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Global city densities: Re-
examining urban scaling theory
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Understanding scaling relations of social and environmental attributes of urban

systems is necessary for effectively managing cities. Urban scaling theory (UST)

has assumed that population density scales positively with city size. We present

a new global analysis using a publicly available database of 933 cities from 38

countries. Our results showed that (18/38) 47% of countries analyzed

supported increasing density scaling (pop ~ area) with exponents ~⅚ as UST

predicts. In contrast, 17 of 38 countries (~45%) exhibited density scalings

statistically indistinguishable from constant population densities across cities

of varying sizes. These results were generally consistent in years spanning four

decades from 1975 to 2015. Importantly, density varies by an order of

magnitude between regions and countries and decreases in more developed

economies. Our results (i) point to how economic and regional differences may

affect the scaling of density with city size and (ii) show how understanding

country- and region-specific strategies could inform effective management of

urban systems for biodiversity, public health, conservation and resiliency from

local to global scales.

200 word statement of contribution: Urban Scaling Theory (UST) is a general

scaling framework that makes quantitative predictions for how many urban

attributes spanning physical, biological and social dimensions scale with city

size; thus, UST has great implications in guiding future city developments. A

major assumption of UST is that larger cities become denser. We evaluated this

assumption using a publicly available global dataset of 933 cities in 38

countries. Our scaling analysis of population size and area of cities revealed

that while many countries analyzed showed increasing densities with city size,

about 45% of countries showed constant densities across cities. These results

question a key assumption of UST. Our results suggest policies and

management strategies for biodiversity conservation, public health and
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sustainability of urban systems may need to be tailored to national and regional

scaling relations to be effective.
KEYWORDS

allometry, cities, complex systems, urban policy, macroecology, macroeconomics,
urban ecology, urban sustainability
Introduction

Urbanization has significantly increased in recent decades.

Developing a science of cities is necessary to understand, predict

and manage the future of an urbanizing planet (Acuto et al.,

2018; Burger et al., 2019; Bettencourt, 2021; Uchida et al., 2021).

A general theory of cities should predict how variation in city

size, infrastructure, and governance are linked to influence

biodiversity, urban ecosystems, resource use, social

interactions, innovations, economic activity, public health,

crime, and urban sustainability Bettencourt et al., 2007; Lobo

et al., 2019; Bettencourt, 2020; 2021; Uchida et al., 2021). Indeed,

while many socioeconomic, behavioral, ecological, and

evolutionary processes are affected by urbanization, it is

unclear how city size impacts these processes directly or

indirectly via variation in human population density.

Several studies have recently extended scaling approaches

from biology—where various organismal characteristics scale

with size—to the study of cities (Bettencourt et al., 2007;

Bettencourt and West 2010; Fragkias et al. 2013; Bettencourt,

2013, 2020; Oliveira et al. 2014; West, 2018; Lobo et al., 2019;

Ortman et al., 2020). Urban Scaling Theory (UST; a.k.a Urban

Settlement Theory) is a general scaling framework that makes

quantitative predictions for many urban attributes spanning

physical, biological, and social dimensions, and how they scale

with city size. Similar to the scaling of traits with body size in

biology, various attributes of cities scale as a power-law:

Y(t) = Y0(t)N(t)a (Eqn: 1)

where Y is an attribute for a given city at time (t), N is human

population size or total number of inhabitants in the city, Y0 is

the elevation and a is the exponent. The three main classes of

scaling behavior are: (i) Sublinear (a > 1), (ii) linear (a = 1, aka

isometric), and (iii) superlinear scaling (a > 1). Analysis of initial

data from modern cities in a few countries suggest a < 1 for

infrastructural quantities; a = 1 for measures of resource use and

waste production; and a > 1 for social attributes including super-

creative employment, crime, and infectious disease (Bettencourt

et al., 2007). These empirical patterns have helped develop the

mechanistic theory behind the scaling categories, with spatial

filling networks and social interaction dynamics in growing

urban systems as their determinants (Bettencourt, 2013).
02
A key underlying assumption of UST mechanistic theory is

that densities increase with city size, which results in economies

of scale (a < 1) in space use (Bettencourt, 2013) that influences

the scaling of several characteristics of cities, particularly those

related to social outcomes. This results in exponents of a > 1 for

some urban features are due to efficiencies gained in

communication and infrastructure networks in larger cities.

More specifically, assuming optimal infrastructure and

material use, UST proposes that circumscribing urban areas

and the urban built area scale with population size as a = ⅔ and

a =⅚, respectively. However, it is essential to establish empirical

foundations to advance general theory and applications for

global urban management practices.

Population density is also a critical variable of study for other

areas of fundamental urban science and practical purposes.

Variation in human population density reflects the unique

ecology of hyper-dense urban societies existing at several

orders of magnitude denser (Burger et al., 2017; Burger and

Fristoe 2018). Density fundamentally affects social interactions,

the built environment, open/green spaces, demand for natural

resources and impacts on landscapes. The null expectation is

that population density is invariant of city size if city area scales

isometrically with population size. However, UST predicts that

city area scales sublinearly with city population size and,

therefore, human population density increases with city size.

Increases in population density suggests important underlying

interactions and dynamics and has fundamental implications for

the emergent behavior of many urban social attributes.

Despite the apparent importance of understanding variation

in urban densities, there is limited understanding, however, of

how the scaling of area with population size vary globally. Some

studies have supported sublinear scaling of areas with

population size based on ordinary least-square regression and

limited data that is highly unrepresentative of cities especially in

the tropics and “Global South”. For example, one seminal study

was based on data for just four highly-developed nations: USA,

Sweden, United Kingdom, and Canada (Bettencourt, 2013).

Another study was based on historical societies with small city

sizes compared to modern cities (Lobo et al., 2019). A recent

global analysis of the scaling of area with population size using

data from the Organisation for Economic Co-operation and

Development (OECD) showed mixed results where some
frontiersin.org
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countries and regions scaled linearly and even superlinear, while

others scaled sublinearly at 5/6 (Ortman et al., 2020). This study

used Functional Urban Areas (FAU) defined as “spatial units

whose outlines encapsulate daily flows of people, goods, and

information” and hypothesized that countries conforming to

UST predictions with a ≈ ⅚ are countries developing

incrementally with homogeneous social-mixing, whereas

countries where a ≠ ⅚ are experiencing rapid development

and land expansion. So, advancing urban science and UST

necessitates assessing if urban area scales sublinearly to what

exponent. Doing so is the first step in developing a general

scaling framework for managing urban biodiversity and

sustainable cities.

Here, we examine the scaling behavior of city areas with

population size. We test the assumption of increasing densities,

people per area, and city size by using a publicly available global

database that fills important gaps in urban scaling knowledge

(Acuto et al., 2018), especially in tropical regions. In addition, we

explored whether factors such as regional differences, economic

development status, and time influence the value of the scaling

relations of the log population vs log area relationship. We end

by discussing the important implications of these findings for

managing urban ecosystems and biodiversity at local, regional

and global scales.
Materials and methods

The data

We assessed the scaling of urban area and population size for

933 cities in 38 countries globally. We used the publicly available

Global Human Settlement (GHS; Melchiorri, 2022) Urban Center

Database (https://ghsl.jrc.ec.europa.eu/ghs_stat_ucdb2015mt_

r2019a.php; Pesaresi et al., 2019) and the associated Global

Human Settlement Layer (GHSL) project (https://ghsl.jrc.ec.

europa.eu/index.php; Florczyk et al., 2019). The GHS classifies

the physical extent of human settlements – from large megacities

to villages and towns using a consistent methodology across the

globe with satellite remote sensing as a primary source of

information. Supervised automatic data classification is used to

build the GHS built-up area grid (GHS-BUILT) using open

decametric-resolution satellite imagery collected by the Landsat

and Sentinel missions. Using census data through spatial

modeling techniques combined with GHS-BUILT, the GHSL

project produces global population density grids (GHS-POP).

The data integration process foresees the downscaling of the

information from the national census district level to a regular,

finer-scaled, gridded, built-up density information layer at the

resolution of 250m2 and 1 km2. Importantly, the GHS does not

assign cities and populations by political boundaries (e.g., MSAs,

countries, counties), but rather by the clustering and proximity of

the built-up environment classified as urban.
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The combination of GHS-BUILT and GHS-POP produces

the GHS settlement model (GHS-SMOD), building on the

“Degree of Urbanization” concept (Dijkstra and Poelman,

2014). Distinguishing between three main typologies of human

settlements based on population density cut-off values: Urban

Centers, Urban Clusters, and Rural Settlements. The Urban

Centers, which represent the most densely inhabited part of

human settlements, are defined as “the spatially-generalized

high-density clusters of contiguous grid cells of 1 km2 with a

density of at least 1,500 inhabitants per km2 of land surface or at

least 50% built-up surface share per km2 of the land surface, and

a minimum population of 50,000”, and are the core of the GHS-

UCDB dataset. It considers all “Urban Centers” data from the

GHS-SMOD 2015, 1 x 1 km2 resolutions, leading to a database

containing over 10,000 individual cities and characterizing each

by a number of variables describing the geography and the

environment of the place, as well as socio-economic parameters

and the potential exposure of an Urban Center to natural

disasters. Initial analysis of all the data produced erroneous

results due to variation in the resolution of the combined

datasets in GHS. Further inspection of ‘outlier’ cities by our

international team of scientists further identified problems with

small area cities in the dataset in Bangladesh, Nepal, and other

countries. The GHS was notified and agreed this was

problematic and should be corrected in future versions. So, we

excluded cities with total urban areas of <100 km2 similar to

Ortman et al. (2020), reducing the number in our analysis to 933

cities from countries with at least five cities with >50,000 people.
Statistical analysis

We conducted both Reduced Major Axis (RMA) and Ordinary

Least Squares (OLS) regression of log population size versus log area

to estimate the scaling exponent (a) and elevation (b) for countries
by years available in the GHS database (yrs. 1975, 1990, 2000, 2015)

following Fuller and Gaston (2009) and Gudipudi et al. (2019). We

report OLS and RMA regression statistics and scaling parameters in

Appendix. We used the 95% confidence intervals (CIs) of scaling

exponents to evaluate whether within-in country scaling relations

were statistically indistinguishable from linear scaling (CIs

bounding 1) versus providing support for allometric scaling (CIs

not containing 1), including overlapping with a = 5/6 as is common

practice in the city scaling literature (e.g., Finance and Swerts, 2020).

The general nature of the results were similar between RMA and

OLS, so we report only RMA analyses in the text because it is the

standard method for allometric scaling studies (see Appendix and

Supplemental Material for more information). We assessed the

effect of the development status of the countries over scaling

exponents and elevation through an analysis of covariance

(ANCOVA), where log(population) was the dependent variable

and population and development status of the country and their

interaction were the predictor variables.
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Results

Country-specific scalings

Our analysis revealed that the scaling exponents (a) varied
widely across countries (Figures 1, 2), from 0.63-to 1.08

(Appendix); 17 countries (47%) supported UST predictions of

a sublinear scaling exponent of ⅚ for built urban areas. In

contrast , 18 countries (48%) had scaling relations

indistinguishable from linear (a = 1) including 8 countries

with 10 or more cities of similar densities (Table 1). See

Appendix for country-level statistics for all years.

We found greater variation in the elevation Y0 between

countries than within (Appendix). Development status had no

detectable effect on scaling exponents (ANCOVA: F = 1.929, p =

0.146), but affected Y0 (ANCOVA: F = 311.254, p < 0.001), being

highest in the More Developed countries and lower in the Less

and Least Developed countries. Those results indicate that cities in

less and least developed countries are denser than the more

developed countries for any given city size. For example, the

highest density cities in the curated GHS dataset occur in

countries of Asia (Surat = 24,117 ind km-2), Africa (Cairo =

12,451 ind km-2) and tropical Latin America (Salvador = 9,839 ind

km-2) and are considerably higher for a given city size than

densities in the USA (NYC = 2,963 ind km-2), Australia
Frontiers in Conservation Science 04
(Sydney = 2,762 ind km-2), Canada (Toronto = 2,990 ind km-2).

Maximum densities for each country range from ~2,000-20,000

ind km-2, and tend to be higher close to the tropics (Figure 1). See

appendix for full statistics by country and years.
Temporal analysis

We found scaling exponents to vary over time for some

countries and regions and remain invariant in others

(Figures 3, 4; Appendix). Notably, the 95% CIs for the exponents

of 13 countries overlap with one (linear) over three decades

(Belgium, Colombia, Germany, Iran, Malaysia, Nigeria, Pakistan,

Poland, Saudi Arabia, South Africa, Ukraine, and Venezuela)

whereas 9 countries stayed sublinear (Brazil, Egypt, France, India,

Japan, Mexico, Russia, Taiwan, and Uzbekistan). In contrast, Italy

changed from superlinear to linear, and 12 countries changed from

linear to sublinear (Argentina, Australia, Bangladesh, Canada,

China, Indonesia, South Korea, Spain, Turkey, United States,

United Kingdom).
Discussion

Using a new multi-decadal global-scale dataset, our results

fill a gap in the literature by evaluating how commonly density
FIGURE 1

Global map of city scaling exponents for 38 countries for year 2015 from the GHS. See Appendix 1 for scaling statistics by country. Note that
colors represent exponents for countries that contain more than 5 cities with an area >100km2 and >50,000 population. Gray countries do not
satisfy these criteria; point size represents city density, which varies from <1,000 to >30,000.
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increases with urban population size across the globe, leading to

sublinear scaling of area with population size. Our results show

mixed support for the UST consistent with previous studies

(Batty and Furgeson, 2011; Ortman et al., 2020). Sublinear

scaling of area with population (increasing density) with an

exponent of ⅚ is generalizable for only ~47% of countries

globally. In contrast, ~48% of countries showed scaling

relations statistically indistinguishable from constant densities

across cities. Some countries (N = 13) exhibited constant

densities across cities for four time periods spanning three

decades. Thus, we conclude that sublinear scaling as predicted

by the UST is not the norm.

Why do we see variation in scaling parameters and a lack of

support for UST in many countries? It is unlikely a statistical

artifact since several of the countries not supporting UST

predictions have sufficient (>10) cities. Our results are similar

to Ortman et al., 2020, which used a different methodology in the

OECD “Functional Urban Areas” data resulting in substantially

different sample sizes. Our results are additionally incomparable

because their results are reported mostly for regions instead of

countries. However, Ortman et al. (2020) hypothesize countries

that do not support UST predictions have experienced rapid

growth and land expansion in recent decades, whereas UST

assumes social-mixing and incremental development. It is

possible that the countries that do not exhibit scaling to the ⅚
Frontiers in Conservation Science 05
UST prediction fail to meet these assumptions. In UST, the

proposed mechanisms underlying increasingly denser larger

cities are based on the capacity of the transport and

communication system to connect all of its inhabitants and

are assumed self-similar, maintaining their properties regardless

of scale (Bettencourt, 2013; Bettencourt, 2020; Ortman and

Lobo, 2020). However, such communication systems are

costly, and the “ideal” (theoretical) connection proposed by

UST may not be achieved in some countries. Countries with

low per capita GDP may face greater challenges in investing and

maintaining the needed transportation and communication

connectivity costs for their inhabitants, potentially leading to

lower-performing cities economically (Ortman et al., 2020).

However, our analysis did not reveal differences in exponents

by economic development status as suggested by Ortman et al.

(2020). More and better quality data across cities, especially from

the “Global South,” will allow us to better understand the links

between city scalings, economic development, and country-level

outcomes in urban scaling parameters. Our results showing

variation in urban density scaling for 38 countries is a step in

that direction.

Our analysis did reveal differences in elevation, Y0 , by

economic development status in the area-size scaling relations

and only recently has this received attention in the UST

literature (e.g., Bettencourt, 2020; Bettencourt et al., 2020;
TABLE 1 The number and percentage of countries in 2015 with scaling exponents from containing isometry (a = 1) and/or the UST predicted
values (a = 5/6) based on 95% Confidence Intervals.

RMA Totals OLS Totals

# of countries with 95% CIs of a containing both 5/6 and 1 17 (0.45%) 12 (0.32%)

# of countries with 95% CIs of a only containing 5/6 18 (0.47%) 21 (0.55%)

# of countries with 95% CIs of a contain neither 3 (0.08%) 5 (0.13%)
f

A B

FIGURE 2

A scatter plot of 933 cities in 2015 used in this study colored by geographic region (A) and level of economic development status: LDC = low
development countries, LDCL = least developed countries, and MDR = more developed countries (B). Note that the x and y axes are log10 transformed.
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FIGURE 3

Scaling exponents over time by: (A) all regions, (B) 2015 economic development status, (C) Africa, (D) Asia, (E) Europe, (F) Latin America and the
Caribbean, (G) Northern America, (H) Oceania. Note each line represents the exponent for a country over time and vertical lines 95%
Confidence Intervals. Select countries listed in the legend are highlighted.
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FIGURE 4

Comparison of log area~ log population scaling for GHS dataset for different decades. Black dashed lines represent the 1/1 line (e.g., a = 1). All
regressions (Reduced Major Axis) are country-level with at least 5 cities of > 50,000 people and >= 100 km2 for the specific year.
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Ortman and Lobo, 2020). Our results show that Y0 varies ~1

order of magnitude between countries and was related to

socioeconomic and geographic drivers, with more developed

economies having lower urban densities and occurring at higher

latitudes. Perhaps counterintuitive, countries with high density

cities and less developed economies are the countries that have

been slower to urbanize and transition to service-based

economies from predominantly rural, resource-based

economies (Burger et al., 2019). Countries with the highest

density cities (highest Y0) and low economic development also

have higher fertility relates and larger family sizes (Moses and

Brown, 2003; DeLong et al., 2010; Burger, 2019) possibly related

to high-density living. Interestingly, this latitudinal variation in

urban densities and economic wealth mirrors gradients in

biodiversity, with tropical areas having higher numbers of

species of not only animals and plants (Brown, 2014) but also

human pathogens and parasites compared to temperate regions

(Guernier et al., 2004). Recently, urban scaling has been applied

to understanding and managing the Covid-19 pandemic

(Ribeiro et al., 2020; Stier et al., 2020). So, a possible practical

avenue for future research is to understand the consequences of

urban density scaling for contact rates, transmission and

evolution of human pathogens and how to mitigate epidemics

in countries with different scaling exponents and elevations.

More investigation into the country- and region-specific drivers

and consequences of variation in urban density scaling are thus

clearly needed. Our results suggest that UST may need to be

further refined and expanded to address this variation in scaling

exponents and elevations theoretically with important

practical applications.
Urban density and biodiversity

Understanding the scaling relations of urban densities has

important consequences for green space and habitat for

biodiversity (Callaghan et al., 2021; Uchida et al., 2021; Dunn

et al., 2022). The country-specific parameter estimates in scaling

exponents and Y0 (elevation) provided in the Appendix have

implications for country-specific management and policy. For

instance, population density and city area are both fundamental

variables for biodiversity conservation, influencing human

pressures on habitats and the fragmented structure of habitats.

If density increases with city size for a given country, different

incentives may be put in place to allow compensatory green

space in larger, denser cities. The scaling of green space,

therefore, may impact biodiversity.

Uchida et al. (2021) hypothesized that urban areas have

higher biodiversity than similar size non-urban areas where the

scaling exponent of the Species-Area-Relationship may be

steeper with higher log-log intercepts. However, this

relationship has largely been investigated in cities of the

temperate Northern Hemisphere. For example, in European
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cities, bird species richness appears to increases with city area

as power-law with exponent of 0.18. Given the shallow exponent,

however, only a small number of species turnover is required in

order for small cities to support more biodiversity per

inhabitant. Indeed, for specific taxa like birds, species-area

richness is found to be higher in urban areas compared to

their rural counterparts (Ferenc et al., 2016; Callaghan et al.,

2021; but see Fattorini et al., 2018 for Italy) and also depends on

latitude (Murthy et al., 2016). However, this outcome may not

necessarily be congruent with conservation priorities since

urban areas often have greater numbers of species of both

native and non-native generalist species resulting in part due

increased species introductions and resource availability by

humans in urban environments (Ferenc et al., 2016; Murthy

et al., 2016). Our study highlights a latitudinal gradient in

population density where the highest density cities in the

world are located in the tropics, where there is generally

higher terrestrial biodiversity (Brown, 2014). Further studies

are needed to understand how variation in density scalings

impacts the species-area relationship in cities in temperate

versus tropics cities and in different biomes (Uchida et al., 2021).

More broadly, our results highlight the need to better

understand how other large-scale geographic, political, and

socioeconomic factors drive variation in population density

and shape the area-size scaling exponent (a) and elevation

(Y0) . In countries in which the scaling of area with population

size is linear, the effect of the size distribution of cities should be

invariant for regional biodiversity. Yet, other attributes of cities

for urban biodiversity could also be important that do not scale

linearly with city size. Additionally, whether or not multiple

small cities can support more total urban species richness

(gamma diversity) than a few large cities of the equivalent

population depend on the rate of turnover in species

composition between cities and the exponent of the species-

area relationship of cities Uchida et al., 2021). Thus, resolving

this dilemma requires a better understanding of the scaling of

various biodiversity-relevant features of cities, such as how green

space, biodiversity, net primary productivity, and habitat

connectivity scale with city size. Additionally, the spatial

distribution of cities of varying sizes undoubtedly affects the

regional connectivity of habitats, influencing rates of

colonization and dispersal between and within cities and rural

areas. Our analysis of city area and population provide crucial

information to advance more empirical and theoretical

development to effectively understanding country-level

scaling effects.
Extra-urban scalings

Cities are dependent on extra-urban interactions from

regional and global trade networks (Burger et al., 2012) not

currently considered in UST. The productivity of their
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boundaries does not constrain modern cities due to the

industrial revolution, and the use of fossil fuels to now import

vast quantities of goods and services from global trade networks

into cities (Krausmann et al., 2008; Meyfroidt et al., 2011, Burger

et al., 2012, 2019; Schramski et al., 2015, 2019, 2020). An increase

in urbanization within countries over time shows (i) greater

dependence on the net import of raw materials from abroad,

increasing the actual footprint of the city that is not being taken

into account (Rees and Wackernagl 1996; Hidalgo, 2009;

Meyfroidt et al., 2011; Burger et al., 2012; Schramski et al.,

2019, 2020), (ii) a general trend of per capita increase in extra-

metabolic and metabolic (i.e., food) energy sources and material

consumption (Brown et al., 2011; Burger et al., 2017, 2019) (iii)

an accelerated extinction of biodiversity and alterations of

ecosystem function (e.g., Ceballos et al., 2015) that are so

tightly related to the uncertainties behind the global change

and the future Anthropocene era scenarios and our survival as

species (Barnosky et al., 2012; Steffen et al., 2018). Future studies

should advance linking urban scaling relations to extra-urban

dynamics that are currently not accounted for in theoretical and

empirical studies of the UST.
Conclusion

Using a global database of urban area and population size,

we show the variation in population densities and scaling

relationships between urban area and population size across

the spectrum of socioeconomic development on Earth. Support

for UST expectations of ⅚ scaling exponents was mixed, with

nearly half of countries exhibiting scaling indistinguishable from

linear and a surprising substantial number of countries

maintaining this apparent linearity and invariance of

population density over three decades. Further research is thus

needed to understand the interactions among economics,

demography, history, and culture that may underlie these

context-specific relationships. While our study involves a

wealth of data, including hundreds of cities and scaling

analysis up to 38 countries over 4 time periods, we have only

focused on area and population. Additional variables must be

investigated at these large cross-country and cross-city scales.

Whether or not a single general theory can manage urban

biodiversity given the variation in urban density scaling

uncovered here remains an open question.
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SUPPLEMENTAL 1

Scaling parameters of all countries over time. Countries that changed
from linear to sublinear: Argentina, Australia, Bangladesh, Canada, China,
Indonesia, South Korea, Spain, Turkey, United States, United Kingdom.
Countries that stayed linear: Belgium, Colombia, Germany, Iran,

Malaysia, Nigeria, Pakistan, Poland, Saudi Arabia, South Africa, Ukraine,
Venezuela. Countries that stayed sublinear: Brazil, Egypt, France, India,
Japan, Mexico, Russia, Taiwan, Uzbekistan. Countries that changed from
superlinear to linear: Italy.

APPENDIX 1

Summary OLS and RMA statistics of scalings of log area with log population

for countries >5 cities of >100 km2 and >50,000 population, per time frame

(N = 933 cities in 2015, 738 in 2000, 591 in 1990, 416 in 1975).
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(2016). Disentangling the influences of habitat availability, heterogeneity and spatial
position on the species richness and rarity of urban bird communities in a central
European city. Urban Ecosyst. 19, 1265–1281. doi: 10.1007/s11252-016-0558-9

Finance, O., and Swerts, E. (2020). “Scaling laws in urban geography. linkages
with urban theories, challenges and limitations,” in Theories and models of
urbanization. lecture notes in morphogenesis. Ed. D. Pumain (Cham:
Springer).doi: 10.1007/978-3-030-36656-8_5.

Florczyk, A. J., Corbane, C., Ehrlich, D., Freire, S., Kemper, T., Maffenini, L.,
et al. (2019) GHSL data package 2019: public release GHS P2019. Available at:
https://op.europa.eu/publication/manifestation_identifier/PUB_KJ1A29788ENN.
Frontiers in Conservation Science 10
Fragkias, M., Lobo, J., Strumsky, D., and Seto, K. C. (2013). Does size matter?
scaling of CO2 emissions and U.S. urban areas. PLoS One 8, e64727. doi: 10.1371/
journal.pone.0064727

Fuller, R. A., and Gaston, K. J. (2009). The scaling of green space coverage in
European cities. Biol. Lett. 5, 352–355. doi: 10.1098/rsbl.2009.0010

Guernier, V., Hochberg, ME., and Guégan, JF. (2004). Ecology Drives the
Worldwide Distribution of Human Diseases. PLOS Biology 2(6):e141.
doi: 10.1371/journal.pbio.0020141

Gudipudi, R., Rybski, D., Lüdeke, M. K., and Kropp, J. P. (2019). Urban emission
scaling — research insights and a way forward. Environ. Plann. B: Urban Analytics
City Sci. 46, 1678–1683. doi: 10.1177/2399808319825867

Hidalgo, C. A. (2009) The dynamics of economic complexity and the product
space over a 42 year period. Available at: https://dash.harvard.edu/handle/1/
37366208.

Krausmann, F., Fischer-Kowalski, M., Schandl, H., and Eisenmenger, N. (2008).
The global sociometabolic transition. J. Ind. Ecol. 12, 637–656. doi: 10.1111/j.1530-
9290.2008.00065.x

Lobo, J., Bettencourt, L., Smith, M., and Ortman, S. (2019). Settlement scaling
theory: Bridging the study of ancient and contemporary urban systems. SSRN
Electronic J. 6, 1–29. doi: 10.2139/ssrn.3427336

Melchiorri, M. (2022). The global human settlement layer sets a new standard
for global urban data reporting with the urban centre database. Front. Environ. Sci.
doi: 10.3389/fenvs.2022.1003862

Meyfroidt, P., Noordwijk, M., Minang, P. A., Dewi, S., and Lambin, E. F. (2011)
Drivers and consequences of tropical forest transitions: options to bypass land
degradation? Available at: https://cgspace.cgiar.org/handle/10568/42016.

Moses, M. E., and Brown, J. H. (2003). Allometry of human fertility and energy
use. Ecol. Lett. 6, 295–300. doi: 10.1046/j.1461-0248.2003.00446.x

Murthy, A. C., Fristoe, T. S., and Burger, J. R. (2016). Homogenizing effects of
cities on north American winter bird diversity. Ecosphere 7, e01216. doi: 10.1002/
ecs2.1216

Oliveira, E. A., Andrade, J. S., and Makse, H. A. (2014). Large Cities are less
green. Sci. Rep. 4, 4235. doi: 10.1038/srep04235

Ortman, S. G., and Lobo, J. (2020). Smithian gowth in a non-industrial society.
Sci. Advances 6 (25), eaba5694. doi: 10.1126/sciadv.aba5694

Ortman, S. G., Lobo, J., and Smith, M. E. (2020). Cities: Complexity, theory and
history. PLoS One 15, e0243621. doi: 10.1371/journal.pone.0243621

Pesaresi, M., Florczyk, A., Schiavina, M., Melchiorri, M., and Maffenini, L.
(2019). GHS-SMOD R2019A - GHS settlement layers, updated and refined REGIO
model 2014 in application to GHS-BUILT R2018A and GHS-POP R2019A,
multitemporal (1975-1990-2000-2015). doi: 10.2905/42E8BE89-54FF-464E-
BE7B-BF9E64DA5218

Rees, W. E., and Wackernagel., M. (1996). “Urban ecological footprints: Why
cities cannot be sustainable–and why they are a key to sustainability,” in Our
ecological footprint, reducing human impact on the earth. Eds. M. Wackernagel and
W. E. Rees (Gabriola Island: New Society Publishers), 223–248.

Ribeiro, H. V., Sunahara, A. S., Sutton, J., Perc, M., and Hanley, Q. S. (2020). City
size and the spreading of COVID-19 in Brazil. PLoS One 15 (9), e0239699.
doi: 10.1371/journal.pone.0239699

Schramski, J. R., Gattie, D. K., and Brown, J. H. (2015). Human domination of
the biosphere: Rapid discharge of the earth-space battery foretells the future of
humankind. PNAS 112, 9511–9517. doi: 10.1073/pnas.1508353112

Schramski, J. R., Woodson, C. B., and Brown, J. H. (2020). Energy use and the
sustainability of intensifying food production. Nat. Sustain 3, 257–259.
doi: 10.1038/s41893-020-0503-z

Schramski, J. R., Woodson, C. B., Steck, G., Munn, D., and Brown, J. H. (2019).
Declining country-level food self-sufficiency suggests future food insecurities.
Biophys. Econ Resour Qual 4, 12. doi: 10.1007/s41247-019-0060-0

Steffen, W., Rockström, J., Richardson, K., Lenton, T. M., Folke, C., Liverman,
D., et al. (2018). Trajectories of the earth system in the anthropocene. PNAS 115,
8252–8259. doi: 10.1073/pnas.1810141115

Stier, A., Berman, M. G., and Bettencourt, L. (2020). COVID-19 attack rate
increases with city size (Mansueto Institute for Urban Innovation Research Paper
No. 19). Available at: https://ssrn.com/abstract=3564464.

Uchida, K., Blakey, R. V., Burger, J. R., Cooper, D. S., Niesner, C. A., and
Blumstein, D. T. (2021). Urban biodiversity and the importance of scale. Trends
Ecol. Evol. 36, 123–131. doi: 10.1016/j.tree.2020.10.011

West, G. (2018). Scale: The universal laws of life, growth, and death in organisms,
cities, and companies (New York, NY: Penguin).
frontiersin.org

https://doi.org/10.1038/s41893-017-0013-9
https://doi.org/10.1038/nature11018
https://doi.org/10.1068/b3805ed
https://doi.org/10.1126/science.1235823
https://doi.org/10.1126/sciadv.aat8812
https://doi.org/10.1073/pnas.0610172104
https://doi.org/10.1038/467912a
https://doi.org/10.1098/rsif.2019.0846
https://doi.org/10.1111/jbi.12228
https://doi.org/10.1525/bio.2011.61.1.7
https://doi.org/10.1093/biosci/biz084
https://doi.org/10.1371/journal.pbio.1001345
https://doi.org/10.1007/s41247-019-0053-z
https://doi.org/10.1073/pnas.1721726115
https://doi.org/10.1038/srep43869
https://doi.org/10.1007/s10531-020-02088-1
https://doi.org/10.1371/journal.pone.0013206
https://ec.europa.eu/regional_policy/sources/docgener/work/2014_01_new_urban.pdf
https://ec.europa.eu/regional_policy/sources/docgener/work/2014_01_new_urban.pdf
https://doi.org/10.3389/fcosc.2022.761449
https://doi.org/10.1017/S0376892918000048
https://doi.org/10.1007/s11252-016-0558-9
https://doi.org/10.1007/978-3-030-36656-8_5
https://op.europa.eu/publication/manifestation_identifier/PUB_KJ1A29788ENN
https://doi.org/10.1371/journal.pone.0064727
https://doi.org/10.1371/journal.pone.0064727
https://doi.org/10.1098/rsbl.2009.0010
https://doi.org/10.1371/journal.pbio.0020141
https://doi.org/10.1177/2399808319825867
https://dash.harvard.edu/handle/1/37366208
https://dash.harvard.edu/handle/1/37366208
https://doi.org/10.1111/j.1530-9290.2008.00065.x
https://doi.org/10.1111/j.1530-9290.2008.00065.x
https://doi.org/10.2139/ssrn.3427336
https://doi.org/10.3389/fenvs.2022.1003862
https://cgspace.cgiar.org/handle/10568/42016
https://doi.org/10.1046/j.1461-0248.2003.00446.x
https://doi.org/10.1002/ecs2.1216
https://doi.org/10.1002/ecs2.1216
https://doi.org/10.1038/srep04235
https://doi.org/10.1126/sciadv.aba5694
https://doi.org/10.1371/journal.pone.0243621
https://doi.org/10.2905/42E8BE89-54FF-464E-BE7B-BF9E64DA5218
https://doi.org/10.2905/42E8BE89-54FF-464E-BE7B-BF9E64DA5218
https://doi.org/10.1371/journal.pone.0239699
https://doi.org/10.1073/pnas.1508353112
https://doi.org/10.1038/s41893-020-0503-z
https://doi.org/10.1007/s41247-019-0060-0
https://doi.org/10.1073/pnas.1810141115
https://ssrn.com/abstract=3564464
https://doi.org/10.1016/j.tree.2020.10.011
https://doi.org/10.3389/fcosc.2022.879934
https://www.frontiersin.org/journals/conservation-science
https://www.frontiersin.org

	Global city densities: Re-examining urban scaling theory
	Introduction
	Materials and methods
	The data
	Statistical analysis

	Results
	Country-specific scalings
	Temporal analysis

	Discussion
	Urban density and biodiversity
	Extra-urban scalings

	Conclusion
	Data availability statement
	Author contributions
	Funding
	Supplementary material
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /PageByPage
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages false
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 1
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /Description <<
    /ENU (T&F settings for black and white printer PDFs 20081208)
  >>
  /ExportLayers /ExportVisibleLayers
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        0
        0
        0
        0
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks true
      /IncludeHyperlinks true
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 6
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


