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Abstract: Estimation of biodiversity patterns in poorly known areas is hampered by data availability
and biased collecting efforts. To overcome the former, patterns can be estimated at higher taxonomic
levels and larger spatial units. To deal with the latter, species distribution models (SDMs) can be
employed. We explored the ability of higher-rank taxonomic units to surrogate patterns of species
diversity at different aggregation levels and the use of SDMs to correct collection bias. We used
Chile as a study case and employed three biodiversity measures (taxon richness, weighted endemism
and turnover), four spatial aggregation levels or resolutions (100, 75, 50 and 25 km grid cells) and
three taxonomic levels (species, genera and operational taxonomic units (OTUs)) to evaluate the
spatial agreement of biodiversity measures. OTUs are monophyletic groups at the finest taxonomic
resolution given the available phylogenetic information. We used a specimen database of 3684 species
(84%) of the Chilean vascular flora and evaluated its redundancy. Agreement in spatial patterns
was calculated using the fuzzy Kappa index. SDMs were generated for the three taxonomic levels
to estimate taxon richness. For each spatial aggregation level, we calculated agreement between
specimen-based and SDM-based richness and surrogacy among taxonomic levels with and without
SDMs. Density of sampling for specimen-based data allowed for a resolution of 25 km before reaching
a critical low redundancy value for all taxonomic levels. Genera and OTUs are good surrogates
of species for all biodiversity measures, but their predictive power decreases with spatial scale.
Agreement in richness patterns between taxonomic levels is greatest for SDMs at 100 and 75 km
resolution, suggesting that biodiversity patterns are best estimated at 75 km resolution using SDMs
for this data set. While these results cannot be extrapolated beyond the study area, this framework
can be implemented in other data-deficient regions to describe biodiversity patterns and to choose
the appropriate aggregation level for downstream biodiversity studies, such as spatial phylogenetics,
where species-level data availability is a more generalized problem, since sequence data are normally
available for only few species.

Keywords: alpha-diversity; beta-diversity; Chile; taxonomic surrogacy; taxon richness; weighted endemism

Diversity 2022, 14, 271. https:/ /doi.org/10.3390/d14040271

https:/ /www.mdpi.com/journal/diversity


https://doi.org/10.3390/d14040271
https://creativecommons.org/
https://creativecommons.org/licenses/by/4.0/
https://creativecommons.org/licenses/by/4.0/
https://www.mdpi.com/journal/diversity
https://www.mdpi.com
https://orcid.org/0000-0003-2251-4056
https://orcid.org/0000-0002-6746-7866
https://orcid.org/0000-0002-5971-8880
https://orcid.org/0000-0001-9003-1510
https://orcid.org/0000-0003-3207-6395
https://doi.org/10.3390/d14040271
https://www.mdpi.com/journal/diversity
https://www.mdpi.com/article/10.3390/d14040271?type=check_update&version=1

Diversity 2022, 14, 271

20f18

1. Introduction

Knowledge of spatial patterns of biodiversity and endemism is critical for conservation
planning [1], especially in the face of rapid landscape transformation [2] and climate
change [3]. However, many highly diverse areas do not have adequate spatial data density
of their biodiversity at an appropriate resolution to uncover patterns of diversity at large
scales, for example for whole countries [4,5]. When species-level documentation is scarce,
representation of spatial patterns of diversity needs to compromise either the taxonomic or
the geographic resolution. In consequence, broader taxonomic scales (genera or families)
are necessary to keep spatial resolution unaffected [6,7]. Conversely, species-level studies
need to be done at greater spatial aggregation levels (large areas or regions; [8]) or based
on local inventories [9,10]. We refer to this limitation as the data density problem.

The use of higher-rank taxa, such as genera and families, as surrogates of species
richness has been successfully tested in several taxonomic groups and geographical settings,
and nearly all studies show that genus richness is a better surrogate of species richness
than family or order richness (e.g., [11-18]). This approach has rarely been employed to
assess patterns of beta-diversity, but evidence suggests that genus turnover should also
be a good surrogate of species turnover [19-22]. However, some studies have questioned
the universal applicability of this approach, indicating that surrogacy of higher-rank taxa
may depend on regional diversity [23], or taxonomic group and scale [24]. Gaston [25] also
pointed out that non-monophyly of genera may also represent a problem for this approach.
The issue of scale has virtually remained unaddressed, but Balmford et al. [13,26] suggested
that higher-taxon surrogacy of richness is independent of site size and that genera are better
surrogates than families at both regional and local scales. The cautionary principle thus
suggests that the applicability of the higher-taxon approach to the data density problem
should be evaluated on case-by-case basis.

Species distribution models (SDMs) [27,28] have been used as another way to over-
come the data density problem. SDMs estimate the probability of occurrence of a taxon on
places where presence data are not available through the extrapolation of similar environ-
mental spaces over non-sampled areas. However, the generation of the SDMs requires a
minimum number of presence data to obtain accurate and biologically meaningful mod-
els [29-31]. Therefore, using SDMs will necessarily decrease the number of species available
for modeling in regions with limited species-level data. To our knowledge, the use of SDMs
has not been evaluated in combination with the higher-taxon approach at different scales.

The data density problem is especially relevant for downstream analyses, such as
phylogeny-based measures of biodiversity (phylogenetic diversity (PD) and related indices),
because the information available to generate phylogenies at the species level is scarcer
than for higher taxonomic ranks. Therefore, most studies of PD spatial patterns at regional
scales have been done at the genus level [32-35].

Due to its calculation, PD is correlated to taxon richness [6,36,37]; hence, richness
patterns across a study region will correlate to PD patterns. The same is true for weighted
and phylogenetic endemism [32,35,38].

Because not all genera are monophyletic, or their monophyly is untested, PD might
vary depending on which species is used to represent the terminal taxa in a genus-level
phylogeny. Due to these limitations, operational taxonomic units (OTUs), have recently
been used for PD calculations [35]. OTUs are monophyletic groups at the finest taxonomic
resolution given the available phylogenetic information [35]. Using OTUs instead of genera
in the context of the higher-taxon approach will thus also help to overcome the problem of
non-monophyly of higher taxa highlighted by Gaston [25].

The aim of this paper is to propose a structured methodological approach to evaluate
whether spatial patterns of species diversity (richness, weighted endemism and turnover)
can be reflected at the genus or OTU level at different spatial aggregation levels in the
face of the data density problem with and without the aid of SDMs. We used the vascular
flora of Chile as a study case. Chile is a biogeographically interesting area [39—41] with a
unique highly endemic flora [42]. Conservation concerns include rapid landscape transfor-
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mation [43] and large floristic conservation gaps [44]. Data on floral species localities are
scarce, limiting studies on biodiversity patterns [33,45], and thus the suffering of the data
density problem.

2. Materials and Methods
2.1. Floristic Database

Based on a previously published database for the native vascular flora of continental
Chile [32], we built a species-level geographic database including herbarium specimens
from the main herbaria in Chile (EIF, CONC, SGO, ULS). Synonymy and genus names were
based on the Catalogue of Vascular Plants of the Southern Cone of South America [42] and
its updated version online (http:/ /www2.darwin.edu.ar/Proyectos/FloraArgentina/; last
accessed on 2 July 2017). This database contains 181,796 unique records of species occur-
rences for 3684 native species representing 84% of the vascular flora of continental Chile.

OTUs were defined based on 554 published phylogenetic studies by December 2016
(see File S1 for a list of references used). If a genus or clade was monophyletic, it was
considered an OTU. For genera with no phylogenetic information available, monophyly
was assumed. For paraphyletic genera, native species were divided into two or more
OTUs if the species were considered in the phylogeny and the clades were well-supported
(Bootstrap value >= 90% and/or Bayesian posterior probability >= 0.95). If clade support
was lower or sampling was incomplete, then the genera were grouped into one OTU
considering the shallowest well-supported node available. A total of 685 OTUs were
identified, of which 609 corresponded to a single genus, 183 corresponded to a paraphyletic
genus assigned to 64 OTUs and 6 genera were divided in 12 OTUs. A list of all OTUs is
available in File S1.

2.2. Specimen-Based Analyses

Redundancy is a measure of the occurrence data density and is calculated as
1-richness/herbarium records [46]. Redundancy ranges between 0 and 1. Based on pre-
vious studies [34,35], we considered an average redundancy of 0.6 as acceptable, which
corresponds to an average of 2.5 specimens per taxon. We calculated redundancy using
Rv.3.6.2 [47].

We conducted the analyses at four spatial aggregation levels or resolutions—25, 50,
75 and 100 km grid cells for each taxonomic level. We did not employ finer resolutions
because redundancy falls below 0.6 at all taxonomic levels using a 25 km grid.

For each spatial and taxonomic scale, we calculated three biodiversity indices: taxon
richness (TR), weighted endemism (WE; [48,49]) and taxon turnover based on the Serensen
dissimilarity index (TT; [50,51]). TR was calculated in R, for each grid cell size. WE was
calculated in R with the function weighted.endemism [52]. TT was calculated using the
R-package vegan v.2.4-6 [53] as the average pairwise TT of each grid cell and each of its
adjacent eight cells [50]. To identify the adjacent cells and to spatialize TT values, we used
the R-package raster v.2.5-8 [54].

2.3. Species Distribution Model-Based Analyses

We used the MaxEnt approach [55] to generate SDMs at each taxonomic level. Current
climatic data (1950-2000) were sourced from Pliscoff et al. [56] for the five least correlated
bioclimatic variables at 1 km resolution: annual mean temperature (biol), temperature
seasonality (bio4), maximum temperature of the warmest month (bio5), annual precipitation
(bio12) and precipitation seasonality (bio15).

For each taxonomic level, we filtered out occurrences that were closer to each other
within a 4 km radius using the desaggregation function of the R-package ecospat v.3.0 [57].
Only those taxa with more than 10 unique records were considered for the analyses [58]. In
total, we generated SDMs for 2177 species, 664 genera and 587 OTUs.

We used 10,000 randomly sampled points across continental Chile as background
data [35]. Species occurrence data were partitioned using 80% and 20% for training and test
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data, respectively. Binary (presence/absence) models were generated using the maximum
training sensitivity plus specificity criterion for the threshold definition. We calculated
the three diversity indices (TR, WE, TT) for each spatial resolution and taxonomic level by
overlapping all binary models.

2.4. Comparisons
2.4.1. Specimen-Based Analyses

We assessed spatial agreement between taxonomic scales using the fuzzy numerical
statistic index of agreement, implemented in the Map Comparison Kit Software v.3.2.3 [59].
The fuzzy numerical index calculates the similarity between two maps by performing a cell-
by-cell comparison considering their eight neighboring cells. This is a modification of the
fuzzy Kappa index of agreement, which was designed for similarity assessment of categori-
cal maps [59]. For each comparison, we also calculated the Pearson’s correlation coefficient.

In order to assess the potential effect of using different origins for the grid [60], we
conducted a sensitivity analysis. We generated two additional grids for each resolution by
shifting the original grid northwards and southwards in the half of the length of a grid cell
(for example, the 100 km grid was moved 50 km southwards and northwards, respectively).
We then compared average redundancies (see above) and average fuzzy Kappa indices
described above between each pair of grids by plotting their corresponding values against
an identity line.

We also conducted comparisons between resolutions in two ways. First, we divided
all grids to the finest resolution (25 km) and calculated the fuzzy Kappa index between
resolutions within and across taxonomic levels. Second, we conducted the same set of
comparisons at different resolutions using mobile windows. For the two finest resolutions
(50 km and 25 km), we generated three mobile windows for each diversity index by
averaging the values of each grid cell with those of their adjacent cells on square windows
of radius 1,2 and 3 (i.e.,, 3 x 3,5 x 5and 7 x 7 grid cells, respectively) and calculated the
average value of each index using the R-package raster. In order to compare biodiversity
indices between mobile windows and taxonomic levels, we also used the fuzzy Kappa
index as described above. We did not conduct the latter analysis for the two coarsest
resolutions (100 km and 75 km), because their mobile windows rapidly reach overly large
sizes that go beyond the study area.

2.4.2. Species Distribution Models (SDMs)

Within each spatial aggregation level, we assessed the agreement of maps of the three
biodiversity indices between taxonomic levels using the fuzzy Kappa index (see above).
For the 50 and 25 km grids, we also generated mobile windows and compared them as
described above. Finally, we conducted comparisons for TR, WE and TT as generated
from specimen data and from SDMs at each resolution and between corresponding mobile
windows within and across taxonomic levels.

3. Results
3.1. Redundancy and Grid Effects

Relationships between number of specimens and TR are depicted in Figure 1. Redun-
dancy for the different spatial resolutions and taxonomic levels are presented in Figure 2.
Average redundancy was greater than 0.6 for all taxonomic levels only at 100 km resolution
and fell below this value for all taxonomic levels at 50 and 25 km resolution. At 75 km
resolution, average redundancy was greater than 0.6 only for genera and OTUs.

Comparing average redundancy and average specimen-based fuzzy Kappa between
the original and two shifted grids did not affect the results (Figure S1). We therefore present
the results of the original grid.
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3.2. Spatial Patterns of Biodiversity—Specimen-Based Analyses

Spatial patterns of TR and WE (Figure 2, left and middle panels) were similar to each
other within each spatial resolution (Figure S2). In both cases, the highest values were
concentrated in the central part of Chile.

TT showed very similar spatial patterns among taxonomic levels within each spatial
aggregation level (Figure 2, right panel, Figure S3). The largest TT values were concentrated
in the northern and southern parts of Chile, while the central region showed lower values.

Agreement among taxonomic levels was higher and less variable between genera and
OTUs than between species and genera and between species and OTUs at all resolutions
and for all biodiversity indices, especially for WE (Figure 3A—C). Despite differences
in spatial patterns among indices (Figure 2), average agreement tended to increase with
spatial resolution, being the greatest at 25 km resolution for almost all comparisons between
taxonomic scales and biodiversity indices (Figure 3A-C). Correlation between biodiversity
indices for species vs. genera and OTUs was high at all resolutions (Figures S4-56).
Agreement in richness patterns between species and genera and between species and
OTUs were inversely related to the ratio species/genera or species/OTUs (Figure S7).
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Figure 1. Taxon richness plotted as a function of number of specimens at different taxonomic levels
(species, genus and OTU) and spatial resolutions (100, 75, 50 and 25 km grid cells). Maps next to the
charts show the spatial distribution of species redundancy for the corresponding resolution.
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Figure 2. Spatial distribution of specimen-based biodiversity indices (taxon richness, weighted en-
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demism and turnover) at different taxonomic levels (species, genus and OTU) and spatial resolutions
(100, 75, 50 and 25 km grid cells). All biodiversity indices were transformed to percentages to obtain
a comparable, common scale across indices. The average redundancy (“ARd”) for the corresponding
taxonomic level and spatial resolution is shown next to each map of the left panel. The spatial
distribution depicted maps the geographic boundaries of Chile.

Agreement between resolutions within taxonomic levels did not differ among taxo-
nomic levels, but they did so between comparisons and biodiversity indices (Figure 3D-F).
Fuzzy kappa values tended to be higher and less variable with respect to TT than both TR
and WE. For all biodiversity indices, agreement was higher between similar resolutions
(e.g., 100 vs. 75 km, 75 vs. 50 km) than between very different ones (e.g., 100 vs. 25 km,
75 vs. 25 km). The same pattern held for comparisons between both resolutions and taxo-
nomic scales (Figure S8), though here the agreement values were lower and more variable.
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Figure 3. Average spatial agreement measured with the fuzzy Kappa index for taxon richness,
weighted endemism and taxon turnover, based on specimen data. (A-C): comparisons between
taxonomic levels (species, genus and OTU) at different spatial resolutions (100, 75, 50 and 25 km grid
cells). (D-F): comparisons within taxonomic levels and between spatial resolutions.

3.3. Spatial Patterns—Mobile Windows

Mobile windows based on 25 km grid cells tended to show higher agreement between
taxonomic scales than those based on 50 km grid cells both for TR and TT, but not for
WE, which was low for comparisons between genus or OTU and species, regardless of
resolution (Figure 4A-C). Comparison between mobile windows within taxonomic scales
showed the same pattern for 50 km grid cells (Figure 4D-F) than for 25 km grid cells
(Figure 4G-I), with better agreement for comparisons between larger windows for both TR
and WE. For TT, agreement values were all higher than TR or WE except for larger mobile
windows based on 25 km grid cells, which were slightly lower (Figure 41).

Comparing between mobile windows and taxonomic levels (Figure S9) resulted in
similar patterns for 50 and 25 km grid cell-based mobile windows. There was a trend
towards higher agreement in TT (Figure S9C,ELL) than TR (Figure S9A,D,G,J) or WE
(Figure S9B,E,H K), no matter the resolution or direction. As in other analyses, poorest
agreement was obtained for WE.

3.4. Spatial Patterns—SDM-Based Analyses

Using SDMs preserved the general distribution of all indices (Figure 5) with respect
to the specimen-based analyses (compare Figure 2). TR and WE remained higher in the
central part of the country and lower elsewhere (Figure 5, left and middle panels). Likewise,
the pattern of TT tends to be the opposite (Figure 5, right panel), similar to the specimen-
based analysis. This superficial similarity between specimen- and SDM-based analyses,
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however, does not translate into spatial agreement, which is generally low and decreases
with increasing resolution (Figure 6A-C).
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Figure 4. Average spatial agreement measured with the fuzzy Kappa index for taxon richness (left
panel), weighted endemism (middle panel) and turnover (right panel), based on specimen data
for different mobile windows. (A-C): comparisons between taxonomic levels (species, genus and
OTU) at different spatial resolutions (50 and 25 km grid cells) and mobile windows (MW1, MW2 and
MWS3). (D-F): comparisons within taxonomic levels between mobile windows for 50 km grid cells.
(G-I): same as (D-F) but for 25 km grid cells.
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Figure 5. Spatial distribution of SDM-based biodiversity indices (taxon richness, weighted endemism
and turnover) at different taxonomic levels (species, genus and OTU) and spatial resolutions (100,
75, 50 and 25 km grid cells). All biodiversity indices were transformed to percentages to obtain a
comparable, common scale across indices. The spatial distribution depicted maps the geographic
boundaries of Chile.

SDM agreement was higher between genera and OTUs than between these and species
for all three indices (Figure 7A-C), but especially for WE (Figure 7B). However, average
agreement between species vs. either OTUs or genera was higher in SDM-based analyses
than in specimen-based analyses for TR and TT (compare Figures 3A,C and 7A,C), a
trend that remains unchanged across resolutions. The latter was not the case for WE,
where a similar trend was observed in both specimen-based (Figure 3B) and SDM-based
(Figure 7B) analyses.

Agreement between SDMs and specimen-based analyses between taxonomic
scales tended to be similar to the results of the specimen-based analysis in TR (compare
Figures 3A and 6D), but not in WE and TT, where agreement was generally lower between
SDM-based and specimen-based analyses (compare Figures 3B,C and 6E,F), with genus—
species and OTU-species agreement being lower than genus—OTU agreement in TR and
WE (Figure 6D,E) but not in TT (Figure 6F).
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Figure 6. Average spatial agreement measured with the fuzzy Kappa index for taxon richness (A,D),
weighted endemism (B,E) and turnover (C,F) between specimen-based and SDM-based analyses.
(A—C): comparison within taxonomic levels, for different spatial resolutions. (D-F): Comparison
between taxonomic scales for different spatial resolutions.

3.5. Spatial Patterns of Species Richness—Mobile Windows of SDMs

Spatial agreement between taxonomic scales for SDMs was generally high regardless
of resolution and mobile windows only for TR and TT (Figure 7D,F), but not for WE, where
this was only true for genus—-OTU agreement (Figure 7E). When mobile windows were
compared between each other (Figures S10-512), and the highest agreement was obtained
between mobile windows with a radius >1, regardless of resolution (i.e., 50 or 25 km
grid cell) and comparison (i.e., within and between taxonomic scales) only for TR, with
exceptions for 50 km gird-cell (Figure SI0A-C), and this was especially true for 25 km
grid cell resolution (Figure S10D-F). SDMs tended to better surrogate specimen-based TR
patterns at 25 km than 50 km grid cells, regardless of comparison (Figure S10G,H). The
case of WE was different, with higher agreement for all comparisons within taxonomic
scales (Figure S11A,D,G), and the least agreement for comparisons between species and
either genus or OTU regardless of mobile window and resolution (Figure S11B,C,E,EH,I).
Howeverm a different trend was observed for TT, with generally high agreement between
mobile windows irrespective of comparison (Figure S12A-F) and generally low agreement
when SDM-based analyses were compared to specimen-based analyses, regardless of
mobile window and resolution.
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Figure 7. Average spatial agreement measured with the fuzzy Kappa index for taxon richness
(A,D), weighted endemism (B,E) and turnover (C,F) using species distribution models (SDMs).
(A—C): Comparison between taxonomic levels (species, genus and OTU) for different spatial resolu-
tions (100, 75, 50 and 25 km grid cells). (D-F): Comparison between taxonomic scales for different
spatial resolutions (50 and 25 km grid cells) and mobile windows (MW1, MW2 and MW3).

4. Discussion

Our analysis presents a comprehensive set of comparisons of three diversity indices
for different spatial aggregation and taxonomic levels in order to understand how analyses
at different taxonomic ranks and spatial resolutions may affect spatial patterns of diversity
and how these spatial and taxonomic scales agree with each other both using specimen-
based data and species distribution models (SDMs). The latter is a novel aspect of our
study, the implication of which is that SDMs could be employed using higher taxa to create
maps of higher taxon richness that would predict diversity indices, which would be useful
in biodiverse countries with incomplete sampling. However, as discussed below, this might
not always be the case.

We treated the spatial aggregation level in two ways. The first was employing an
explicit measure of grain size by using four different square grid cells sizes (100, 75, 50
and 25 km grid cells). The second was by averaging diversity indices in mobile windows
of three different radius for each of the two finest grids (50 and 25 km grid cells). The
underlying purpose was supporting the use of surrogates of species-level data and lower
spatial resolution to study biodiversity patterns. This study proposes a methodological
approach to do it when data are scarce and biased. This issue is arguably even more
relevant under the increasing interest of assessing biodiversity patterns using phylogenetic
data (see below).

Literature has shown the scale-dependent nature of all indices tested here, namely
taxon richness (e.g., [61]), endemism (e.g., [62]) and turnover (e.g., [63]). In light of that,
our study sought to examine how different spatial scales can surrogate each other for
different biodiversity indices within and among taxonomic levels. The default expectation
is that, the more different the scales (both spatial and taxonomic), the less they should
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surrogate each other and, the higher the aggregation level the higher the surrogacy among
taxonomic scales. The latter is expected because coarser resolutions tend to reduce the
effects of incomplete sampling by aggregating the data into fewer spatial units. In most
cases, this expectation holds, especially between spatial scales. Our discussion below is
thus organized around the extent to which our findings conform to or depart from these
expectations and what may be the methodological issues involved in such departures.

First, it is surprising that surrogacy seems to work better at finer scales, rather than
broader scales. Laffan [60] suggests that higher aggregation levels can overestimate taxon
distributions and hence explain why better agreements are obtained for finer resolu-
tions. This trend is visible for all three biodiversity indices for specimen-based analyses
(Figures 3A—C and 4A-C), but not for SDM-based analyses (Figure 7A-C,J-L), suggesting
that this apparent relationship might be an effect of sampling bias. The rationale behind
this is the amplifying effect of low sampling effort on the species—area relationship [64,65],
rendering high agreement due to many grid cells having only few taxa. Furthermore, these
taxa are likely the most common ones, thus homogenizing the species pool across the
landscape and affecting not only TR, but also WE and TT. High agreement values would
then be concentrated around grid cells having low redundancy and low TR. This, on the
other hand, highlights the correcting effects of SDMs. Besides, this result suggests that in
areas with low sampling density, sampling bias may also misleadingly affect surrogacy
values, skewing results towards higher agreement as resolution is refined.

Second, the extent to which taxonomic scales surrogate each other depends on which
index is under analysis. Surrogacy is higher for TT than for TR and is the lowest for WE.
The latter is expected, because the WE depends on the total area occupied by a taxon, and
this is generally greater in genera and OTUs than in species. Comparing genera and species’
WE, might be seen as equivalent to a comparison between “splitters” and “lumpers” taxon
views, which has recently been shown to have strong effects on spatial patterns of WE [66].
Low agreement between species and both genus and OTU remains low regardless of spatial
aggregation level (Figures 3B and 4B) or the use of SDMs (Figure 7B,K). Conversely, the
use of SDMs tends to improve surrogacy for TR and TT (Figure 7A,C,J,L) compared to the
specimen-based analyses (Figures 3A,C and 4A,C).

Our analyses at different resolutions might be seen as essentially an exploration of the
modifiable areal unit problem (MAUP). The most commonly discussed manifestation of
this is in gerrymandering of political boundaries (e.g., [67]), but any aggregation of point
events or samples from a continuous field to areal units is subject to this issue [68]. On
the one hand, the coefficient of determination of a relationship tends to increase as the
resolution is coarsened [69]. Our data do not show this trend (see, e.g., Figure 54). On
the other hand, the coefficient of determination may vary depending on the arbitrarily
chosen aggregation scheme [68]. In our case, this scheme is the square data structure of
grid cells. We acknowledge the possibility of obtaining different outcomes under different
aggregation schemes (e.g., using hexagon, rectangles or bricks’ data structures instead of
squares; see [60]) and that this possibility was not explored. We are aware of no study
dealing with biodiversity across scales investigating this.

Our study shows that using SDMs improve the quality of the results in terms of
higher-rank taxon surrogacy for both TR and TT, but not for WE. The latter is to be expected
since SDMs are applied only to those taxa with a minimum number of known unique
occurrences, thus leaving out from the analysis those that are highly endemic. The fact
that SDMs invariably increase the area of occupancy of the taxa, thus reducing endemism,
should not affect surrogacy since this effect should occur at all taxonomic levels, though
not to the same extent. For TR and TT, SDMs appear to contribute to alleviate the data
density problem. Other approaches, such as using rarefaction curves, also appear to be
capable to face this problem (e.g., [70]). However, rarefaction curves are not appropriate
for TT because the identity of the species is lost. Laffan and Crisp [62] proposed a series
of spatial randomizations of the data that may contribute to assess the uncertainty caused
by incomplete sampling. The latter approach was not used in the present study, because,



Diversity 2022, 14, 271

13 0f 18

though appropriate for all TR, WE and TT, it does not provide new estimates of the indices,
but rather gives information about their robustness in the face of the data density problem.

This paper shows how spatial patterns of biodiversity vary across taxonomic and spatial
scales using Chile as an example. Even though Chile is a biodiversity hotspot [40], data
availability is limited [45]. The latter is reflected in our redundancy analyses (Figures 1 and 2),
in which redundancy falls below a critical value at coarser spatial scales compared to
other floristically better-known regions (e.g., California: [7]; Australia: [34]; Mediterranean
Europe: [71]).

TR and WE are higher in central Chile at all taxonomic scales, confirming the results
of previous studies [41]. This pattern appears to be the result of the combined effect of
the global trend towards decreasing TR with latitude [72] and the fact the landscape in
northern Chile is dominated by desert areas [73]. Conversely, turnover is lower in central
Chile and tends to increase northwards and southwards at all spatial scales, which is shown
in this study for the first time (Figure 2). There is a negative correlation between TR and TT.
Since the measure used to calculate TT (Serensen index) is independent of TR [74,75], this
suggests that the vascular flora is spatially more homogeneous in central Chile than in the
northern and southern regions in spite of its higher richness, at least at the spatial scales
considered in this study. This is at odds with studies in other regions showing a general
trend towards a positive relationship between alpha and beta diversity (e.g., [76]). However,
this result should be viewed with caution because it may be influenced by the current gaps
of floristic knowledge, considering that sampling effort tends to be higher in central Chile
than in the northern and southern portions of the country (Figure 1). This trend towards a
lower collecting effort in northern and southern Chile might lead to higher turnover due
to species absence rather than species replacement [77]. Moreover, the absence of a taxon
in a grid cell due to a low collecting effort represents a higher proportion of the taxon list
in areas with low TR than in areas with high TR, causing TT to disproportionately rise in
areas with low TR. The relationship between spatial patterns of alpha and beta diversity
observed is likely a specific feature of our study area, but also depends on the metric chosen
to measure alpha and beta diversity, and there are myriads of them with different properties
(e.g., [50,51,74]). However, more general conclusions about the relationship between the
spatial patterns of alpha and beta diversity remain to be derived, and this is undoubtedly a
contribution to that discussion.

All three biodiversity indices (TR, WE and TT) at the species level are generally
well-surrogated by the respective indices using genera and OTUs, i.e., they show high
correlations (Figures S3-55). However, there is spatial variation in the agreement when
compared with the numerical Kappa index (Figure 3). Richness of higher taxa has been
proposed to be an effective surrogate for species richness [78]. Species richness appears to
be best predicted by richness of higher-rank taxa when the species to higher taxa ratio is
low [79,80] and species richness is also low [81]. Thus, since most genera in the Chilean
flora have only a few species (46% of genera are represented by one species and only 8%
contain more than 15 species; [82]), a high level of agreement between species richness and
higher-taxon richness is to be expected. The average agreement among taxonomic scales
tends to increase with spatial resolution, but the spatial pattern varies depending on the
biodiversity index. For TR and turnover, the highest agreement was found in the north and
south of Chile, whereas for WE, the highest agreement was concentrated in the southern
area of the country. For richness, the pattern of agreement is opposite to the pattern of
richness itself, meaning that agreement is lower in central Chile, where TR is higher. This is
to be expected if genera that inhabit the central area of the country have more species than
those that inhabit the northern and southern regions, which was the tendency observed
in our data (Figure S6). Conversely, for turnover, the pattern of agreement follows the
pattern of turnover itself, i.e., agreement tends to be higher where TT is higher. The pattern
of agreement in WE—higher in southern Chile—could be expected if the proportion of
genera with restricted geographical ranges and few species is higher in southern Chile than
elsewhere. While the latter seems to be the case (cf. Figures 3 and S6; see Arroyo et al. [83]),
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the former would contradict Rapoport’s rule [84], which appears to hold in the Chilean
flora [83].

Agreement in TR between species and genera or OTUs tends to be even higher when
SDMs are incorporated. As SDMs are based on probability values, they tend to generate
more continuous distribution patterns and correct collection bias, thus increasing the
values of species richness in poorly sampled regions and underestimating them in species-
rich areas [85-89]. Because of this, higher species—genus and species—OTU agreement in
richness is to be expected if most of the higher-rank taxa are represented by only few species
(see above).

Moreover, results of SDMs are strongly influenced by the spatial arrangement of the
occurrence data [28]. This arrangement is biased by the accessibility and the relevance
(botanical interests) of the sampled areas and tends to produce higher suitability in well-
sampled places [90]. Therefore, the sampling problems in the estimation of diversity indices
from specimen data are not completely overcome by using SDMs. Nonetheless, our results
show that average agreement between specimen- and SDM-based TR is highest, and very
similar, at 100 and 75 km resolution for all taxonomic scales. The similarity in the agreement
of these two spatial resolutions favors using a 75 km grid cell size for this data set, since it
is the highest possible resolution that still yields spatially congruent patterns. This may
still be a too coarse a resolution for some conservation planning decisions that need to be
made at a finer scale. While this might be seen as a limitation of our results and highlights
the urgency for more occurrence data, some conservation strategies at a national level can
benefit from these and other results on spatial patterns of biodiversity at this resolution.

Taken together, our results suggest that species diversity patterns in the Chilean
vascular flora are best surrogated by higher-rank taxa at a 75 km spatial scale and making
use of data derived from SDMs. The approach presented in this study can be applied
to other areas to select an appropriate spatial scale and taxonomic level for downstream
studies of PD. Even though generalizations in the specific spatial patterns presented here
cannot be extrapolated to other areas, this approach can be applied to any area to select an
appropriate spatial scale and taxonomic level for downstream biodiversity studies.

Supplementary Materials: The following supporting information can be downloaded at: https:
//www.mdpi.com/article/10.3390/d14040271/s1. Figure S1. Pairwise comparisons of average
redundancy and average fuzzy Kappa values between the original grid and two additional shifted
grids. Both redundancy and fuzzy Kappa range between 0 and 1. The line indicate equal values
for the two grids. Figure S2. Log-log relation between taxon richness and weighted endemism at
different taxonomic levels (Species, Genus, OTU) and spatial resolutions (100, 75, 50, 25 km grid-
cells). Gray lines are density plots. Figure S3. Relation between taxon richness and turnover at
different taxonomic levels (Species, Genus, OTU) and spatial resolutions (100, 75, 50, 25 km grid-
cells). Note the log scale of the y-axis. Gray lines are density plots. Figure S4. Log-log relation
of richness of species versus genus and OTU at different spatial resolutions (100, 75, 50, 25 km
grid-cells). Gray lines are density plots. Figure S5. Log-log relation of weighted endemism of species
versus genus and OTU at different spatial resolutions (100, 75, 50, 25 km grid-cells). Gray lines are
density plots. Figure S6. Log-log relation of turnover of species versus genus and OTU at different
spatial resolutions (100, 75, 50, 25 km grid-cells). Gray lines are density plots. Figure S7. Relation
between agreement (numerical fuzzy Kappa index) and ratio of species to genera and species to
OTUs at different spatial resolutions (100, 75, 50, 25 km grid-cells). Figure S8. Average spatial
agreement measured with the Fuzzy Kappa index for Taxon Richness, Weighted Endemism and
Taxon Turnover, based on specimens data. Cross comparisons between taxonomic levels and spatial
resolutions in both directions. A-C: lower resolution corresponds to the first taxonomic level. D-F:
higher resolution corresponds to the first taxonomic level. Figure S9. Average spatial agreement
measured with the Fuzzy Kappa index for Taxon Richness (left panel), Weighted Endemism (middle
panel) and Turnover (right panel), based on specimens data between mobile windows and taxonomic
levels. A-F: 50 km grid-cells in both directions. G-L: 50 km grid-cells in both directions. Figure S10.
Average spatial agreement measured with the Fuzzy Kappa index for Taxon Richness using species
distribution models (SDMs). A-C: comparison between 50 km grid-cell-based mobile windows
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(MWO0, MW1, MW2, MW3) within (A) and between taxonomic levels in both directions (B-C). D-F:
same as A—C but for 25 km grid-cells. G-I: comparison within (G) and between taxonomic levels
in both directions (H-I) of SDMs versus specimens-based data for different spatial resolutions (50,
25 km grid-cells) and mobile windows (MW1, MW2, MW3). Figure S11. Average spatial agreement
measured with the Fuzzy Kappa index for Weighted endemism using species distribution models
(SDMs). A-C: comparison between 50 km grid-cell-based mobile windows (MW0, MW1, MW2,
MW3) within (A) and between taxonomic levels in both directions (B-C). D-F: same as A-C but
for 25 km grid-cells. G-I: comparison within (G) and between taxonomic levels in both directions
(H-I) of SDMs versus specimens-based data for different spatial resolutions (50, 25 km grid-cells)
and mobile windows (MW1, MW2, MW3). Figure S12. Average spatial agreement measured with
the Fuzzy Kappa index for Turnover using species distribution models (SDMs). A—C: comparison
between 50 km grid-cell-based mobile windows (MW0, MW1, MW2, MW3) within (A) and between
taxonomic levels in both directions (B-C). D-F: same as A-C but for 25 km grid-cells. G-I: comparison
within (G) and between taxonomic levels in both directions (H-I) of SDMs versus specimens-based
data for different spatial resolutions (50, 25 km grid-cells) and mobile windows (MW1, MW2, MW3).
File S1. Complete list of all OTUs identified in the present study and published phylogenetic studies
used in OTUs definition.
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