inter-overlapping and none of them exceed the
plot boundaries.

∑ j = 1 Area (Rj )
Plot Area

(2)

Regarding the global indicator, besides looking at that proposed by
Guo et al. (2013), PP(r), as the average of local indicators, we have
investigated a variation of it and deﬁned, PPt(r), for each distance r
using a compound global r-neighborhood area for the whole set of points
(Fig. 3). The aim of this approach is to focus on the tree story compartment of each plot as a whole instead of its individual elements. The
clustered and patchiness nature of the open forest studied makes it
meaningful because the isolated tree patches can perform as supra-individuals regarding the regeneration dynamics. Forest dynamics are
better described using forest patches as units rather than individual
trees, especially in very irregular and open forests as in our case. This
new global index PPt(r) compares the area of these compound neighborhoods that overlap polygons to the proportion of the whole plot area
covered by polygons as in (3). To compute the compound global r-

n

PPt (r ) =

m

1 ∑i = 1 ∑ j = 1 Area ((Pi (r ) ∩ Ti ) ∩ Rj )
n
ρ
∑i = 1 Area (Pi (r ) ∩ Ti )

(3)

where n is the number of points (trees or seedlings) in the plot.
A value of PPt(r) signiﬁcantly greater than one would indicate an
attractive spatial relationship between the compartment made up of
points (tree or recruitment strata) and the compartment formed by
polygons (shrub or recruitment patches), as there would be more
overlapping between tree neighborhoods and polygons than expected
randomly, as the overlapping rate of the neighborhood area would be
greater than that of the whole plot. In contrast, values clearly smaller
than one would show a repulsive spatial relationship between pointwise and polygon-wise compartments, as the overlap between
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irregular among plots but there are very large old trees (DBH > 80 cm)
in most plots, which produces an average mean DBH of more than
30 cm, but a high variation among plots with values ranging from 18 to
45 cm. Tree density is markedly low, but the mean basal area reaches
almost 25 m2/ha, with a maximum of nearly 40 m2/ha due to the existence of some very large old trees.

Table 4
p-values obtained in DCLF deviation test and MAD test for 9 experimental plots,
independently performed for adult trees (T) and seedlings (S), for L function
and 999 CSR simulations. Signiﬁcance symbols: **: p < 0.05; ***:p < 0.01.
Plot number
1
1
2
2
3
3
4
4
5
5
6
6
7
7
8
8
9
9

TS
T
S
T
S
T
S
T
S
T
S
T
S
T
S
T
S
T
S

DCLF test
***

0.001
0.001***
0.007***
0.001***
0.004***
0.001***
0.005***
0.001***
0.204
0.001***
0.039**
0.001***
0.046**
0.001***
0.001***
0.001***
0.001***
0.001***

MAD test
0.001***
0.001***
0.007***
0.001***
0.011**
0.001***
0.009***
0.001***
0.356
0.001***
0.143
0.001***
0.073
0.001***
0.023**
0.001***
0.001***
0.001***

3.2. Tree and recruitment spatial structure: univariate analysis
The spatial distribution of the trees and seedlings in the experimental plots can be seen in Fig. 5.
NNI were investigated to assess the spatial patterns of trees and
seedlings in relation to their close proximity (Tables 2 and 3). At short
range, the spatial patterns of the trees (Table 2) appear as aggregates,
since the CE values are clearly smaller than one, thus indicating that the
average distance to the nearest neighbors of individual trees is shorter
than expected in a Poisson spatial distribution of similar density. Aggregation is not so markedly shown by the UAI and MDI indices, which
are computed in relation to the four nearest neighbors instead of the
only one used in the CE index. The mean UAI ﬁgures slightly exceed the
value of 0.5, which would correspond to a random pattern of trees. The
MDI shows an average value of 2.21, which is higher than the typical
value of a non-correlated spatial pattern (1.8) and again reveals a
moderate aggregation pattern of tree neighbors (see Fig. 5).
Regarding the dimensional spatial patterns of trees, the values of the
Von Gadow diﬀerentiation indices indicate a marked size diﬀerentiation among neighboring trees which is more pronounced for DBH than
for height, thus suggesting that there is a tendency towards a dissimilar
size of neighbors. Assuming that this is an open forest stand with little
competition, the size diﬀerentiation among neighboring trees is most
likely due to the mixture of age classes at short distances caused by
uneven-aged dynamics of regeneration rather than any diﬀerentiation
process driven by competition (see Fig. 5).
Recruitment NNIs were investigated only in relation to spatial location but not size. Table 3 shows that the values of the aggregation
indices for seedlings are similar to those for adult trees, or even suggesting a more marked aggregation pattern. The CE index shows a
lower average value, while the MDI index shows a higher value.
A comparison of the mean distances of trees and seedlings to the
nearest neighbor (D1) shows the diﬀerential spatial scales of both
patterns, where the seedling values are much lower (mean D1: 0.74 m)
than the adult tree values (mean D1: 2.63 m).
According to the values of pair correlation functions (Fig. 6), it
seems that the long-range spatial performance of adult trees shows a
prevailing aggregation pattern of trees, although the departure from
randomness does not seem always signiﬁcant, as can be seen by the
overlapping with the simulation envelopes in some cases. The ﬁability
will be seen through the results of deviations tests performed.
The long-range patterns of seedlings appear to be more consistently
aggregated (Fig. 7). In all cases, the pair correlation functions clearly
exceed the simulation envelope up to diﬀerent distances.
In order to obtain signiﬁcance values for the long-range spatial
analysis, Diggle-Cressie-Loosmore-Ford (DCLF) and Maximum Absolute
Deviation (MAD) deviation tests were performed and p-values are
presented in Table 4
Here it is conﬁrmed that both trees and seedlings present, in eight of
the nine plots studied, a highly signiﬁcant departure from spatial randomness and, as has been shown in the previous paragraph the departure is towards clustering in all cases. Plot 5 is the only one that do
not accomplish this condition, and still plot 6 shows a non signiﬁcant pvalue, but only for MAD test. In general, levels of signiﬁcance are
higher for seedlings that for trees, what could also be appreciated in
Figs. 6 and 7.

neighborhoods and polygons would be signiﬁcantly smaller than expected, according to the whole plot value. Increasing r values should
lead to index values progressively closer to one as the compound
neighborhood approaches the whole plot area. Therefore, by varying
the buﬀer radius r, the index allows estimating the range of the detected
spatial association, which can be of great interest in interpreting the
nature of such spatial associations.
The range of values of the global index PPt(r) as deﬁned in (3) varies
with the relative values of ρ and the proportion of ground covered by
the increasing global neighborhood of point-wise strata, υ(r), both
variables ranking from 0 to 1. Max(PPt(r)) is deﬁned as follows: if
ρ > υ(r) then Max(PPt(r)) = 1/ρ, else Max(PPt(r)) = 1/υ(r) (Fig. 1).
The minimum value of Max(PPt(r)) equals one, when the whole plot is
covered by the global neighborhood. The index does not ﬁt well for
very low values of polygon-wise cover, because it skyrockets.
Min (PPt(r)) is deﬁned by the next expression:if ρ > (1 − υ(r)) then
Min (PPt(r)) = (ρ − (1 − υ(r))/ρυ(r)) else Min(PPt(r)) = 0
Min(PPt(r)) varies between 0 and 1 (Fig. 2).
Both local and global indices have been computed for increasing
buﬀer r values (0.5–6 m for trees and 0.25–4 m for seedlings) to investigate the variation of the spatial relationship between points (trees
or seedlings) and polygons with distance and the spatial range of spatial
association among these forest compartments.
In order to assess the signiﬁcance of the departure from independence of the spatial association among control points (trees or
seedlings) and polygons, new patterns of each of point-wise components were generated by random shifting the original ones. and global
and local indices were computed for these points in the same way as for
the actual control points. New global index PPt(r) has been useful to
investigate the nature and distance range of spatial relationship between studied forest compartments considering point-wise components
as unique elements. The signiﬁcance of spatial association was assessed
by comparing the mean values of local indices for each pair of point sets
(tree points and randomly shifted ones) using comparison of means.
3. Results
3.1. Tree population structure
Table 1 shows the main stand characteristics of the experimental
plots and Fig. 4 shows the DBH histograms. As can be seen, the stand
has a highly irregular structure with a wide DBH range as a result of its
uneven-aged structure. The abundance of young trees (saplings) is quite
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Fig. 8. Multitype pair correlation functions (cross-type) for tree developmental stages: adult trees and seedlings in the experimental plots. r: distance in m (from
seedlings to trees). Shaded areas are simulation envelopes for 99 random shifted point patterns. (Simulations randomly shifting adult tree patterns while seedling
patterns remain ﬁxed.)

3.3. Spatial association among trees, recruitment and shrubs: bivariate
analysis

Table 5
p-values obtained in DCLF deviation test and MAD test for 9 experimental plots,
for L function and 999 simulations generated by random shifting the original
tree point patterns. Signiﬁcance symbols: *: p < 0.1; **:p < 0.05; ***:p < 0.01.
Plot

DCLF test

MAD test

Distance values

1
2
3
4
5
6
7
8
9

0.412
0.593
0.198
0.381
0.609
0.037**
0.005***
0.042**
0.365

0.421
0.616
0.052*
0.521
0.705
0.006***
0.011**
0.014**
0.271

8.4
8.3
8.8
8.7
8.8
8.2
8.9
8.2
6.0

3.3.1. Point patterns analysis: trees and seedlings
Fig. 8 shows the cross-pair correlation functions for trees and
seedlings. The functions were computed considering the distances from
seedlings to trees, as the main interest of the analysis is to investigate
the position of seedlings (more recently incorporated to the stand) in
relation to the previously existing ones (adult trees).
Fig. 8 does not allow detecting any predominant tendency in the
spatial relationship between adult trees and seedlings. Besides, the simulation envelopes show a very wide range of variation of cross pair
correlation values for shifted patterns, that makes even less probable
that this analysis can show any signiﬁcant relationship among the
analyzed forest compartments.
As it can be seen in Table 5, only plots 6, 7 and 8 show a signiﬁcant
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Fig. 9. Spatial segregation indices. (Mingling index generalization to parameterized neighborhoods.) Red dots: mingling of seedlings (with adult trees). Green dots:
mingling of adult trees (with seedlings). (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)

seedling neighbors are other seedlings, the cross-pair correlation function would show values lower than one even if there were a positive
spatial correlation among adult trees and seedlings.
As can be seen in Fig. 9, which shows the generalized spatial segregation indices (Rajala, 2017), this is mostly our case. The seedlings
show much lower mingling indices (seedlings-trees) than the adult trees
(trees-seedlings). This is why we propose a new approach to analyze
spatial correlation among these two type of forest compartments, consisting in considering the smallest and more numerous individuals
(seedlings) as patches instead of individual points. Moreover, this approach also allows investigating the spatial relationship between trees
and other understory components such as shrubs or herbaceous patches
that cannot be considered as individuals.

departure from independence between trees and seedlings but only in a
narrow interval around 4–5 m distance, as can be seen in Fig. 8, values
of cross pair correlation functions slightly exceed the simulation envelop in an intermediate interval of the distances range, denoting some
kind of association at these distances.
The main problem of this approach is the clustered patterns of trees
and seedlings, which are more marked for recruitment than adult trees.
In addition, the large diﬀerences in tree size and tree density between
seedlings and adult trees result in very diﬀerent spatial pattern scales
for both types of plants when they are considered as points (independent individuals). In these cases, cross-pair correlation functions
may provide misleading results in short distances. Even if the two point
patterns are independent, the values could be larger than one due to the
diﬀerences in density and the spatial scale of inter-tree distances: the
nearest neighbors of adult trees are more likely to be seedlings than
other adult trees because of the much higher density of seedlings, even
if there is no spatial relationship among them. Moreover, if most of the

3.3.2. Polygon and point patterns analysis: trees, seedlings and shrubs
Plot 1, which contains 95 trees (Figs. 13 and 15), was used to
analyze this approach and test the proposed method (Guo et al., 2013).
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between adult trees and seedling patches in plot 1 (Fig. 11a) that was
not revealed by the point pattern analysis. The visual aspect of the plot
seems to show some kind of association between trees and seedlings
(Fig. 13). The proportion of the tree neighborhood overlapped by recruitment coverage is more than double the global ratio of the recruitment coverage of the whole plot in the shortest ranges, gradually
reducing the diﬀerences up to a distance of 6 m. Shifted trees present
global values quite close or even lower than one for the whole range.
The global index values for adult trees and shrubs for the same
distance range indicate a negative spatial relationship (Fig. 11b), being
the proportion of tree neighborhood overlapped by shrub coverage less
than 70% of that of the whole plot shrub coverage for the shortest
distances (Fig. 15). However, the global index value reaches the value
of 1 more rapidly than the previous case, in about 3 m, thus suggesting
that the range of the spatial relationship between trees and shrubs is
spatially shorter than the range of trees and recruitment.
Finally, the global index values for seedlings and shrub patches
clearly show a negative spatial relationship among the two understory
compartments (Fig. 11c). The initial values are close to 60% of the total
shrub coverage of the plot for the shortest ranges and, unlike the adult
trees, the segregation between these compartments extends even farther than the studied range of 4 m (Fig. 17).
Fig. 10. Plot 1 understory covers. Orange polygons: non-overlapped shrub
patches; pink polygons: non-overlapped recruitment patches; brown polygons:
overlapping shrub and recruitment patches. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of
this article.)

3.3.2.2. Local association index values, PPi(r). In order to conﬁrm the
trends indicated by the observed global index values when the diﬀerent
forest compartments of the plot are considered as unique elements, we
compared the average local association index values, PPi(r), of trees and
seedlings, to the index values obtained for sets of equal numbers of
random shifted points.
The graphic representations of the Test Plot show the point and
polygon elements considered in each case and some of the neighborhoods of increasing ranges built for the point elements in order to
compute the PPi(r) values (Figs. 13–18).
The mean and standard errors of the PPi(r) values for actual trees
and seedlings are compared with those of the dummy random shifted
points for the neighborhood ranges considered (Fig. 12). In all cases,
signiﬁcant diﬀerences are found among actual trees or seedlings and
the respective sets of random shifted points for every distance. As expected, random shifted points show PPi(r) values that remain close to
the value one, even if there is some signiﬁcant departure from this
value, but the PPi(r) values for trees and seedlings show signiﬁcant
diﬀerences from the corresponding random shifted points for all the
neighborhood ranges considered.
The mean values of the local indices show the same trend as the
global indices, even if the values are not coincidental (the range of
association of the plot compartments considered as a whole is not equal

We generated another 95 fake trees by randomly shifting the original
set in the plot (Figs. 14 and 16). The regeneration of plot 1 comprises
128 seedlings (Fig. 17) and we have generated another 128 fake
seedlings by randomly shifting the original ones (Fig. 18). Fig. 10 shows
the two polygonal components considered in this approach: shrub and
recruitment covers.
As mentioned above (Section 2.3.2.2), recruitment is considered
here as both individuals (points) and polygons. Individual seedlings
were used to examine the spatial relationship between recruitment and
shrub cover, while recruitment polygons were used to analyze the
spatial relationship between trees and recruitment.
3.3.2.1. Global association index values, PPt(r). The global association
index values for neighborhoods of increasing ranges r, PPt(r), are shown
in Fig. 11. Three diﬀerent forest compartments were studied: the upper
story (adult trees) and the two compartments of the understory (shrubs
and recruitment).
With this approach, we can observe a positive spatial association
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Fig. 11. Global association index values (PPt(r)) in Test Plot for neighborhoods ranging from 0.5 to 6 m. (a) Adult trees vs. regeneration cover; (b) adult trees vs.
shrub cover; (c) seedlings vs. shrub cover. Green lines:actual points (trees or seedlings), red lines: shifted points, doted lines: maximum and minimum values for the
actual value of ρ, black line: reference for independence. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of
this article.)
147

Forest Ecology and Management 424 (2018) 136–153

B. Abellanas, P. Pérez-Moreno

b)

a)

Mean PPi for Shrub cover. Trees vs Random shifted trees

Mean PPi for Regeneration cover. Trees vs Random shifted trees
3.0

2.5

1.0

Ppi

Ppi

2.0

1.5

0.5
1.0

0.5
PTO

pto
Shifted points

0.0
0.5

1

2

2.5

3

4

5

Shifted points

0.0

Tree points

Tree points

6

0.5

r

1

2

2.5

3

4

5

6

r

c)
Mean PPi for Shrub cover. Seedlings vs Random shifted seedlings

Ppi

1.0

0.5

PTO
Shifted points

0.0

Seedlings

0.25

0.5

1

1.5

2

2.5

3

4

r

Fig. 12. Mean and standard error of local association index values (PPi(r)) for trees and random shifted points in Test Plot (plot 1) for neighborhoods ranging from
0.5 to 6 m. (a) Adult trees and regeneration cover polygons; (b) adult trees and shrub cover polygons; (c) seedlings and shrub cover polygons. Trees/seedlings shown
in blue and random shifted points shown in red. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this
article.)

individuals (points), which are bigger and more spread out (adult trees)
and ground covers or patches (polygons), whose individual elements
are relatively small, more numerous and more spatially gathered.
This method was used in combination with conventional point
pattern analysis to compare the diﬀerent approaches to assessing the
spatial dynamics of forest compartments at diﬀerent spatial scales.
Particularly, we have investigated the high-altitude open forest of Pinus
nigra subsp. salzmannii in Mediterranean ranges of southern Spain. Due
to the openness of this kind of forest, which is the result of a combination of a high-altitude condition, a Mediterranean climate characterized by summer drought and the presence of wild and livestock
herbivores, the understanding of regeneration processes in relation to
the non-tree compartments of forest systems is crucial for future conservation of these forests, especially with regard to the threats of climate change.
As previously discussed, the spatial association between these
compartments is an important indicator of the dynamic processes occurring in this type of forest. Our results show a positive spatial relationship between adult trees and recruitment, as well as the spatial

to the average values of the individuals that make up these compartments). Hence, we can conﬁrm a statistically signiﬁcant spatial association between the point-wise and the polygon-wise forest elements.
Both adult trees and seedlings show a signiﬁcant spatial segregation
from shrub patches and the mean local values do not reach spatial independence in the distance range studied. Adult trees also show a signiﬁcant spatial aggregation with recruitment patches that expand farther than the observed distance range.
4. Discussion and conclusions
The method used to investigate the spatial relationship among different forest strata inspired in Guo et al. (2013) has proved very useful
to analyze dependence relationships among diﬀerent forest compartments, speciﬁcally overstory made up of adult trees and two main understory strata comprising shrub and tree recruitment compartments.
The main drawbacks of conventional point pattern analysis applied to
elements that operate at diﬀerent spatial and dimensional scales can be
mitigated by considering them as vectors of a diﬀerent nature:
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Fig. 13. Graphical representation of Plot 1: trees (dots) and recruitment (pink polygons) (top left) and neighborhoods of increasing ranges r: 0.5, 1, 2, 3 and 4 m. Red
areas are tree-neighborhood areas overlapped by recruitment polygons. Green areas are tree-neighborhood areas not overlapped by recruitment polygons. (For
interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)

Fig. 14. Graphical representation of Plot 1: random shifted trees (rs-trees) (blue dots) and recruitment (pink polygons) (top left) and neighborhoods of increasing
ranges r: 0.5, 1, 2, 3 and 4 m. Red areas are rs-trees neighborhood areas overlapped by recruitment polygons. Green areas are rs-trees neighborhood areas not
overlapped by recruitment polygons. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)
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Fig. 15. Graphical representation of Plot 1: trees (dots) and shrub cover (orange polygons) (top left) and neighborhoods of increasing ranges r: 0.5, 1, 2, 3 and 4 m.
Red areas are tree-neighborhood areas overlapped by shrub polygons. Green areas are tree-neighborhood areas not overlapped by shrub polygons. (For interpretation
of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)

Fig. 16. Graphical representation of Plot 1: random shifted (rs) trees (blue dots) and shrub cover (orange polygons) (top left) and neighborhoods of increasing ranges
r: 0.5, 1, 2, 3 and 4 m. Red areas are rs-trees neighborhood areas overlapped by shrub polygons. Green areas are rs-trees neighborhood areas not overlapped by shrub
polygons. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)
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Fig. 17. Graphical representation of Plot 1: seedlings (red dots) and shrub cover (orange polygons) (top left) and neighborhoods of increasing ranges r: 0.5, 1, 2, 3
and 4 m. Red areas are seedling-neighborhood areas overlapped by shrub polygons. Green areas are seedling-neighborhood areas not overlapped by shrub polygons.
(For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)

Fig. 18. Graphical representation of Plot 1: random shifted (rs) seedlings (blue dots) and shrub cover (orange polygons) (top left) and neighborhoods of increasing
ranges r: 0.5, 1, 2, 3 and 4 m. Red areas are rs-seedlings neighborhood areas overlapped by shrub polygons. Green areas are rs-seedlings neighborhood areas not
overlapped by shrub polygons. (For interpretation of the references to color in this ﬁgure legend, the reader is referred to the web version of this article.)
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isozyme analysis to the taxonomic status of the species. SilvaeGenetica 43 (1), 20–30.
Siles, G., Rey, P.J., Alcántara, J.M., Ramírez, J.M., 2008. Assessing the long-term contribution of nurse plants to restoration of Mediterranean forests through Markovian
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01574.x.
Simard, S.W., Radosevich, S.R., Sachs, D.L., Hagerman, S.M., 2006. Evidence for competition and facilitation trade-oﬀs: eﬀects of Sitka alder density on pine regeneration
and soil productivity. Can. J. For. Res. 36 (5), 1286–1298. http://dx.doi.org/10.
1139/x06-040.
Smit, C., Béguin, D., Buttler, A., Müller-Schärer, H., 2005. Safe sites for tree regeneration
in wooded pastures: a case of associational resistance? J. Veg. Sci. 16, 209–214.
http://dx.doi.org/10.1111/j.1654-1103.2005.tb02357.x.
Smit, C., Ouden, J., Müller-schärer, H., 2006. Unpalatable plants facilitate tree sapling
survival in wooded pastures. J. Appl. Ecol. 43, 305–312. http://dx.doi.org/10.1111/
j.1365-2664.2006.01147.x.
Tapias, R., Climent, J., Pardos, J.A., Gil, L., 2004. Life histories of Mediterranean pines.

segregation of these two compartments in relation to shrub layer even
though these results were not clearly detected in the point pattern
analysis conducted in relation with the two compartments that have
been analysed by both methods: adult trees and seedlings. Under these
conditions, the share of open space between the more dynamic strata –
shrubs and seedlings – seems to be driven mostly by the presence of
adult trees. The proximity of recruitment to adult trees and the segregation between seedlings and shrubs could be due to a mainly lightdriven process in understory layer dynamics. More light-demanding
shrub species occupy areas with more light that are far enough from
adult trees, while Pinus nigra seedlings, which is quite a tolerant species,
has more survival and growth possibilities in the shadow of their parent
trees, where competition with shrub elements is less intense. Although
there is some herbivory in these forests, it does not appear to act as a
main factor in relation to the tree regeneration process, as the eventual
protection that shrubs provide to the seedlings does not seem to be as
relevant as producing a positive spatial association between shrubs and
recruitment. Summer drought has been reported to be one of the main
limiting factors of black pine tree recruitment (Tíscar, 2007; Fyllas
et al., 2008; Tiscar and Linares, 2011a, 2011b). This could explain why,
in these conditions, the eﬀect of water competition of shrub elements
could be greater than the eﬀect of their grazing-protection performance
in the pine recruitment processes.
References
Afzal-Raﬁi, Z., Dodd, R.S., 2007. Chloroplast DNA supports a hypothesis of glacial refugia
over postglacial recolonization in disjunct populations of black pine (Pinus nigra) in
western Europe. Mol. Ecol. 723–736. Version online: 29 NOV 2006. http://doi.org/
10.1111/j.1365-294X.2006.03183.x.
Baddeley, A., Diggle, P.J., Hardegen, A., Lawrence, T., Milne, R.K., Nair, G., 2014. On
tests of spatial pattern based on simulation envelopes. Ecol. Monogr. 84, 477–489.
http://dx.doi.org/10.1890/13-2042.1.
Baddeley, A., Turner, R., Rubak, E., 2017. Spatial Point Pattern Analysis, Model-Fitting
Simulation, Tests. < http://spatstat.org/resources/spatstatManual.pdf > .
Bojovic, S., Jurc, M., Drazic, D., Pavlovic, P., Mitrovic, M., Djurdjevic, L., Dodd, R.S.,
Afzal-Raﬁi, Z., Barbero, M., 2005. Origin identiﬁcation of Pinus nigra populations in
southwestern Europe using terpene composition variations. Trees 19, 531–538.
http://dx.doi.org/10.1007/s00468-005-0411-x.
Boots, B., Okabe, A., 2007. Local statistical spatial analysis: inventory and prospect. Int. J.
Geograph. Inform. Sci. 21 (4), 355–375. http://dx.doi.org/10.1080/
13658810601034267.
Boulant, N., Kunstler, G., Rambal, S., Lepart, J., 2008. Seed supply, drought, and grazing
determine spatio-temporal patterns of recruitment for native and introduced invasive
pines in grasslands. Divers. Distrib. 14, 862–874. http://dx.doi.org/10.1111/j.14724642.2008.00494.x.
Calama, R., Manso, R., Lucas-Borja, M.E., Espelta, J.M., Piqué, M., Bravo, F., Peso, C.,
Pardos, M., 2017. Natural regeneration in Iberian pines: a review of dynamic processes and proposals for management. For. Syst. 26 (2), 1–20. http://dx.doi.org/10.
5424/fs/2017262-11255.
Camarero, J.J., Gutiérrez, E., Fortin, M.J., Ribbens, E., 2005. Spatial patterns of tree recruitment in a relict population of Pinus uncinata: forest expansion through stratiﬁed
diﬀusion. J. Biogeogr. 32, 1979–1992. http://dx.doi.org/10.1111/j.1365-2699.2005.
01333.x.
Castro, J., Zamora, R., Hódar, J.A., Gómez, J.M., Gómez-Aparicio, L., 2004. Beneﬁts of
using shrubs as nurse plants for reforestation in Mediterranean mountains: a 4-year
study. Restorat. Ecol. 12, 352–358.
Clark, P.J., Evans, F.C., 1954. Distance to nearest neighbor as a measure of spatial relationships in populations. Ecology 35 (4), 445–453.
Corral-Rivas, J.J., 2006. Models of Tree Growth and Spatial Structure for Multispecies,
Uneven-aged Forests in Durango (Mexico) (Ph.D. thesis). University of Göttingen,
135 p.
Dietrich, R., Gore, S., Hossain, S.M.Y., Anand, M., 2017. Over and understory controls on
red pine establishment and seedling survival in the largest remaining old-growth red
pine forest. For. Ecol. Manage. 385, 57–64. http://dx.doi.org/10.1016/j.foreco.2016.
11.02110.1093/treephys/tpq052.
Dovčiak, M., Reich, P.B., Frelich, L.E., 2003. Seed rain, safe sites, competing vegetation,
and soil resources spatially structure white pine regeneration and recruitment. Can. J.
For. Res. 33 (10), 1892–1904. http://dx.doi.org/10.1139/x03-115.
Fulé, P.Z., Ribas, M., Gutiérrez, E., Vallejo, R., Kaye, M.W., 2008. Forest structure and ﬁre
history in an old Pinus nigra forest, eastern Spain. For. Ecol. Manage. 255, 1234–1242.
http://dx.doi.org/10.1016/j.foreco.2007.10.046.
Fyllas, N.M., Dimitrakopoulos, P.G., Troumbis, A.Y., 2008. Regeneration dynamics of a
mixed Mediterranean pine forest in the absence of ﬁre. For. Ecol. Manage. 256
(2008), 1552–1559. http://dx.doi.org/10.1016/j.foreco.2008.06.046.
Gadow, K., Fuldner, K., 1995. Zur Beschreibung forstlicher Eingriﬀe [New ways of describing a thinning]Forstwissenschaftliches Centralblatt vereinigt mit Tharandter
forstliches Jahrbuch [European Journal of Forest Research], 114, 151–159.

152

Forest Ecology and Management 424 (2018) 136–153

B. Abellanas, P. Pérez-Moreno

27pp (Chapter 11). ISBN: 978-1-61324-493-7.
Tíscar, P.A., Linares, J.C., 2011b. Structure and regeneration patterns of Pinus nigra subsp.
salzmannii natural forests: a basic knowledge for adaptive management in a changing
climate. Forests 2 (4), 1013–1030. http://dx.doi.org/10.3390/f2041013.
Tíscar, P.A., Linares, J.C., 2014. Large-scale regeneration patterns of Pinus nigra subsp.
salzmannii: poor evidence of increasing facilitation across a drought gradient. Forests
5 (1), 1–20.
Trabaud, L., Campant, C., 1991. Diﬃculté de Recolonisation Naturelle du Pin de
Salzmann Pinus nigra Arn. ssp. salzmannii (Dunal) Franco Aprés Incendie. Biol.
Conserv. 58, 329–343.

Plant Ecol. 171, 53–68. http://dx.doi.org/10.1023/B:VEGE.0000029383.72609.f0.
Tíscar, P.A., 2007. Dinámica de regeneración de Pinus nigra subsp. Salzmannii al sur de su
área de distribución: etapas, procesos y factores implicados. Investigación Agraria:
Sistemas y Recursos Forestales 16 (2), 124–135.
Tíscar, P.A., Candel-Pérez, D., Estrany, J., Balandier, P., Gómez, R., Lucas-Borja, M.E.,
2017. Regeneration of three pine species in a Mediterranean forest: a study to test
predictions from species distribution models under changing climates. Sci. Total
Environ. 584 (585), 78–87. http://dx.doi.org/10.1016/j.scitotenv.2017.01.150.
Tiscar, P.A., Linares, J.C., 2011a. Pinus nigra subsp. salzmannii forests from southeast
Spain: using structure and process information to guide management. In: Frisiras, C.
T. (Ed.), Pine Forests: Types, Threats and Management. Nova Science Publishers, Inc.

153

